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BIA ABTOPA

Mema yvoco eudanns — nosHatiomumu cmyoeHmis Oiono2iuHux paxynvmemis i3 cyuac-
HUMU VSGEHHAMU NPO MOIEKVSIPHI MEXAHIZMU HAUBANCIUBIUUX 3A2AIbHUX DIONOSTHHUX NPO-
yecig. Y 1io2o 0cHO8Y NOKIA0EH0 Kypc MOAEKYIAPHOT 0ion02li Ha bionoziunomy gaxyrememi
Kuiscokoeo nayionanvrozo yrisepcumemy imeni Tapaca [llesuenxa. Knuea nepedbauae no-
NepeoHe O3HALIOMIEHHS YUMAayd 3 OCHOBAMU YUMOI02IE ma OioXimii.

Arxwo eusnauumu monexyasapny 0ionocito sk po30il Oi0N02IHHUX HAYK, Npucesie-
HULl 3'9CY8AHHIO MONEKYIAPHUX MEXAHIZMI8 DION02IYHUX NpoYecis, MO MOJNCHA CKA3A-
mu, wo cb0200Hi maiidice 8cst 6i0N02is € MOLEKYIAPHOIO AO0, NPUHAUMHI, npazHe dymu
maxkoio. OOHax y Oinbit 8Y3bKOMY CEHCI NI0 MONEKYIAPHOI0 0i0102i€10 MPaouyitino
PO3YMIIOMb BUBYEHHS MOJEKYIAPHUX MeXAaHi3Mie npoyecié nepedaui ma peanizayii
cnaokosoi ingopmayii — 3a2anbHux npoyecis, wo 6i00Y8AIOMbCsL 8 YCIX HCUBUX CUC-
memax. Lleti niopyunuk uxooums came 3 mMaxKo2o po3yMiHHA (KAOUOSUMU NPU YbOMY
€ cnoga “Monexynsipui mexanizmu’’), sike 00360.15€ 8i00KpeMUumu MONEKYIAPHY 6iono-
2if0 AK HasuanvHy Oucyuniiny 6i0 Oioximii, Ologizuku, eenemuxku ma @izionocii.
3 inwoeo 60Ky, OCKiIbKU 3a2anibHi NPUHYUNU QYHKYIOHYBAHHA OION02TUYHUX MAKPOMO-
KVl € VHIBEePCANbHUMU, SUOAHHSI MOJICe PO32Nsi0amucs K 6azoee 01 no0aibuo20
BUBYEHHS THWUX DIONO2IUHUX NPOYECI8 HA MONEKYIAPHOMY DIGHI.

Yci niopyunuxu mosicna nodinumu na 06i epynu. 8UOGHHS 6eIUKO20 00CA2Y, AKI MICMsAmMb
BUYEPNHO NOGHULL HAOIP 8i0OMOCTEl WOOO NEeBHOI 2ay3i th MOJICYMb OYmMu GUKOPUCTHAHT 5K
O0GIOHUKU, | CIMUCTI020 UKTIAOY, WO 0arOmby YeileH s npo 6a306i NPUHYUNU GIONOBIOHOT HAY-
ko801 oucyunninu. Ilpononosana npays Hanedxcums 0o opyzoeo muny. OcHo8Hy yeazy 6 Hill
NPUOINEHO NPUHYUNAM CIPYKIMYPHOL Opeanizayii Oion02iuHuX MAKpOMOLeKyl ma 63aeMo0ii
MIDIC HUMU, WO NEAHCAMb 8 OCHOBI 30IUCHEHHS, OI0N02TUHUX (DYHKYIIL.

Cnooigatocs, wo kHuea O0yoe KOPUCHOIO He MINbKU O CMyOeHmis, a U 01s acni-
panmig i Haykosyis, 6ionoeie, MeduKis, azpapiie, a maxoodc Qizuxie i ximixie, ki yi-
KaBAsAMbCsl MOLEKYAAPHOIO OI0N02IEN.

LJupo osxyio peyenszenmam xuueu I B. Envewkitl, O.1. Kopnenmoxy i C.O. Kocmepiny,
a makoxc eukIaoawam xKageopu 3a2anbHoi ma mMoaekyiapHoi eenemuku Kuiecbkoeo na-
yionanvHozo yHieepcumemy imeni Tapaca Lllesuenka 3a 062060peHHs pyKonucy il KOpuc-
HI 3aY6adICEHHS.

A.B. Cueonoo



BCTVYII

3araabHHMHU, CHIABHUMHU B OCHOBHHMX CBOIX pHCax OAd BCiX KHBUX CHUC-
TEM, IIPOIlecaMMu, IO A€XKaThb B OCHOBiI (DyHKIIIOHyBaHHHA OPTaHi3MIiB,
€ TIpollecH 30epekeHHs Ta peaaisalrii crmaakoBoi iHgopMartii.

MarictpaabHuH MI1AgX Iepeaadi iHdopMallii B 6i0A0TYHUX cHcTeMax Bino-
Opazkae cxeMma, 3alIporloHOBaHa cBoro dyacy Ppencicom Kpikom mizm Ha3BorO
UeHmpaibHa 00ema MONeKYASPHOL bionoeaii:

Penaixamnis

TpaHCKpHILia TpaHcAaaunia

OHK PHK BiAku

dopMyAOBaHHS HEHTPAABHOI OTMHM MOXKHAa BBaKaTH IIO0YaTKOM MOAe-
KyAdpHOi 6ioaorii sk okpemoi Hayku. Came 3a TAKOIO CXE€MOIO, HE IOPY-
LIIyIo4Yu HeBHOI Tpaauilii, mobymoBaHo Ifo KHUTY. CAix 3ayBaskKHTH, IIO0
KpiM BigoOpazkeHUX Ha CXeMi, y KHUBHUX CHCTEMaX PeaAi3yloThbCs TaKOXK
magaxu nepenadi ingpopmarii Bix PHK ma PHK i va /ITHK.

By3A0BHMHU TOYKAMHU CXEMH — IXKEPEAOM i ob'ekTamu nepenadi iHdop-
Mawii — € 6ioAOTiUHI MaKpomoseKysiu OBOX OCHOBHHX THIIIB: HYK/IEiHO8l
Kucnomu Ta 6inku. [lpucraBka “mMakpo-" BimoOpakae To# IIpocTUi (PakrT,
II0 MOAEKyAa Ma€ BEAUKHUU pO3Mip — He XapaKTepHHUH nad “3BUYaAHUX”
MOAEKYA HEOPraHidHOTO CBiTy. Beaukuidl po3mip 06i0OAOTIYHHUX MaKpOMOAe-
KyA € TIPUHIIUIIOBOIO BiAMIHHICTIO KUBUX CUCTEM: TIABKH MOAEKYyAa, sIKa
CKAQIAETHCH 3 BEAUKOI KIABKOCTI aTOMIB, 3aTHA MiHIMI3yBaTH HEPEIIKO-
[KaIo4Ui BIAWB BHIIAZIKOBUX TENAOBHX (AyKTyallifi i 3mificHIOBaTH
OIABIII-MEHIN TOYHI orepallii Ha OCHOBI YHCAEHHUX B3aEMOIIH 3 iHITHUMH
MOAEKYyAaMH. Y MePIIOMY PO3[Iial KHUTH PO3TASHYTO AesKi BaXKAWUBI (Pi3UKO-
XiMiYHiI IPUHIINIIH, SIKi € OCHOBOIO MOAEKYASIPHOI 6ioAorii.

MakpOMOAEKYAU — 1€ ITIOAIMEPHI AQHITIOTH, III0 CKAQAIOThCS 3 MOHOMED-
HUX XIMiYHHUX T'pyIl IeBHOTO KAacy. KiHIleBoio TO4YKOI0 repenadi 6iororigHol
indopmariii € 6iaku (abo mporeinm) — GioroaiMepu, 1oOyZOBaHiI TOAOBHUM
yuaoMm 3 20 TUINB amiHokucsiom. Bearke po3maiTTsd aMiHOKHUCAOTHHX ITO-
CAITOBHOCTEH CTBOPIOE MOZKAMBOCTI OAG peasizallii pi3HOMaHITHHX IHIAGXIB
VKAQ[aHHS AQHILIOTIB y IIPOCTOPi — YTBOPEHHS CHENM@IYHUX ITPOCTOPOBUX
CTPYKTYp OiAKIB mAsT BUKOHAHHS IIEBHUX CIIEU(IYHUX 3aBAaHb. [[0AOBHHUM
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TUIIOM IIUX 3aBOAHb € KaTaAi3 YUCAEHHUX OiOXIMIYHMX peakiiil (y TOMY YHCAi
THX, 1110 3a0e3MedyIoTh Ilepenady OioaorigyHoi iHdopmMmartii). 3aitficHeHHdT pe-
aKIli#, gKi MaroTh BiOyBaTHCsS V¥ BY3bKOMY Oiarna3oHi ¢i3i0oAOTiYHHUX YMOB,
Oyaro 6 IpaKTUYHO HEMOXKAMBHUM 0e3 Takoro kartaaizy. Kpim Toro, 0iaku
€ OCHOBHHUM OyAiBHUM MaTepiasoM Oyab-sKoi GioaorigHoi cucteMu i 3abe3-
eYyITh BUKOHAHHS BCiX IHITUX OiOAOTIYHMX (PYHKIIIH: TPAHCIIOPT pedo-
BUH, [lepefady PeryAsSTOPHUX CUTHAAIB, CIIPIMOBAHI PyXH YaCTUH CUCTEMH,
3aXUCT BiJ YyKOPiJHUX MOAEKyA TOIIO. [IpuHIMIUN CTPyKTYypHOI opraHiza-
il 0iAKiB Ta iXHE PYHKIIIOHYyBaHHS PO3TAIIAIOTHCS B PO3iai 2.

MoHoMepaMHu HYKAE€IHOBHX KHCAOT € HYK/eomuou: HYKA€OTHUAN YOTH-
PBOX THIIIB YTBOPIOIOTH MOAIHYKACOTHIHUN AAHILIOT, ABa TaKi AaHIIOTH,
VTPUMYIOYHCH PA30M 3a PaxXyHOK IIEBHHX B3a€MOiH, (POPMYIOTH OBOAAH-
IIIOTOBY CITipaABbHY MOAEKYAy Oe3okcupuboryrneinogoi kucromu (AHK).
HykaeoTunau, KOTpi TPOXH BiPi3HAIOTHCS 34 XiMiYHOIO 0yZI0BOIO, yTBOPIO-
IOTH (9K IIPaBHAO, OTHOAQHIIIOTOBY) IIOAIMEPHY MOAEKYAY puboHyrneiHogol
rxucnomu (PHK). Moaekyaa [JTHK Bigpi3HAETHCS BUCOKOIO CTabiABHICTIO, III0
pobuTh 1l HamiiHUM CXOBHILEM CIIaakKoBoi iH¢gopmarlii. Cama iHdopmarlia
3amycaHa y BUTAS/l ITIOCALTOBHOCTI HYKA€OTHIIB YOTHUPHOX THUIIIB, a CTPYK-
Typa ABOAQHIIIOTOBOI MOAEKyAH 3abesrieuye pyHKIioHyBaHHdA [ITHK gk HO-
ciga incgopmarii. KAIouoBUM y IIbOMY BiTHOIIIEHHI € NPUHYUN KOMNIEMEH-
mapHocmi, 3TifHO 3 IKHUM YOTHUPH HYKACOTHAH 3MaTHI YTBOPUTHU ABi KOM-
naeMmeHTapHi napu, i JIHK € crabiabHOIO TiABKHK 32 YMOBH, III0 y ABOX AQH-
LIorax OAWH IIPOTH OLHOI'O PO3TAlllOBaHI HYKA€OTHAM OAHIi€l Takoi mapw.
TakuM 4YMHOM, KOXKEH i3 AQHITIOTIB € CBOEPITHUM O3epKaABHUM Bimobpa-
xKeHHaM iHmoro. CTpykTypHy opraxizamito JJHK i nmpuanunu ii B3aemogii
3 Oiakamu, 110 3abe3nedyioTh ynakoBkKy [IHK y KaiTHHI Ta peryasitiio
il akTHBHOCTI, ortcaHo B po3miai 3. OcobamBocti pizHux tumiB PHK, aki
BHKOHYIOTH Pi3HOMAaHITHI BasKAHBi JOIOMIiXKHI (PYHKIII y mporiecax peaai-
3amii cnaakoBoi iH(popMallii, po3ragaarTbCs OKPEMO B PO3JiAax, IPHUCBSI-
YeHUX MeXaHi3MaM BiAMIOBiTHUX ITPOIIECIB.

CnagkroBa iHGopwMmallis, 3amucaHa B MOCAIIOBHOCTI HYKAEOTHIIB Ha
miagaii JHK, e indopmariiero mpo IIOCAIZOBHICTE aMiHOKHCAOT Y CKAi
biaka. Okpema 3micToBHa miaguka [AHK, y rmocaigoBHOCTI K01 3aKogoBaHa
aMiHOKHCAOTHA IIOCAIOBHICTE 0iAKa, HA3UBAETHCS 2eHOM, a CYKyIITHA HyK-
AeoTugHa niocaimoBHicTh JJHK y KaiTHHAaxX II€BHOI'O OpraHisMy (dKa BKAIO-
4ya€e He TIABKU T€HU) — 2eHOMOM. Y PO3MiAl 4 BUKAAIEHO 3araAbHi ITPUHIIH-
oM opraHizallii reHoMiB, a TakoxX ymnakoBKU [IHK y kaiTHHaxX — y ckaazi
JHK-6iAKOBOTO KOMIIAEKCY, SIKHH HA3UBAIOTh XPOMAMUHOM. Y IBOMY K
PO3MiAi OMMCaHO CHUCTEMY CIIiBBiIHOIIIEHBb MiXK €AeMEHTaMH IIOCAIJOBHOCTI
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Beryn

HYKAECOTH/IIB i aMiHOKMCAOTHUMH ITOCAIZIOBHOCTAMH OiAKIB — 2eHemuuHUli Koo,
AKUH BHUKOPHCTOBYETBCS XKUBUMU CHCTEMAaMU [JIASI IIEPEKAAY HYKACOTU/I-
HOT'O TEKCTY B IIOCAITOBHICTE aMiHOKHMCAOT ¥ cKaazi 6iaka.

HaBenene Bu3HauYeHHd I'eHa €, O/IHAK, He 30BCiM TouHUM. KpiM 6iaKoBUX
IreHiB, T€HOM KOXKHOI'0O OpPraHi3My MICTHUTH TaKOXK I€HH, KiHIIEBUMH IIPO-
OYKTaMH SIKUX € pisHoMaHiITHI Moaekyau PHK. Aae He3zaaekHO Bixm Ty
reHa, IEPBUHHUM IIPOAYKTOM HOro aKTHBHOCTI (IPOMiKHUM OAs OIAKOBHX
reHiB) € moaekyaa PHK. Ilin yac mpaHckpunuii HyKA€OTHUAHA ITOCAiTOB-
HicTb onHOro 3 AaHItoriB JIHK 3a DpHUHITUIIOM KOMIIAEMEHTAPHOCTI IIepe-
IHUCYETBCS B HyKAeoTHUAHY mocaifoBHicTs PHK — /IHK BHUKOpUCTOBY€ETHCH
dK MaTpHlld, Ha gKiil Oyayerbca KommnaeMeHTapHa PHK-pemnaika. Moaeky-
Aa PHK, 110 cuHTe3yeTbca Ha GIAKOBOMY I'eHi, BAKOPHUCTOBYETBCH MOaAi K
Matpulsg aadg 6iaAKoBoro cuHTE3y (MaTpuyHa abo iHdgopmaritina PHK -
MPHK). MoaekyagpHi MexaHi3MH TpaHCKpUILii Ta ii peryadaiiii y mpo- Ta
eyKapioTiB OImMcaHo B po3aisax S i 6. TicHo moB'a3aHU 13 TPAHCKPHUIILIEIO
npouecuHr eykapioruaHux MPHK (ocraToune “mo3zpiBaHHA” (PyHKIIIOHAAB-
HO-aKTHUBHOI MOAEKYAH) PO3TAGHYTO B PO3MIiAi 7.

Po3mia 8 mprcBaUeHO MOAEKYASIPHUM MeXaHizMaM KiHIIEBOT'O eTally €KC-
rnpecii 0iAKOBUX I'eHiB — cuHTe3y 0iakiB. MaTpuriieio nasg 6iAKOBOro CHHTE3y
€ Mmoaekyaa MPHK, HykaeoTHoHa TIOCAIIOBHICTL 9KOi 3a IIpaBHAAMH T'€He-
TUYHOTO KOy IIEPEKAaIAETHCI B aMiHOKHCAOTHY IIOCAIIOBHICTEH OiAKa ITifg
qyac mpaHcasyii. [Ipu 1bOMy 3HOB BUKOPHUCTOBYETBCH IIPHUHIIUII KOMIIAEME-
HTapHOCTi: eaeMeHT rocaimoBHocTi MPHK yIri3HaeThCa KOMIIAEMEHTAPHOIO
MIASTHKOIO ¥ cKaani ocobamnBoi Mmoaekyan PHK — Tpaucnioprroi PHK (TPHK),
dKa Hece Ha cobi amiHokucaotry. CrientndiuHe 3B'ss3yBanHs neBHoi TPHK i3
BiAIOBiAHOI0 aMiHOKHCAOTOIO € BasKAWBOIO IIepeayMOBOIO TpaHCcAsIi. [Ipo-
IleC CKaHyBaHHSA MaTPHII Ta CHHTe3y aMiHOKHCAOTHOIO AQHITIOTa 3abe3re-
4yeThbCS pUbOOCOMOH0 — MYABTHMOAEKYASIPHHUM KOMIIA€KCOM, OCHOBOIO SKOTO
€ pubocomui PHK (pPHK), 3B'a3ani 3 pubocomHumu Oinkamu. Ilicag 3akiH-
YeHHSI CUHTe3y Ha pubOCOMi aMiHOKHCAOTHOTO AaHIora (abo iHomi mmim gac
CHHTEe3y) Bia0yBaeThCa HOro MPOCTOPOBE YKAQIAHHS Y CIEU(IYHYy 0iAKOBY
CTPYKTYPY. 3aKOHOMIPHOCTI IIBOT'O IIPOIIECY TAKOK BUKAAIEHO B PO3diai 8.

CyTTEBUM MOMEHTOM (PYHKILIOHYBaHHS 3KUBOI CHCTEMU € HE TiABKHU pe-
aaizaris (ekcrpecis) reHeTudHoi iH(opMmarliii, a ¥ 30epexkeHHd ii Ta 1I0-
OBOEHHA 3 METOIO Ilepefiadi HacTyITHOMY IOKoAiHHIO. [logBoeHHS iH(OP-
Mmalli — pennikayis — 11e BigrBopeHHd Moaekyau [JIHK y nBox imeHTHUYHHX
OOYipHiX Komisgx. [oAOBHHM MexaHi3MOM peTraikanii € BiKe 3ragyBaHUH
KiAbKa pasiB IIPUHIINII KOMIIAEMEHTApPHOCTI: KoxKeH 3 aaHioriB JIHK BuKO-
PHUCTOBYETBCS SIK MaTpPUILld OAd CUHTe3y KoMIiaeMeHTapHoi JJHK-pemnaiku.
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CrieriiaaAbHI MOAEKYASIPHiI CHCTEeMH 3a0e31edyloTh BUCOKY TOYHICTbH CHHTE-
3y JHK min gac pemnaikariii. [Tpoiiecu BunpaBA€HHSI IIOMHAOK, SIKi BCE 3K
TaKW BUHUKAIOTH IIiJ] 4ac IIbOI'0 IIPOIIECY, a TaKOXK IIOIIKO/XKEHb y MOAE-
Kyai [IHK, 1o 3'9BASIOTBHCH ITiA AI€0 30BHIIIHIX BIIAMBIB, 00'€THAHO ITif
Ha3Bow penapauyii JHK. MoaekyasspHiI MeXaHI3MU peraikamii Ta peraparrii
OIIMCAaHO B po3iai 9.

Po3mian 10 mpHCBSYEHO MOAEKYASPHUM IIpollecaM, III0 IIPUBOAATH 0
HaA3BUYAHHO 0iOAOTIYHO BasKAWBOIO “IiepeTacyBaHHSA” T€HETHYHOTO Ma-
Tepiaay — pekombiHayii JIHK.

B ocranmnproMmy 11 po3miai mogaHO OTASA AESIKUX HaAWBaXKAUBIIIIUX Me-
TOMIB HOCAIIZKEHHS, BUKOPUCTOBYBAaHHUX Y MOAEKYASIPHiif 6ioAOTii.

3 MeTOIO IIOAETIIIeHHSI CIPUHHATTA iHdopMallii B TEKCTi BiACYTHI IIOCH-
AaHH4. Ilepeaik pekoMeHZIOBaHOI AiTepaTypy HaBeAeHO HAIIPUKIHI KOXK-
HOro posniay. Ilepeaik aiTepaTypH, HaBeOeHUU HHXK4YE, MOXKHAa BBasKaTU
3araAbHUM 10 KypCy B LIiIAOMY.

300pazkeHHd CTPYKTYP MaKPOMOAEKYA, SKUMH ITPOIAIOCTPOBAHO KHHUIY,
CTBOPEHO Ha OCHOBiI aTOMHHUX KoopauHAaT i3 BaHKy maHux 6iAKOBHX
ctpykryp (PDB — Protein Data Bank, http://www.rcsb.org/pdb/, Binmo-
BigHI Kogu PDB HaBeneHo B mianmcax 40 PUCYHKIB) 3a JOIIOMOTOIO IIPO-
rpamuux naketiB PyMOL (http://www.pymol.org/) Ta UCSF Chimera
(http:/ /www.cgl.ucsf.edu/chimera).
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Po3oia 1

DI3UKO-XIMIUYHI OCHOBU
MOAEKY ASIPHOI BIOAOTITI

All science is either physics or
stamp collection.

E. Rutherford

Hespazkaro4yu Ha BHCOKY CKAQIHICTb KHUBUX CHUCTEM, B OCHOBIi IXHBOTO
YHKIIIOHYBaHHS AeXaTh TaKi caMi 3aKOHHU (Pi3HUKH, SIKi BUKOHYIOTHCH
OAST HEXKUBOI NpUpoaH — i kKoaHUX iHmux. CboroAHi Take TBepPIKEeHHS
MOXKe 371aBaTHCsa OaHaABHUM, OlHAK caMe BOHO € 6a30BUM [AS Cy4acHO]
napagurMyu MOAEKYASIpPHOi Oioaorii. lle#t po3mia Mae Ha MeTi HaragaTH
[esKi HaWBaxKAUBINII (Pi3UYHI 3aKOHOMipHOCTi, 0e3 pPO3yMiHHS HKUX
HEMOXKAUBO PO3TAINATH IIPHUHIIUIIN CTPYKTYpHOI opranizarii 6ioaorig-
HHUX MaKpPOMOAEKYA 1 B3aeMo/ii MixK HHUMH.

Eneprernka B3a€Mogaii Mi>k aToMaMu 71 MOA€eKyAaMI

Biavna enepzis

Posragaemo crpollieHy MoAeAb ITOAIMEPHOIO AQHIIOra: MOHOMEpPHI eae-
MEHTH, 300paskeHi sIK YepBOHI KyABKH Ha puc. 1.1, m1o 3'€aHaHi THyYKHUMU
nepeMudykamMu. Hexaii MOHOMepH IpH LIBOMY € iHEPTHHMH — HE 3JaTHHUMHU
0 B3aeMofiti Mixk coboro. [IpocTopoBa hopMma — KoHpoOpMaUis — TAKOTO Aa-
HIrfora Oyae BH3HAYATHUCS AWIIIEe KOH(Irypali€n nepeMuydoK. YHaCAIIoK Te-
IIAOBOTO PYXY AaHILIOT Oyzie IMOCTiHHO 3MiHIOBATH CBOIO KOH(opMallito, ToO-
TO Oyne peasizoBaHa Tak 3BaHa popMa HEBIIOPAAKOBAHOIO KAyOKa.

Ha puc. 1.1 et craH HeBNOPSAKOBAHOTO KAyOKa 300pazkeHo K cTaH 1
AIBOPYY (IIpeACTaBAEHO KiAbKa 3 BEAMKOI KiABKOCTI Wi MOKAMBHUX KOHQO-
pMmaiiifi aaHirora). IleBHHE KOMITakKTHUIE cTaH 2 (IpaBopyd) MoxkKe OyTH
peaaizoBaHUN 3HAYHO MEHIIOKIO KiabKicTio W, KoH(popMallii nmepeMH4oK.
BinzomnrenHsa MMOBIpHOCTI fo 3HAaWTHU AQHILIOT Y CTaHi 2 no0 HMOBIpHOCTI fi
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cra"ny 1 (KkoHcTaHTa piBHOBaru K Mix craHamu 2 i 1), oueBUAHO, BU3HA-
4aeThCH BiHOIIEHHAM KiABKOCTI BiAIIOBIAHUX KOH(OpMAILil:

howm

Ockiavku W; << Wi, To piBHOBara 3cyHyTa AiBopyd — y 0ik Kaybka. OTKe,
3a IHIINX OJHAKOBUX YMOB, iIMOBIpHICTE 3HAaWTH Oyab-IKy CUCTEMY B II€BHO-
My CTaHi BH3HAYAETHCS KIiABKICTIO MIKpOCTaHIB (KOHirypalliii cucremmu),
AKUMHU IIeH cTaH peaaizyerhes. YuM Giablla KiABKICTb MIKPOCTaHIB (y Halllo-
My npukaaai Wi ra Wa), THM MEHII yIIOPSAKOBAHUM € JAaHUH CTaH CUCTEMU:
3p03yMiA0, IO CTYITiHb YTIOPSAKOBAHOCTI 3HAYHO 3POCTAaE JIASI CTaHy 2.

[

Puc. 1.1. Kay6ox (1) i komnakTHHU#E cTaH (2)
IIOAIMEPHOTO AQHITIOTa

Hexaif Terep MOHOMEpH 3[aTHI B3a€EMOMIATH TaKUM YHHOM, IO IIPHU
YTBOPEHHI KOHTAKTy MiXK HHUMH B HaBKOAUIITHE CEPEOOBHIIE BUIIAGETHCI
TENAO (3HUXKYETBbCS BHYTPIIIHA eHepria Haioi cucreMmu). 9K Bizmomo
3 TePMOAMHAaMIKH, YCi IPOIIECH 3a IHIIUX OJHAKOBHX YMOB BiOyBalOThCH
B HaIIPSIMKY BUIIA€HHS Tellaa. IMOBIpHICTHL IIEBHOIO CTaHy CHCTEMU BU-
3Ha4Ya€ThCs BiOHOIIEHHAM eHmanwnii H (BeAnunHa, sSKa 3a yMOB IIOCTiH-
HOTO THUCKY Ta 00'eMy € €KBiBaA€HTHOIO BHYTPIIIHiH eHeprii cucTeMH) 10
cepeaHbOi KiHEeTHYHOI eHepril TeraoBoro pyxy ksT (ks — KoHcTaHTa BOABIT-
MmaHa (Ludwig Boltzmann), T — abcoatoTHa Temneparypa). A came, iMOBip-
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Po30in 1. Pizsuro-xiMiuHi OCHOBH MOAeKyAsIpHOIL BioAorii

HICTB € IPOHOPIIHHOI A0 BEAUYHUHU exp[—H A T): MeEHIIle 3HAUYEHHS €H-
B

TaABIIil BiAlIloBizae 3pocTaHHI0 HMOBIpHOCTI (mpuHIUI BoablimMaHna). SKIo
3HUIKEHHS €HTaABIIil ITpU KOMIIaKTHU3allii AaHIora € 3Ha4HUM, TO 1I€ MO-
Ke 3MIiHUTH KOHQopMalliiHy piBHOBary Ha KOpPHCTb cTaHy 2. Takum 4u-
HOM, y 3aTaAbHOMY BUTASI/Ii MAaEMO TeIlep 3aIlicaTH:

:QZ W, exp(—H, / k,T)
fl WI eXp(_Hl /kBT) ,

abo, mosuauuBmy S = kglnWi G= H- TS,

H,-TS, G,
cXp _7/( T eXp _k T AG
K=li= 2 = B2 £ —exp| — |, (1.1)
fi HI_TSI Gl kBT
exp|l ————— exp| ———
k,T k,T

e AG = Gz - Gi.

OcraHHE Oy:Ke BasKAWBE CITIBBIIHOIIIEHHS Ma€ YHiBEpPCaAbHE 3HAYEHHS.
Y piBaanaHi (1.1) BeanmdyuwHa S, M0 3aA€KUTH BiJ KIABKOCTI MIKpOCTaHIB,
€ MIPOIO HEBIIOPSAAKOBAHOCTI CUCTEMH H Ha3UBAETHCA eHmponiero. BeananHa

G=H-TS, (1.2)

dka Oyaa BBemeHa yHAaTopoMm TepmomuHamiku [66com (Josiah Willard
Gibbs), Ha3uBaeTbCA einbHOrO eHepziero. CamMe BoHA B 3aTraAbHOMY BHUIIAI-
Ky BHU3Ha4a€ HUMOBIpHICTh Ilepe0yBaHHS CHCTEMHU B II€BHOMY CTaHi H, Bif-
MIOBiTHO, HAIIPMOK, Y SIKOMY BimOyBaeTbCcd TOM 4M iHIIME mpoliec. Hac-
TYIIHI TBEPAKEHHH, 1110 6a3yloThcd Ha piBHAHHAX (1.1), (1.2), BUKOHYIOTbH-
cd AT Oy ab-IKHUX CHCTEM, ¥ TOMY YHCAI (i IOBHOIO MipoI0) Oast 6i0AOTIYHUX
Ta MOAEKYASIPHO-6i0AOTI9HHIX:
e 3MiHa CTaHy CHUCTEMH BiOyBa€eTbCs B HAIIPSIMKY 3HUXKEHHS BiAb-
HOi eHeprii, abo: mpollec Moxke BiiOyBaTHCH TiABKU TOMi, KOAW BiH
CYIIPOBOIXKY€ETHCSI 3HUKEHHSIM BiABHOI eHeprii.
e PiBHOBaxKHU cTaH, 110 MOXKe OyTH CTabIABHUM CKiABKH 32aBTOIHO
JOBTO, BiAIIOBiga€ MiHIMyMy BiABHOI €Heprii.
e 3MmiHa BiABHOI eHeprii 3aAeXXUTh Bifl ABOX CKAQIOBUX: 3MiHU €H-
TaAbIlil (BHYTPIIIHBOI €Heprii), 9Ka CyHIpOBOIKYETHCA BHUIIACH-
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HSM / IOTAMHAHHSM TellAd; 3MiHHM EHTPOIIi, III0 XapaKTepusye
3pPOCTaHHS BIOPSAKOBAHOCTI / HEBIOPSAKOBAHOCTI B CUCTEMI.
[Ipu 1bOMy BeAMYHHA €HTPOIIIMHOrO BHECKY 3pPOCTaE 3 TEMIIePATypPOIO
(piBHsHHA (1.2)), TOOTO 3a BHCOKHX TEMIIEPATYp II€PEBaKHUMH 3aBKIHU
CTaIOTh MEHII YIIOPAAKOBaHI CTaHH.
Caizx 3poOUTH TAKOXK KiAbKa iHITUX BAa3KAUBHUX 3ayBaKeHb:
e BiabHa eHeprisg € BEAWYWHOIO BifTHOCHOIO: Ma€ CEHC TIABKU PI3HUYS
MiDK BIABHHUMU €HEpPrisiMU Pi3HUX CTaHiB miei camoi CUCTEMH.
e Pi3HHUIIg MiXK BIABHUMU €HEPTridMH ABOX CTaHIiB CHUCTEMH BKa3ye
TIABKM Ha HANIPSIMOK IIEPETBOPEHHS OMHOTO CTAaHy B IHIIWH
1 Hiu020 HE TOBOPUTE PO T€, HACKIABKHN MIBHAKO Ta SIKUM LIAIXOM
Oyne BimOyBaTucd e mpollec. [HakIe KaxKy4dH, CTaH i3 MEHIIIOI0
BEAHYHHOIO BiABHOI eHeprii HEOAMIHHO Mae OyTH peanizoBaHHUM,
ase MOXKe BHUSIBUTHCH, III0 Ha Ile HNOTPiOHO AyKe OaraTo dacy,
i TOMy OPakTUYHO AAaHUH IIPOIEC HE CIIOCTEPIraeThCs.
e Emnepria B3aemozii MixkK €eA€MEHTaMH CUCTEMH (ATOMaMH, MOAEKY-
AaMH) He 000B'3KOBO 3aA€KUTH TIABKH BiJl €HTAABIIIHHOI CKAQIO-
Boi, 9K y IpOCTOMY IIpHKAami, 110 Horo iaroctpye puc. 1.1. Ha-
cripaBhi, 9K Oyde IIOKa3aHO HHUXKYEe, BiAbHA €Heprid B3aeMOmii
MOXKE MAaTH CYTTEBY €HTPOIIIMHY CKAaIOBY abo HaBiTh 3aA€XaTH
TIABKH BiJl €HTPOITiHHNX e(PeKTiB.

Pisnoeaza ymeopeHHs KOMNALKCI6 MOAEKYA Y pO3UUHI

[lepor HIK TEPEeHTH OO0 PO3TAIAY THINB B3aEMOMIN MiXK aToMaMU
B MOAEKyAaMHU, PO3TASHEMO IIle OOHH IIPUKAA[ PIiBHOBAru y MOPOCTiH,
ase BaKAUBIH A MOAeKyASIpHOi 6ioaorii cucremi. Y po34MHi II€BHOTO
00'eMy MICTITBCI MOAEKYyAU ABOX THIB (A i B), aki 3maTHi yTBOpUTH
MixK coboro komnaekc C (puc. 1.2):

A+B—==C (1.3)

(aiTeporo K TyT 3HOBY IIO3HA4YE€HO KOHCTAHTY pPiBHOBAaru, y IIbOMY BHIIa-
OKYy — OAS IIpollecy YTBOPEeHHd / aucomiallii KommaekciB). ExTpomnifina
JyacTHUHa BiAbHOI eHeprii KOKHOro KOMIIOHEHTa MICTHUTBH CKAAOBY, sIKa
3aA€XKUTh Big KoHIeHTpali. Hampukaan, BiaAbHY eHeprito Ga KOMIIOHEH-
Ta A (1o ii B HpoMy BHIOAAKy Ha3HWBAlOTh TAKOXK XIMIYHHM IOTEHIia-
AOM) MOXKHAa 3alllcaTH K

G, =G, +RTIn[A], (1.4)
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Po30in 1. PizuKo-ximiuHi OCHOBH MoOAeKyAsIpHOIL BioAorii

0 : . .
e GA — CTaHJapTHa BIAbBHA €HEPTIid, R - YHIBEpPCaabHa ra3oBa CTaaa, dKa

€ KOHCTaHTOI0 BoabliMaHa B IepepaxyHKy Ha MOAb pedoBHHU: R = kgTNav,
Nav — uncao ABorazapo (Amedeo Avogadro); KBagpaTHUMHU AyKKaMH IIO-
3Ha4Ye€HO MOASPHY KOHIeHTpallifo A. 3MicT piBHSHHA (1.4) gyzKe IIpOCTHH:
Gg € BIABHOIO €HEpPri€l0 KOMIIOHEHTa A IIPH HOoro KOHIEHTpallil 1 MoAb/A;
3pOCTaHHA KOHIIEHTpPAIlil IPU3BOAUTD [0 3HUKEHHS €HTPOIII] (YuM OiabIre
MOAEKYA, TUM MEHIIle JOCTYIIHUX MICIb PO3TalllyBaHHS AAd KOXKHOI 3 HUX,
TOOTO THM MEHIIUM € KiABKICTh MIKpPOCTAHIB, MHUB. HABEJEHE BUIIE BU-
3Ha4YeHHd €HTPOIIii) i, BiAIOBiAHO, — 10 3pOCTaHHS BiABHOI eHeprii.

Puc. 1.2. Bzaemozia Mix moaeKyaamu A i B
3 yTBOPEHHAM KoMIinekcy C

3armcaBIlM aHAAOTIYHI BUpa3u maasd KOMIIOHeHTiB B i C, 3HalizeMo pi3HH-
IF0 MK IIPaBOIO Ta AiBOIO yactuHaMU piBHAHHS (1.3) AG = Gc — Ga — Gg:

AG:AG°+RT1nﬁ, (1.5)
[A][B]

ne AGO — pi3HHIIS MiX BiOBIAHUMH CTAaHOAPTHUMHU BIABHUMU €HEPTis-
MH, [A] i [B] -KoHIIeHTpAallil BIAIOBIAHNX 8/1bHUX KOMIIOHEHTIB y AUCOLLi-
HoBaHoMy crtadi. I[Ipollec 3MiHH KOHIIEHTpAllifl y cuctemi 6yme IIpoaoB-
KyBaTHUCh [0 MOMEHTY OCATHEHHS piBHOBAru — TAKOT'O CIiBBiJHOIIEHHSI
MiX KOHIEHTpPALigIMU, KOAH BiAbHa €Heprid KOMIIAEKCY OOPiBHIOBATHUME
cyMapHi# eHeprii BinAbHUX KoMIioHeHTIB A i B, i AG = 0. (MoxxHa ntokasa-
TH, III0 302A/lbHA 8UIbHA eHepelsl po3uuHy Oyne MiHIMaAbHOIO, KOAU Pi3-
Hulg AG MiXK IIpaBoIo i AiBoio yacTuHaMu piBHSHHS (1.3) mopiBHIOE HyATO.)
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Cue0n06 A.B. MoaekyasipHa Gioaorisa

Ockiabku AGO — 11e KOHCTaHTa, 9Ka 3aA€XUTh Bifl IPUPOIU KOMIIOHEHTIB,
CHiBBiAHOIIIEHHS KOHIEHTpPALil mig aorapudMoM y piBHAHHI (1.5) Takoxk
€ KOHCTAaHTHUM 3a pPiBHOBaXHUX yMoB. Came IIe CIIiBBiZHOIIIEHHH
1 € B JaHOMY IIPUKAQAi KOHCTAHTOIO PiBHOBAry, siKa 3aA€XKUTH TIABKHU BiJ
Pi3HUII cTaHAAPTHUX BiIABHUX €HEPTii:

c] AG®

N exp| — RT (1.6)

OTxke, SKIIO IPU YTBOPEHHI KOMIIAEKCY BiAbHA €HEPTis 3HUKYETHCS
(AGS < 0), me cupuge B3aeMoii Mi’k KOMIIOHEHTaMHU. Y BUIIAAKY, III0 PO3-
TASIIA€THCS, KOHCTAHTY K Ha3MBalOTh TAKOXK KOHCMAHMOoWw acouyiayii, abo
KOHCMAHMOW 38'513Y8aHHS, a BeaAndnuHy AGO — cTaHAAPTHOIO 8UILHOK eHep-
2iero 38's13ysaHHsi. OOHUABI KOHCTAHTHI BEAHYHHH € MipoOI0 CnopiOHeHOoCmi
KOMIIOHEHTIB, 110 YTBOPIOIOTH KOMIIAEKC: YUM HETATHBHIIIOI € eHeprid
3B'A3yBaHHS (YUM OiAbllle €eHEePreTHYHO BUTIAHUX B3aEMOMIH peasi3yeThcsd
MiK KOMIIOHEHTaMH), TUM BHIIlEe 3HadYeHHd K i TUM cTabiABHIIIINM € KOM-
naekc. Caim TakoK 3ayBasKUTH, L0 €(PEKTUBHICTh YTBOPEHHSI KOMIIAEKCY,
IIifT KO0 MOXKHA PO3YMITH, HAIIPUKAQ, YacTKy KOMIIOHEHTa A y cKaafi
kommaekcy — [C]/([C]+[A]), 3aaekUTh Bix KOHIIEHTpAallii KOMIIOHEHTIB. PiB-
HaHHA 1.6 € omHiero 3 opM 3amUcy BiIOMOro 3akoHy Oirouux mac, abo
npunnuny Ae lIlateabe (Henry Le Chatelier), 3rizHo 3 gKUM monaBaHHS
B CUCTEMY OQHOI'0 3 KOMIIOHEHTIB 3CyBa€ piBHOBAry B IPOTUAEXKHUH OiK.

PiBuanuga 1.3 MozKe O3Ha4YaTH TAKOXK PIBHAHHA XIMIUHO! pearuyii, KOAU
BHAaCAIOK IepebyLoBU KOBANIEHMHUX 38'513Ki8 (MUB. HUXKYE) ¥ MOAEKYAAX
A i B, yrBoproerbcs HoBa Moaekyaa C. Toxi piBuauHg (1.4)—(1.6) i BUCHOB-
KM 3 HHUX TaKOX 30epiraroTh CBOIO CHAY. Y IIbOMY BHIAIKY TAKOXK 3HAK
3MiHM CTAaHAAPTHOI BiABHOI eHeprili BKa3ye Ha HAIIPSMOK, y SKOMY Bia0y-
BaeThCd XiMiuHa peaknid. BapTo migkpecanT Iie pas: yei XiMidHi peakirii
B XXKHBHUX CHCTEMaX BiAOyBalOTbCH B HAIPAMKY 3HUIKEHHSI BIABHOI eHepril.
TyT Moxe BHUHHUKHYTH 3allUTaHH4: SKINO, HAIPUKAA, BiAbHa eHeprid
3HUIKYEThCS IIPU pyHHYBaHHI MoaeKyAan C Ha A i B, ase kaiTuHa Mae 1o-
Tpeby came B MoaeKyai C, uu MoxkauBHHE cuHTe3 C? BinmnmoBiak € oqHO3HA-
yHOI0: cuHTe3 C i3 MoaeKkyA A i B € HeMoxkKAUBUM. Aare MOXKHa BUKOpPUCTA-
TH “OOXimHMI” MIASX: CIOYaTKy XiMidHO MoaudikKyBaTH OOHY 3 MOAEKYA
(HampuKAaz, YTBOPHUTH MOAEKYAY A') i Tomi MoOXKe BHSBUTHCH, IO YTBO-
penHsa C i3 A' i B cynpoBomKyeTbCs 3HUIKEHHSAM BIiABHOI eHeprii, ToOTO
€ MOXKAUBHUM. [ToBepHEMoOCs 10 06TOBOPEHHS IILOTO ITUTAHHS B PO3MIiAi 2.
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Po30in 1. Pizsuro-xiMiuHi OCHOBH MOAeKyAsIpHOIL BioAorii

KoBazaeHTHMI 3B'A130K MiXX aTOMaMI B MOA€eKyAax

Baacmusocmi k06areHmHozo 36'A3Ky

KoBaaenTHU# (ab0 XiMiyHHUH) 3B'930K — Il€ €QWHA CHAQ, L0 HiATPUMYE
IIAICHICTh IIEBHOI CHCTEMH aTOMIiB, sIKa Ha3UBAETBCHA MOA€KyAoio. OCHO-
BOI0 yTBOPEHHHA KOBAA€HTHOTO 3B'SI3Ky € y3araAbHEHHS €A€KTPOHIB JIBOX
aToMiB — edeKT, 1110 OIIUCYEThCH Y KBAHTOBIi# MexaHilli. Pe3yarraTom y3a-
raabHEeHHsI € QOPMYyBaHHS TaK 3BaHOI MOAEKYASIpPHOI opbitaai, gka
“HaAeXUTE” ABOM aTOMAaM OMHOYACHO M Ha 9KiM MoOxXKe MICTHUTHUCHI He OiAbIlle
[IBOX €AEKTPOHIB (rmpuHIUII 3a6opoHu [layai (Wolfgang Pauli)).

MetTan

Bonma

0 \0/ @

Puc. 1.3. CTpyKTypa MOAEKyA MeTaHy ¥ BOOH.
[Toka3aHo Imapu eAeKTPOHIB, IKi BiAIIOBiAAIOTH KOBAACHTHHUM 3B'SI3KaM.
CTpiAKH CHMBOAI3YIOTH 3CyB €AEKTPOHHOI IIIABHOCTI 0 aTOMa OKCHUTEHY

Hampukaaz, Ha 30BHIIIHBOMY €AEKTPOHHOMY Inapi aroma KapOoHY
3HaXOAUTHCA 4 €AeKTPOHHU (puc. 1.3), MaKCHMaAbHO B ILIbOMY IlIapi MOKeE
OyTu 8 eaeKTpoHiB. BiH “mONOBHIOETHECA” €AEKTPOHAMH YOTHPHOX ATOMIB
riiporeHy (o OOHOMY EAEKTPOHY Ha KOXKHOMY aToMi), i B pe3yabTari
YTBOPIOETBCS MOAEKyAa MeETaHy. AHAAOTIYHO [JOIOBHEHHS 30BHIIIHBOTO
1apy OKCHI'€HY 3a paxyHOK [ABOX aTOMiB TifiporeHy HpHU3BOAUTL OO YTBO-
PEHHI MoAeKyAaHu Boau (puc. 1.3). Mixk gBoMa aToMaMH, 3aA€XKHO Bif iX-
HBOI ITPHUPOIH, MOKAUBO TAKOXK (POpMyBaHHS ABOX (iHOII B TPHOX) MOAE-
KyAdpHUX opOiTaseil (0 ABa €AEKTPOHU Ha KOXKHIH), TOOTO yTBOpPEHHS
OABIMHOTO (YM HNOTPIHOI0) KOBAACHTHOTO 3B'A3KY.
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Cue0n06 A.B. MoaekyasipHa Gioaorisa

'oAOBHI BAACTUBOCTI KOBAA€HTHOT'O 3B'SI3KY:

e KoBaneHTHHHU 3B'S30K AyKe MIIHUH. [HaKIle KasKydn, KOXKHA MOAe-
Kyaa (Opo me roBoputTh caM (akT ii iCHyBaHHs) 3HAXOAUTBLCS
B JOCHUTB TAMOOKIH “TIOTeHIiMHI# amMi” — MiHIMyMi BiABHOI eHeprii.

e KoxeH aToOM MiICTUTh NIE€BHY KiABKICTb €AEKTPOHIB, dKi MOXKYTb
OyTH y3araAbHEHUMHU 3 IHIIIUMHU aToMaMu (abo “BakaHcCiéi” mad
E€AEKTPOHIB Ha 30BHIIIHBROMY mIapi). ToOTO KOXKeH aToOM MOIKe
YTBOPHUTHU AHIIIE IIEBHY KiABKICTh KOBAAEHTHHUX 3B'SI3KiB — Ma€ IIEBHY
ganleHMHIicMeb (HaAIPUKAAL, BaA€HTHICTb KapOOHY MOOpPiBHIOE 4,
OKCHIeHy — 2, rinporeHy — 1 (zuB. puc. 1.3)).

o KoBaaeHTHUH 3B'd30K XapaKTepPHU3YEThCd IIEBHOIO reoMeTpieto. [lo-
TepIlle, KOXKEeH 3B'130K Ma€ KOHKPETHY JOBKUHY (3a3Bmuaii 1-2 A).
[To-gpyre, €AeKTPOHHI HIABHOCTI PI3HHUX OpOiTased y MOAEKYAi
B3aEMO/IIOTh MiXK CO00I0, i B pe3yAbTaTi KOKEH 3B'’30K II€BHHM
YUHOM OPI€EHTOBAHUM y IIPOCTOPi BIMHOCHO CYMiKHUX 3B'S3KiB.
TunoBi 3HaYeHHS BAaACHTHHX KyTiB (KyTiB MiX 3B'93KaMy, IO
WOyTh Bif OMHOTO aToMa) CTaHOBASTE 0An3bKO 109°abo 120°.

Cain TakKOX 3ayBakKWUTH, IO CTYIIiHb y3araAbHEHHSI €A€KTPOHHOI Ilapu
MiXK ABOMa aToOMaMH 3aA€XKHUTb Bif IIpupoau IUx atoMiB. Hampukaan,
y BUnaakKy 3B'a3Ky C-H eAeKTpoHHa IIABHICTH pO3momireHa ITPUOAH3HO
piBHOMipHO Mixk ABoMa aToMamu. Takuil 3B'S30K HA3UBaIOTh HENOJSPU30-
saHum. Y BUNIaAKy 3B'd3Ky O-H, yHacAiloK BUCOKOI esilekmpoHezamugHoCcmi
OKCHUTEeHY (34aTHOCTI BiaTaryBaTu Ha cebe eAeKTPOHHY LIABHICTB), €AEKT-
POHHAa Mapa 3CyHyTa A0 LIbOI0 aToMa (noasapus3oeaHull 3B'930K IIOKA3aHO
cTpinoukamu Ha puc. 1.3). Y pe3syabTaTi B MOAEKYAlL BOOM Ha OKCHUI'€HI BU-
HUKAa€ IaplliiaAbHUH HEeTaTUBHHUU (IpubAn3HO —2/3 Bif 3apsiay €AeKTPOHA),
a Ha KOXKHOMY TigporeHi mos3uTuBHUU (+1/3) 3apaa. [HIIMM BaskAMBUM
A 6i0IIOAIMEpPiB IPHUKAAOM €AEKTPOHETraTUBHOIO aTOMy € a30T.

Mexanism znyukocmi nOAIMepHOZ0 AaH102a

IToaiMepHUI AQHITIOT MIiCTUTE BEAMKY KiABKICTE aTOMIB, 1 B HOro CKAajIi Iie-
BHi MOHOMEpPHiI OOWHUIN 3'€OHAHI MiXK COOOI0 KOBAaA€HTHHUMH 3B'I3KaAMHU.
Y npukaazi, HaBegeHOMY Ha pHuc. 1.1, 6yAo IIPHUITYIIEHO (i 11e cIIpaBdi Tak AAd
PEeasbHUX HOAIMEPIB), III0 TAKUH AQHITIOT € AyKe T'HYYKHM i 3[JaT€H iCHyBaTH
Yy BEAUKIN KIiABKOCTI KOH(popMallili. Are B YOMY MOAATAE MEXaHi3M IIEPEXOLY
Bix omHiei KoH(opMaliii 10 iHIOI? A priori MOXKHA YIBUTH TPU MOKAWBOCTI:
1) 3amMiHa [OOBXKWHM KOBAaA€HTHOIO 3B'S3Ky; 2) 3MiHA BaA€HTHHUX KyVTiB;
3) obepTaHHsI HAaBKPYT KOBAACHTHOIO 3B'sI3Ky. 3a YMOB KiMHAaTHOI (YU i3ioao-
riguoi) Temniepatypu (20-37 °C) KOBaA€HTHHI 3B'SI30K € QyzK€ KOPCTKHM II10-
10 TIOB3MIOBKHIX fedopMalliii: IpakTUYHO TaKi TeMIlepaTypy He 371aTHi 30y-
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Po30in 1. Pizsuro-xiMiuHi OCHOBH MOAeKyAsIpHOIL BioAorii

OUTH HaBiTh KOAMBaHHSA NOBXKHUHU. 1110710 KOAMBaHbL BaA€HTHHUX KYTiB, BOHHU
€ MOXKAVMBHUMU 3a (Di3i0AOrigHOI TeMIIepaTypH, ase aMIIAITyZa IIMX KOAMBaHb
€ IOCUTh HEBEAUKOIO (m0 5°). OTXKe, TOAOBHY POAb y T'HYYKOCTI IIOAIMEPHOIO
AQHITIOTA Biflirpae obepTaHHsS HABKPYT KOBAaA€HTHHUX 3B'S3KiB (puc. 1.4). Baa-
CHe, KoH(opMallis 9acTo i OIMHCYyEThCH B TEPMiHaX KyTiB 0OepTaHHH.

Puc. 1.4. Kiabka KOH(OPMAIlilf ByTA€BOIHEBOI'O AQHIIIOKKA
(3eaenwuii — C, cipuii — H), orprMaHi 111asaxomM 3MiHH KyTiB 00epTaHHs
HaBKpyT 3B'93kiB C-C

Ralk ok a

Puc. 1.5. Tpu obepTasbHi i30MepH, IO € ITIEPEBAKHUMHA
AT MOAGKYAU €TaHy. ATOMH TiApOreHy IpH ofHoOMYy 3 KapOoHiB
3abapBA€Hi Pi3HUMH KOABOpPaAMU

[Ba BasKAUBIi 3ayBasKeHHSI:

e OOeprTaHHA € MOXKAWBHM AUWIIle HABKPYT OAHMHAPHOIO 3B'S3KY.
[ToxBiiHMI 3B'930K, YHACAILOK OCOOAMBOCTEH OyHOBH 3aMisTHUX
y HOro yTBOPEHHI MOAEKYASIPHHX OpOiTased, MOIIyCKae AHWIIE OBi
obepTasbHi KoH(popMaliii: i3 Kyramu obepranua 0° i 180°. Ximiuni
TPy, OpUENHAHI M0 aToMiB, 3'€MHAHUX TAaKHM 3B'93KOM, MicC-
TATBCH TOAI BIAIIOBIAHO ¥ YUUC- i mpaHc-opieHTalligX.

e (OOepraHHA HaABKPYr OJMHAPHOTO 3B'93Ky TAKOXK HE € abCOAIOTHO
BiAbHUM. B3aemogia MiDK CyMisKHUMM XIMIYHUMHU TpyIllaMH IIPUBO-
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OUTH 10 TOTO, IO MEeBHi KyTH 00epTaHHS € NePEeBasKHUMU (BUTIIHI-
IIMMHU €HEPreTH4HO). [Haklle KasKydd, IPaKTUYHO pPeasi3yroThCs
AUWIIIE TIEBHI Miana30oHu 3HA4YeHb KyTa obepTaHHd — pi3Hi KoHGOP-
Mallil IBASIOTH CODOIO TaK 3BaHi 00epTaAbHi i3omepH (puc. 1.5).

Ilepebydoeu cucmemu Ko8areHmHux 36’s13Ki6
Y XIMIYHUX peaxyisix

XiMiYHY peakilifo MOXKHA BH3HAYUTHU IK IIPOIlleC IepedyaoBU CHCTEMH
KOBAAEHTHHX 3B'SI3KiB y MeXKaxX OIHi€l MOAEKYAU YH TI'PYIIH MOAEKYA (CyO-
CTpaTU peaxllii) 3 yTBOPEHHSIM HOBHX MOAEKYA-IIPOAYKTIB. BapTo 3ayBa-
KUTH, 110 KOBAAEHTHHH 3B'd30K IIPAKTUYHO HIiKOAW He pyHHyeTbCcd B Xi-
MIYHHUX peakIigax (1ie Ay>Ke HEBUTiAHO €HEPTeTHUYHO) — BiH IIPOCTO 3aMiHIO-
€TBbCH Ha 3B'930K 3 iHIMMM aToMoM. llepInmii mpuHIUI, SKHUH yKe OyAo
Cc(pOpMyABOBAHO B IILOMY PO3MdiAi, MOAdTaE B TOMY, IO peakllisd BimOyBa-
€TBHCSI TOAI M TIABKM TOMi, KOAM BiAbHa €Heprisgd HPOAYKTIB peakllii € HUXK-
4010, HiXK BiAbHAa eHepria cyocrpartiB (puc. 1.6).

AG .
InTepMmeniaT
AGa
EHepria
aRTHBaUil
CyoOcTpaTu AG
peaxmii PisHuunsa
BiABHHX
eHepri#
" Tipomyxra

Puc. 1.6. EHepreTuyHa cxeMa MpoIlecy XiMidHOI peakrtii

Il ymoBa € auIlle HeoOXiTHOIO, ane He AOCTaTHBOIO. OCKIABKM KOXKHa
MOAEKyAa BIKE€ iCHye B MiHiIMyMi BiABHOI eHeprii (cucTeMa KOBaA€HTHUX
3B'd3KiB € ayKe CTabiABHOIO), Ha IIAIXY IIepe0yL0oBH €eAeKTPOHHOI IiABHO-
CTi HEOAMIHHO Ma€ iCHyBaTH HepexXimHui cTaH (iHTepMeniat) 3 GiAbII BHU-
CokoIo eHepriero. Lle o3Havae, 10 €AEKTPOHHY CHCTEMY CyOCTpaTiB HeoO-
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Po30in 1. Pizsuro-xiMiuHi OCHOBH MOAeKyAsIpHOIL BioAorii

XiQHO CIIoYaTKy 30yauTH, BIOXWUAMBIIHM i Bifl piBHOBa3KHOT'O CTa0iABHOTO
CTaHy, IIicASI YOr0 BOHA aBTOMAaTHUYHO “Bliafie” B CTaH IIPOAYKTIB, OCKIABKU
1e¥ cTaH 3HAXOAUTHCH HHXKYE Ha ITKaAl BiAbHOI eHeprii.

OTxe, eHeprid iHTepMeniaTHOTO CTaHy HEOAMIHHO € BHIIOIO 3a €HEPTilo
cyOcTpaTiB: HAgBHICTb iHTEpMemiaTy CTBOPIOE HA IIAAXY KOXKHOI XiMidHOL
peakmii eHepreTH4YHHHE O6ap'ep, BEAHYHHA SKOTO HA3UBAETBECS eHepeiero
axmueayii (puc. 1.6). IIpy 11boMy BiAbHaA €Heprisg akTHBAaIlii MiCTUTBH Ta-
KOXK €HTPOIIiIMHY CKAa[OBY: peakllid BiAOyBaeThbCs TIABKH TOMi, KOAH CyO-
CTpaTH CTHKAIOThCs B IIEBHIiM B3a€eMHIM opieHTallil — AUIlle B OOHIY i3 BeAU-
KOi KiABKOCTI Opi€HTaIliii IpU BHUIIAAKOBUX CTUKAHHSIX. ToO6TO MaroiiMOBipHA
IOl € IIePeayMOBOIO YTBOPEHHS iHTepMeiaTy — Pi3HHUIS €HTPOIIii MixK iH-
TepMemiaToM i cyOcTpaTaMu (EHTPOINd akKTHUBAllil) € HEraTUBHOIO BEAHMYU-
HOIO, TOOTO A€ MO3UTHBHUM BHECOK V BiAbHY €HEPrilo aKTHBAallii.

Enepria axkTuBarii, 3rifHo 3 OpuUHIUNIOM bBoablimMaHa (piBHAHHS
(1.1)), BU3HaYae iMOBIipHICTH Hepexody B iHTEpMeOiaTHUM CTaH, TOOTO
mMBHUAKICTE peakilii. Beaukuil (ImopiBHAHO 3 TenAoBol eHepriero kgT)
eHepreTUYHU 0ap'ep o3HAYAE, 0 PeaKIlid YIIOBIABHIOETHCH HACTIABKH,
[0 OPaKTUYHO He BimOyBaerbcda. HaWmpocTimmil MmAgIX ITPHUCKOPUTH
peaxiliro — NiABULIIUTH TeMIepaTypy (30iABIIUTH €HEPTril0 TEIIAOBOTO Py-
Xy). 3po3yMiao, 110 B KUBUX CHCTEMax TaKe PIillleHHd € HEMOXKAUBUM.
KoskHa XiMmiuHa peaxilis, sKka Big0yBa€TbCsI B KAITHHI, moTpebye (mas
TOro, 0 BOHaA MOTAa BimOyBaTHCS 3a PO3yMHHUM dac) CIIEIiaAbHOTO
MOAEKYASIPHOTO IIPHUCTPOIO — KaTaaizaTopa, SKUH IPHUCKOPIOE peaklliro
3a paxyHOK 3HUKEHHd eHeprii akTtuBalii. Poab OiokaTaaizaTopiB BUKOHY-
IOTh y OIABIIIOCTI BUITAJKIB (ase He 3aBXKAU) OIAKOBI pepMeHTH (EH3UMH),
MeXaHi3MH POOOTH SAKHUX PO3TAIAATUMYTHCS B PO3MIiai 2.

HekoBaaeHTHi B3aeM0OAii Mi>k aToOMaMM ¥1 MOAeKyAaMN

Bandepsaarvcosi 63aemodii

HagiTh y Mekax HEelOASPHU30BaHOI MOAEKYAU PO3IMOMIiA €AEKTPOHHOI IITiAb-
HOCTi € PIBHOMIpPHHM AUIIlE B pa3i Horo ycepeqHeHHS 3a 4acoM. Y KOXKHUIH
MOMEHT 4Yacy BHACAIIOK (PAYKTyallill IIIABHOCTI BUHHKAIOTh AOKAABHI HEOI-
HOPiMHOCTI, TOOTO IaplliaabHi 3apsgay Pi3HOTO 3HAKY, i MOAEKyAd SIBASIE CO-
0oro TUM4YacoBHUH Ounosib. [Ipy HaOAMIKEHHI iHITIOI MOAEKYAH TaKUH THUMYa-
COBHH JUIIOAB IIEPIIIOI MOAEKYAH iHAYKYy€E OUIIOABb ¥ MeXaX APYIoi MOAEKYAH,
VHaCAIIOK YOro BHHUKAE IIPUTATAHHS EACKTPUYHOI IIpupomu (puc. 1.7).
KBanTOBa MexaHiKa CBiIYUTBH, 110 €HEPTId ITapy MOAEKYA, EAEKTPOHHI CHUC-
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TEMH SKUX MOAIPHU30BAHI, € HIXKYOI0 34 €HEPrilo Imapy HEMOASPHU30BaAHUX
MOAEKYA. Y pe3yAbTaTi BCi MOAEKYAU Ta aTOMH Ha OAU3BKUX BiACTAHIX IIPHU-
TATYIOTBCS OAWH A0 omHOro. Baaemomil Takoro Tuity Oyau ommicaHi Bau nmep
Baaarscom (Johannes Van der Waals) i HocsTb #ioro iMm'si.

Puc. 1.7. B3zaemomia Mmixx
THUM4YaCOBUMHU OJUIIOAIMHU OBOX MOAeKyA

BannepBaaabcoBi B3aeMOMili MiX HEIOAIPH30BAHHUMH MOAEKYyAaMU
Ha3uBaloTh AOHUCIIEPCIHHUMH; B3a€MOil MixK aBOMa IIOASPHU30BaAHUMHU
MOAEKyAaMHU (IOCTIMHUMM OUIIOASIMHU) — OpieHTaliHUMU (a00 AHUIIOAB-
UIIOABHHMH); MizK HEIIOASPHU30BaHOI0 MOAEKYAOIO Ta ITOCTIMHUM TUIIOAEM —
IHOYKIGHHUME (200 B3aEMOIISIMHU THUITY AUIIOAb-IHIYKOBAHHUM MUIIOAB).

OCHOBHI BAACTUBOCTI BaHAEepPBaaAbCOBUX B3aEMOIIH:

BangepBaaabcoBi Blaemopii, SKi HPU3BOASTE OO0 HNPUTATAHHA Ha
MaAMX BIiZICTAHSAX, PEaAi3yIOTBCH MiK O6YO0b-aKuUMU MOAEKYAAMH
B aToMaMU He3aAeXKHO Bifl iXHBOI ITPUPOIH.

BannepBaaabcoBi B3aeMoii € KOPOTKOMIIOUMMU: €HEPTid B3ae-
MOAIM IIBHUAKO 3HUIKYETBCA 3 BIACTAHHIO MiK MOAEKyAaMH YU
aromaMu r (mpormopititino no 1/r%). TobTo BaHmepBaasbCOBi B3a-
eMopii € cyTTeBUMH IIpU Oe3nocepeIHBOMY KOHTAKTI MiK Moae-
KyAaMU (aToMaMU, XiMiYHUMU TpyIIaMH).

CaoBa “besmocepenHiii KOHTAKT” 03HAYaIOTh, 110 iCHY€E ITeBHA OII-
THMaAbHA BEAWYHWHA 1y — BificTaHb, Ha dKil eHeprid B3aeMomii
€ MiHiMaabHOIO. [Ipy 3HUKEHHI r HNPUTATAHHS MiK MOAEKyAaMU
3MIHIOETBCA Ha BIiAIIITOBXyBaHHSI: €A€KTPOHHI OOOAOHKHU Pi3HUX
MOAEKYyA (yKe HacHuieHi BaA€HTHUMH EeAEeKTPOHAaMHU) HE MOXKYThb
IIPOHUKATHU OAHA B OAHY (BiANOBIAHO A0 IPUHIUIY 3a00pOHH
[Tayai). BeanunHa ro XxapaKTepHu3ye PO3Mip KOXKHOIO aToMa (BaH-
JepBaaAbCiB pajiyc), SKUH BUKOPHUCTOBYEThCS IIPH MOOYZOBI MoO-
AEKYAIPHUX Mojeael (9K, Hanmpukaand, Ha puc. 1.3). HempoHuk-
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HICTB aTOMIB OZIMH [IASI OTHOTO (CTePHUYHI OOMEKEHHSI) Ma€ BEAUKeE
3HA4YEHHS [AS CTPYKTYpH OioroaiMepiB: cepen BEAMKOI KiABKOCTI
KoH(opMalifi MOXKAUBHUMH € AHUIIE Ti, OAS IKHUX HE CIIocTepira-
€TBhCH IPOHUKHEHHS OJHi€l YaCTUHU AAHIIOTa B iHIY (OBa aTOMHU
He MOXKYTbh 3a¥iMaTH OOHY 00AaCTBb IIPOCTOPY).
e BanpgepBaaabCcoBi B3aeMoii € HalCAaOIIIMMU cepe/] YCiX HeKoBa-
AEHTHUX B3a€eMOMiH. [IAd IOPIBHAHHSA: BEAUYHNHA CEPEeNHbOI KiHe-
TU4YHOI eHeprii TemaoBoro pyxy RT npu 27 °C cTaHOBUTH
0,6 KKaa/MOAB; THUIIOBi 3HAa4Y€HHS €HEPTil BaHepBaaAbCOBHUX B3a-
eMofit (Ha BiacTaHi ro) BapitoioThk y Mexkax 0,1-0,5 Kkaa/MOAB.
OcTaHHE TBepIKEHHs ITOTpebye YTOYHEHHS CTOCOBHO MAaKpPOMOAEKYA.
Koau B3aeMOitoTh JOCUTE BEAUKI ITOBEPXHI, MiK IKUMU peaAi3yeTbcd Be-
AVIKa KIABKICTh MiKAQTOMHHX KOHTaKTiB, BaHAEpBaaAbCOBiI B3aeMoii cTa-
IOTb CYTTEBUM (pakKTOpOM cTabiAizarlii CTpyKTypH MaKpPOMOAEKYA i Makpo-
MOAEKYAIPHHUX KOMIIAEKCIB. [lag Toro, mob TakKuxX KOHTaKTiB OyAO cripaBmi
baraTo (1106 He OyAao mycTOoT), ABI IMOBepxHi MOBHHHI moOpe BiamoBimaTu
OZlHa OMHIH (9K KAIOY 10 3aMKa) — OyTH IIPOCTOPOBO KOMNAEMEHMAPHUMU.
[IpocTopoBa KOMIAEMEHTAPHICTh MiXK ITOBEPXHSIMH MAaKPOMOAEKYA € OfI-
HHUM i3 BaXKAUBHX MEXaHi3MiB CriergivyHoi B3aeMoil MizK HUMHU.

Erexmpocmamuuni (ionni) 63aemo0ii

[TeBHi xiMi4Hi Ipynu B 0iOAOTIYHHX MaKpPOMOAEKyAaX 3[4aTHi ioHi3yBa-
TUCH, TOOTO HaOyBaTU IIOCTIHHOr0 HEraTHBHOTO YM IIO3UTUBHOIO 3apsmy,
BTpayaro4yyu YW HaOyBarodW IIPOTOH. B3aeMogia MK TakuMH 3apsaaMu
OiamopsiAKoBYyeThbcsd mo0pe BimomoMmy 3akoHY KyaoHa (Charles de Coulomb),
a came, BiAbHA eHeprisd B3aeMoii ABOX 3apdmaiB qi1 1 g2 3aAeKUTH Bif Bid-
CTaHIi MiX 3apsaaaMu r 9K

U — %QZ
er

’

e € — lieAeKTpHUYHa IIPOHHUKHICTE cepenoBUIlia. I1pu IboMy caif 3BEpHYTH
yBary Ha KiAbKa JOCHTH BasKAUBHUX MOMEHTIB.

BeanunHa € 3aA€XUTH Bifl IOASPHOCTI cepenoBullia. Iloagpr3oBaHiCTh
MOAEKYA BOAU IPU3BOAUTH OO0 AOCUTH BEAHKOI'O 3HAYE€HHS IIPOHHUKHOCTIL
(e » 80 3a kimMHaTHOI TeMIepaTypy). Y HEIIOASPHOMY CEPENOBUII ITPOHUK-
HICTHb € 3HAYHO HHUIKYOKI (HAIIPHKAAM, YCEPEeOuHi MoAeKyAu Oiaka € = 3) i,
BiAIIOBIMHO, €AEKTpPOCTATHYHA €HEeprid 3pocTae. 3aHypeHHd 3apsiKeHOi
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rpynu abo HaBiTh ITapy HAOAMIKEHUX PI3HONMEHHHUX 3apsiB y HEIIOASpPHE
CEPENOBHUIIIE € Ay:K€ HEBUTIIHUM €HEPTeTHUYHO: 3aps/IKeHi I'PylH dacrTiiie
3aAHIIAIOTHCA Ha IIOBEPXHI MAaKPOMOAEKYA, HE 3aHYPIOIOYHCH YCEPEAVHY .

Bucoka pgieaeKTpuUdYHaA IIPOHUKHICTE BOAW CBIQYUTH PO T€, II0 €AEKT-
pocTaTHYHi B3aeMOZil ¥ BOi IIOB'sAI3aHi B IIeplIy 4epry 3 yIOpdAKOBaHiC-
TIO QUIIOAIB BOAW HaBKPYT 3apsliB i 3MiHOIO IIi€l BIIOPAAKOBAHOCTI IIPU
HaOAMXKEeHHiI 4M BigmaseHHi 3apdniB. ToOTO eAeKTpoCTaTHU4YHI B3aeMOMii
MaIOThb €HTPOIIINHY NIpUpPOAY — IPH HaOAMIKEHHi (B3aeMHi#l HeHTpaaizariii)
Pi3HOMMEHHUX 3apsifiB CTYIiHb YIIOPAAKOBAHOCTI AUIIOAIB BOAU 3HHKY-
e€Thcs. BiAnoBinHO, 3pocTae eHTPOoIlis i 3HHKYEThCHI BiAbHA €Heprid.

HailiBaroMimumu €A€KTPOCTATHYHI B3a€EMOMil € OAd MaKpPOMOAEKYA,
Ha IIOBEPXHI fIKHUX CKOHIIEHTpPOBaHa BEAMKAa KIABKICTH 3apsaaKeHUX
rpyn. Ha mepmuii noragn 3ga€Tbcsl O4€BUAHUM, IO ABI MAKPOMOAEKY-
AU 3 TIO3UTHBHO Ta HETATHBHO 3apdaIKXEeHUMH IIOBEPXHIMH MaloTh B3a-
eMoOiATH 3a 3akKOHOM KyaoHa. Aae KpiM BOAU B KHUBHUX CHCTEMax 3aB-
JKOU IIPUCYTHI HEOpPraHidHi i0HH, gKi, 3a THM caMUM 3aKoHOM KyaoHa,
MaloTh 3B'A3yBaTHCh 13 3apdaIKE€HHUMH I[IOBEPXHAMH MaKpPOMOAEKYA
(puc. 1.8). IIlpaBa yactuHa puc. 1.8 eHepreTHYHO Kpallla 3a AiBYy AHIIE
OAHUM, a caMe 3BiAbHEHHSIM HeOopraHiYHUX i0HIB y 30BHIIIHIY po34uH,
TOOTO OGiABIII HHU3BKOI BIOPSAKOBAHICTIO (BUILOI0 €HTPOIIE€I0 Ta HUXK-
40I0 BIABHOIO eHeprier). TakuM YMHOM, B3a€EMOis ABOX 3apsaIKEeHUX
MaKpPOMOAEKYA — IliAKOM eHTpomi¥Hu# edekr. BeanmunHa 1poro egexrrty
3HHUKYETBCS 31 3pocTaHHAM KOHIIEHTpallii HeopraHiyHUX i0HIB (i0HHOIO
CHAOI0): SKIIO 10HIB AOCUTH 6araTo B 30BHIIITHHEOMY PO34HHi, e(peKT Bix
iXHBOTO 3BiABHEHHS € AykKe He3HauyHuM. Toai B3aeMHa CHOPiAHEHICTBH
MaKpPOMOAEKYA 3HHUIKYETHCS i KOMIIAEKC JUCOLIIIOE.

© ®@
© @
@ @
@)
@

Puc. 1.8. ExnTpormiiiHa npupoaa eAeKTPOCTAaTHYHUX B3aeMOAit
MiXX BHCOKO3apsSIIXKEHUMH MaKPOMOAEKYAAMH
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Booneasuii 38’30k

Posraguemo aBi Moaekyau Boau (puc. 1.9). YHaCAIZOK BHCOKOI €AEKT-
POHETraTHUBHOCTI OKCHT€HY MOAEKyAa BOOAU € IOASIPHOIO, TOOTO Ha ii aTo-
Max IIPUCYTHi NaplliaabHi eAeKTpHU4YHi 3apanu (npubausHo -2/3 3apsamy
eAeKTPOHAa Ha OKcureHi, +1/3 Ha KoxXHOMY rigporeHi). BignmosimHo, aBi
MOAEKYAU OyoyTh B3a€EMOIISITH OHA 3 OHOIO €AEKTPOCTATHYHO. AAae TYT
€ 1Ile Bi BasKAWBI oOCTaBHHHU: 1) aTOM TiApPOreHy Ma€ AHIIE OOUH €AEKT-
POH, 1 LIell eAeKTPOH € BIATATHYTHM Ha OKCHUI€H Y MOAEKYAlL BOAH; 2) aToOM
OKCHUT€HY MICTUTL Ha 30BHIIIIHHBOMY IlIapi HENOMiA€HY IIapy €AEKTPOHIB
(puc. 1.3), gki He 3aaydeHi MO0 YTBOPEHHS KOBAACHTHOIO 3B'SI3KY.
Y pesyabTaTi “crabka” eAeKTPOHHA O0OAOHKA TiAPOTEHY “IIPOAaBAIOETHCH”
aTOMOM OKCHT€HY APYTOoi MOAEKYAH; HOro HEIOoAiA€Ha Iapa €A€KTPOHIB
JaCTKOBO y3araAbHIOETBHCHA 3 TiAPOT€HOM, €AEKTPOH {KOI'O € BiATATHYTHUM
“BaacHUM” OKCUTeHOM. B3aeMomisa Takoro THUIIy ¥ Ha3HWBAETHCS BOOHEBUM
3B'S3KOM, IKHH, BAd€E CODOOI0 MEI0 CEPETHE MiXK €AeKTPOCTAaTUYHOIO B3a-
EMOMI€I0 (OPUTATAHHS IIaplliaAbHUX 3apsiiB) i KOBAaA€HTHHM 3B'd3KOM
(dacTKOBe y3araapHEeHHd I[IapH €AEKTPOHIB MiK BOMa aToMaMH).

-2/3

©

H B

+1/3 .

Puc. 1.9. [IBi MoAeKyAU BOAaH,
3B'd93aHi BOAHEBUM 3B'93KOM

Tumnosi napu XiMiYHUX T'PyI, II0 YTBOPIOIOTHL BOAHEBI 3B'S3KU B MaKpO-
MOAEKYAAX:

O_H.....O O_H.....N N_H.....O N_H.'...N

TobTo BogHEBUH 3B'd30K YTBOPIOETHCS MiXK aTOMOM TipOreHy, ITPHE-
HaHUM 10 €A€KTPOHETaTUBHOIO aToMa 3 YaCTKOBUM HETraTHBHUM 3apsioM
06— (ug rpyna “Bingnmae” IpOTOH i HA3UBAETHCS OOHOPOM BOIHEBOTO 3B'd3KY)
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Ta €ACKTPOHETATUBHHUM aTOMOM iHIIOI XiMIiYHOI IPyIIH YU MOAEKYAHU (akKyen-
mopom), IKUH MiCTUTH HEIIOMIACHY ITapy €AeKTPOHIB:

D —H® + :A% — DY —H® eeeee :A” (1.7)

I'pyna C-H, Hampuraaz, He BiAIloBifae 1IUM OpuHIUNam (3B'ss30k C-H
HEeNOoASIpHUM, ocKiabKH C He € eAeKTpPOHEeraTHBHUM aTOMOM) i He MOKe
OyTH 3aAy4YE€HOIO /10 YTBOPEHHS BOJIHEBOIO 3B'S3KY.

JIBi BAQCTHUBOCTi BOJHEBOTO 3B'd3Ky € HACAIITKOM HOT0 IPUPOIU:

e BopaHeBUH 3B'SI30K € AyKe BUTIAHHUM €HEPreTHYHO: HOTr0o €Hepriio
(yTBOpEHHSI BOOHEBOTO 3B'SI3KY CYIIPOBOKYETHCS BUIIACHHIM
Teraa, TOOTO BiH Ma€e EHTAABIHHY OPUPOAY) MOXKHA OIUHHUTU
IpUOAN3HO B 5 KKaA/MOAB (IIOPiBHAHTE 3 €HEPTi€I0 TEIIAOBOTO PY-
xy RT = 0,6 KKaAa/MOAB).

e Ha BinMiHy Bif eAeKTpPOCTATHUYHHUX B3a€MOMill, ase Tak camo, 9K
KOBAACHTHHUH 3B'd30K, BOAHEBUH 3B'd30K € YyTAUBHUM [0 B3a€MHOI
opieHTalii moHopa # axkienropa. OcobAMBO Ile CTOCYEThCH Ha-
IIPSIMKY [OHOPHOI Tpymnu: KoBaseHTHUH 3B'a30K D-H mae Oyru
CIIPSIMOBaHUM Ha aKIENITOPHUH aToM (IIPUIIYCTHME BiIXUAEHHS
3B'SI3KY BiJ HAIIPpIMKY BOAHEBOI'O 3B'A3Ky CTaHOBUTH 20-30°).

Jlpyra BAACTHBICTb € AyzKe Ba*KANBOIO. BoHa 03Haudae, 110 BOAHEBI 3B'S3-
KU MiDK MaKpPOMOAEKYAAMH YTBOPIOIOTHECS TiABKH TOMi, KOAW MixK JOHOPHHUMU
Ta aAKIENTOPHUMH TPYyIIaMH € YiTKa MPOCTOPoBa BiamoBigHicTh. Lle pobuth
BOJHEBHUHU 3B'130K HAWCYTTEBIIIMM (PaKTOPOM Y BH3HAYEHHI cneyugiuHocmi
MDKMOAEKYASIPHUX B3a€EMO/IIH — Mi3KMOAEKYASIPHOMY BITi3HAHHI.

[Tepira BAQCTHUBICTB TAaKOXK ITOTPeOye yTOYHEHb. SIKIIIO B3aEMOMis MixK
JOHOPOM i aKIeNITOPOM BiZlOyBaETHCH y BOAHOMY CEPEIOBUILI, TO PiBHIH-
Hd (1.7) mae 6yTu nepenrcaHe TaKUM YHMHOM:

H,O---H,0

DH:---OH, + A----H,O
DH:---A

9k 06auymMo, KIABKICTH BOJHEBHX 3B'd3KiB € OMHAKOBOI AiBOpyY
i IpaBOpyY (€HTAaABIIisI CUCTEMHU HE 3MiHIOETHCSI), Pi3HOIO MOXKe OyTH AHIIIE
€HTPOIIid AIBOTO Ta ITPaBOr0 CTaHIB. JKIIO OJOHOP i aKIenTop — MaAeHBbKI
MOAEKYAH, TO NEePEeBaXKHUM OyZe AiBHH CTaH (BEAMKA KiABKICTH MOAEKYA
BOAM POOUTH HOro MEHII YIIOPSAKOBAHHM): MAA€HBKI ITOASIPHI MOAEKYAH
PO3YUHHAIOTHECH V BOAi, TOMy 110 AoOpe 3 HEeI B3aEMOMIIOTH. YIKIIO IOHOP
i akIlenTop HaAeXKaThb MaKpPOMOAEKYAi, IIEpeBa*KHUM MO3Ke€ CTaTH IIpaBUM
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CTaH: ITapa MOAEKYA BOAU MOIKE BiABHIIIIe PyXaTHUCs, IO 30iABIIyE €HTPO-
miro cucreMu. OTKe, BOAHEBI 3B'SI3KU y BOAHOMY CEPEAOBUII MAalOTh €HT-
poriiiny npupoay. 3po3yMiAo, III0 B HETIOASPHOMY CEPENOBUIII (Ie HeEMae
KOHKYPEHIIii 3 BOZI0I0) BOAHEBUH 3B'SI30K Oye 3HAYHO CTAOIABHIIITHM.

TI'idpogpobni 63aemodii

CuabHa B3a€MOisI MOAEKYA BOAH 3a pPaxXyHOK BOJHEBUX 3B'SI3KiB i1 Te,
10 Ii 3B'93KHM MOIKAWBI AHWINE 3a I[I€BHOI B3a€MHOI Opi€eHTAIlii MOAEKYA,
IIPUBOAUTE [0 TaK 3BAHOIO IiApodoO6HOro edeKTy IpHU 3aHypPeHHi Y BOLY
HenoaspHuUx MOAEKyA. HenoAdgpHICTh MOAEKyAH O3Ha4dae, II0 BOHaA HE
3aTHA yTBOPIOBATH BOAHEBI 3B'93KU. A MOAEKYAU BOAU HE TiABKU 31aTHI,
a ¥ mparHyTh ODOOB'I3KOBO iX yTBOPHUTH, OCKIABKU €HEpPrisd 3B'd3Ky € BHU-
COKOIO, BTpadaTy Horo ayxke HEeBHUTIAHO. CAWHUY BUXIA IAT MOAEKYA BOOU —
VTBOPUTH 3B'SI3KH MiX coboro. [Ipore HemoaspHa MOBEPXHs CTBOPIOE
nmepemrkonu: gk BUAHO 3 puc. 1.10, rpynma OH BepxHBOI MOAEKyAU
“IUBUTBHCA” Ha HENOAAPHY (rinpodobHy) MOBEPXHIO i HE MOXKe OyTH 3ais-
HOIO B YTBOPEHHI BOJHEBOTO 3B'd3Ky. 3a 30epeskeHHs BOOHEBUX 3B'SI3KiB
MOAEKyAaM BOAH MOOBOOUTHCS IIAQTHUTHU 3POCTAHHSIM VIIOPIAKOBAHOCTI —
BOHHU (POopMyIOTh ™00AM3y TimpodobHOI MOBepxXHi, K I[IOKa3aHO Ha
puc. 1.10, ynmopssakoBaHU# KPUTONOMiOHUHE KaacTep. TaKUM YHHOM, 3aHY-
peHHsa TigApodoOHOI MOAEKYAH Y BOAHE OTOYEHHS 3a PaXyHOK 3HHXKEHHS
E€HTPOIIIi € Ay?Ke HEBUTIAHUM €HEPreTHUYIHO.

Puc. 1.10. KaacTep MoA€KyA BooU
6iasa rizpodobHOI moBepxHi. BepxHsa Moaekyaa
3aiiMae HEBUTIIHY Opi€HTAllil0 BiJHOCHO ITOBEPXHi

SJIKIo momaTH Ie OOHY TaKy TiapodoOHY ITOBEPXHIO, Y CUCTEMHU Oyae
oyxe npocTud Buxig (puc. 1.11): 3auMmaHHS IIOBEPXOHBL CYIIPOBOJ-
JKYETbCS BU3BOAEHHSIM MOAEKYA BOAM, TOOTO 3pOCTAaHHAM €HTPOIIi.
OTxe (3HOBY!), rimpocobHi B3aemMoii MalOTh IIAKOM €HTPOMHIMHY IPUPOLY.
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3 pucyHkiB 1.10 i 1.11 3po3ymiao, 1m0 BeanduHa TigpodpoOHOT0 ePeKTy
(emepreTnyHUM BUTpall Bifi BU3BOAEHHS BOJAU) € HPOHOPLIHHUM IIAOIIL
rizpodobHOI TOBEpPXHI.

v oY %
<

&‘1

ISR
(j‘?"

Puc. 1.11. ligpodobua Blaemoaisa
MiX BOMA HETIOASPHUMHU TTOBEPXHSIMH

OcKiAbKH TiapodobHUE e(peKT Ma€e eHTPOINHHY IPUPOAY, & €HTPOIIiii-
HUH BHECOK y BIABHY €HEPriI0 3pocTa€ 3 TeMIeparypolo (piBHAHH4A (1.2)),
e(peKTUBHICTb TiApooOHUX B3aeMOMiH 30IABIIYETHCA MPU IMiABUIIEHHI
TeMIIepaTypH (3pocTae edeKT BHU3BOAEHHS BOAU B CEPENOBHIIE, NE€ PyX
MOAEKYA BOOU IIPUCKOPIOETHCs). CamMe IIMM 3pOCTaHHAM TiApodoOHOro
epeKTy IIOSCHIOETHCSA A00pe BimoMe 3HUIKEHHS PO3YMHHOCTI y BOAi He-
IOASIPHUX MOAEKYA Ta3iB IIPH HiABUIIEHHI TeMnepartrypu. Jag 6ioAoTigHHUX
CHUCTEM II€ TaKOX Mae€ BEeAHMKe 3Ha4dYeHHsS: IIABUIIEHHA TeMIIepaTypH,
HaBiTH He nayxe 3HayHe (mo 35-37 °C), 3MiHIOE eHepreTUYHUN OasaHC
MIXKMOAEKYAIPHHUX B3a€EMOMiN i MPU3BOAUTH y IIOHWKIAOTEPMHHX OpPraHi3MiB
[I0 TaK 3BaHOTO TEIAOBOIO IIOKY (IUB. po3mia 8).

liapodobHi B3aeMoil € HaA3BUYANHO BAaXKAMBUMHU JAS JKUBHUX CHCTEM.
JlocTaTHBRO CKa3aTH, III0 CaMe BOHH A€XKATbh B OCHOBI yTBOPEHHS KAITHMHHHUX
MeMbOpaH, 0e3 gKUX iCHyBaHHS KAITHHU 0yAO 6 HEMOXKAWBHUM. Y HACTYITHUX
po3minax Oyme IoKasaHO, LIO0 TigpodoOHI B3aeMofii BimirparoTh TaKOXK
POBIIHY POAB Y HiATPUMAaHHI CTPYKTYPH GiOAOTIYHHUX MaKPOMOAEKYA.

30



Po30in 1. Pizsuro-xiMiuHi OCHOBH MOAeKyAsIpHOIL BioAorii

KOHTPOABHI SAITUTAHHSA

1. [atiTe BU3Ha4YeHHs BiAbHOI eHeprii. [IogCHITE, IK BOHA 3aA€XKUTH Bil
€HTaAbIlii Ta eHTpomii cucremMu? B grkoMy HanpsMKy 3MiHIOETBCH BiabHa
€Hepris IPU IepPexoli CHCTEMHU [0 CTaHy PiBHOBaru?

2. Yu Moxke IpH IIEPEXOi [0 CTaHy PiBHOBAru 3pOCTH €HTAABIISI CHUC-
TeMU? 3a gKoi ymMoBU? UM MO3Ke 3pOCTH CTYIiHb YIIOPSAKOBAHOCTI IIPU
IIepexoi A0 piBHOBaXXHOI'O CTaHy?

3. CROpHUCTABOIUCH PIBHAHHAM 1.6, po3paxyiTe BiTHOCHY YACTKy KOMIIO-
HeHTa A y ckaazi koMmmaekcy C IIpu KOHIIEHTPAIligX BiABHOTO KOMIIOHEHTY B,
1o mopiBHIOIOTE 106, 10-5, 104 moab/A. Baxkatite, 1o K = 105 A/MOAB.

4. lllo Take KOBAaA€HTHUH 3B'd30K 1 IKi OCHOBHi BAACTUBOCTI oMy IIpH-
TaMaHHI? 3a paxyHOK 4YOro IIOAIMEpHHH AAHIIOT MOXKe 3MIiHUTH CBOIO
KOoH(OopMAITiIo?

5. Has3BiThb OBi ymoBH, 3a gKuUX Oyae BimbyBaTucd XiMidHA peakilis.
SIKOI0 BEAMYMHOIO BU3HAYAETHCHA MIBUAKICTD PEAKITIi?

6. Y yomy moasgrae pi3MYHUHE MeXaHi3M BaHOepPBaaAbCOBUX B3aEMOMIIH?

7. IlosicHITH €HTPOIIINHY IIPUPOAY iIOHHUX B3a€EMOJIN MiK ABOMa BUCO-
KO3aps?>KEHUMH MaKpPOMOAEKYAAMH.

8. 9Ki BAaCTHBOCTI MarOTh OyTH IIpUTAaMaHHi BOM XiMiYHHUM Tpyram, 1100
MiXK HUMH Mil' yTBOPUTUCH BOAHEBUU 3B'd30K? UM MOKAMBUN BOOHEBUU
3B'd30K MK JBOMAa METHABHUMH rpynamMu? Mixk metuabHOIO Ta OH-rpymo?

9. YoMy BOmHEBHH 3B'I30K 4acTO OyBa€ BasKAUBUM [IAS CIIEIIH(PIIHOTO
MiXKMOAEKYASIPHOT'O BIIi3HAHHI?

10. INosacHiTk ¢izuyuHy nTpupoay rinpodobHoTO edeKTy.
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Po3oia 2
BIAKN

CKOpIIyTIBI-TO 30JI0THIE,
Snpa — YuCTBIA UBYMPYI...

A. IIywikun. Crasxa o yape
Canmane

Ximiura Oyaosa 0iakis

AMinokucaromu

Y3araabHeHy XiMidHY (POpPMyAy amiHOKUC/OMU — MOHOMEPHOI OAMHUILI
MoAeKyAU 6iaka (rmpoTeiHy, protein) — 300pazkeHo Ha puc. 2.1.

KapGokxcuabpHa
Aminorpyna rpyna (C' aTom)

HN_y_-COO

Ce aTroMm

R BoxoBHuH
3aAHIIOK

Puc. 2.1. CrpykrypHa hopMyasa aMiHOKHCAOTH

3a He#WTpasbHux pH amiHO- Ta KapOOKCHABHA TPYIH, IIPHEOHAHI M0
cmiabHOTO aToma Kapbony (C°%), nmepebyBaioTh B ioHi3oBaHOMY cTaHi. Came
1Ii, CTaHOAPTHI A BCiX aMiHOKHCAOT, I'PyIIH (HAasBHICTH SIKHX i 3yMOBHAA
Ha3BY IIUX CIIOAYK) 3a0€3Me4YyIOTh YTBOPEHHS ITOAIMEPHOI MOAEKYAU OiaKa.
Po3pi3HAIOTBCS aMiHOKHCAOTH 3a THUIIOM OOKOBOI'O (aMiHOKHCAOTHOTO)
3aAUIIIKY. YCBOTO yV cKAani 6iaKiB 3ycTpidaeTbcsa 20 aMiHOKHUCAOT (Y AyzK-
KaxX — 3aTaAbHOITPUUHATI CKOPOUEHHs, TPHU- Ta OMHOAITEPHI): asraHiH (Ala, A),
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aprigin (Arg, R), acrmapariu (Asn, N), acnaparinoBa kucaora (Asp, D), Ba-
AiH (Val, V), ricrugun (His, H), rainmue (Gly, G), rayramin (Gln, Q), rayra-
minoBa kucaotra (Glu, E), izoaetiiiua (Ile, I), aetinuu (Leu, L), aisun (Lys, K),
meTtioHiH (Met, M), ripoain (Pro, P), cepun (Ser, S), Tupo3uH (Tyr, Y), Tpeo-
HiH (Thr, T), Tpuntrodan (Trp, W), deniaasanin (Phe, P), nucrein (Cys, C).
Ixui 60K0Bi 3aanIIKH 306pakeHo Ha puc. 2.2.

TinpodoOni IMoasspHi

Eg ‘ Trp
% Phe
Val

Fr
:gﬁ Leu
% Ile

ys His
Glu

C
) Met

SEIE

% 82?5 % Asp

V(e &%
% %%
P

Pro
e
't

Gly

©C ©o0cCce e0 ©ON ©s ° H

Puc. 2.2. BoKOBi 3aAUIIIKY aMiHOKHCAOT, IIPUENHAH] 10 C* aroma,
y craHi ioHizanii, akuii BoHu MaioTh ripu pH 7,0.
KoavopoBuii kox (yHH3Y) MO3HAYEHHS XiMiYHUX €eA€MEHTIB
36epiraeTbcg Ha BCiX IOJAABIIINX PUCYHKAX

[Ba mapamMeTpu aMiHOKHCAOTHHX 3aAWIIKIB MaloThb 0COOAWBeE 3Ha-
YeHHd A9 CTPYKTYpPH OiaKa: po3Mip i 3MaTHICTb B3a€EMOISITH 3 BOIOIO.
3a OCTaHHBOIO 03HAKOI 3aAHWIIKH MOXKHAa IIOMIAUTH ABi TPYIIH: IIOASPHI
¥ HertoadpHi (rigpodobHi). Tpu rigpodobHiI 3aAMIIKH (OKpeMa Tpylia Ha
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puc. 2.2) — MaAe€HBKOTO pPO3Mipy, TOMy iX MOXKHa BBaxKaTH “HEUT-
paspHUMM LIOA0 CHOPiAHEHOCTI M0 Boau (rigpodoOHUM edeKT 3areKUTh
Bil po3Mipy IMOBEepXHi, AUB. po3aiA 1). ¥ raoOyAIpHUX BOAOPO3UYNHHUX Oi-
AKax CIiBBIIHOIIEHHSI MiXK TiAPOOOHUMH Ta TIIOASPHUMH 3aAHIIKAMHA
nopiBHIOE B cepenHboMy S50 : 50. YHacaigok rizpodobHOTO epeKTy Hero-
ASIPHI 3aAHIIKY IPArHyTh OIIHHUTHCS BCEPEAUHI CTPYKTYPH 0iAKa, ITOASP-
Hi 3aAWINAIOTBECHA Ha MOBEPXHi, 30epirarouu B3aemomii 3 Bomoro. lle i € ro-
AOBHA DYIIifiHA CHAAQ, 9Ka 3MyIIye 0iAKOBHIH AQHIIIOT YKAQIATHUCS [IE€BHUM
YHUHOM Y IIPOCTOPi, POPMYIOUN KOMIIAKTHY CTPYKTYPY — TaK 3BaHy 27100y.ny.

IToAstpHi aMiHOKHCAOTHU TOMY TaK i Ha3UBAIOThLCS, 1110 IIPaArHyTh B3a€EMOJIi-
SITH 3 BOAOIO 32 PaXyHOK BOAHEBUX 3B'SI3KiB (MICTSATh JOHOPHI Ta aKIIEIITOPHI
rpymnn). Cepen HUX € 3aAWIIKH, SIKi MAlOTh HOCTiHHUH 3apsn npu pH 7,0:
HeratuBHUH y Asp i Glu (3a paxyHOK KapOOKCHUABHUX I'PYII Y CKAQIi OOKOBO-
IO 3aAUWINKY), IIO3UTUBHUH y Lys (amiHorpymna) Ta Arg (rya”HiguHOBa Tpyla).
His Takoxk Mozke HalOyBaTWU IIO3UTUBHOIO 3apsily B CTPYKTYpi OiAka B meB-
HOMY MiKpPOOTOY€HHIi (y pO34HHi BiH ioHi3yeTbcd 1pu pH < 6,5).

Ienmudnuii 36’130« i noAinenmudHull AAHYI0Z

KapbokcuabHa rpyma omHiei aMiHOKHMCAOTH Ta aMiHorpyIlia iHIIIOo],
BTpadyalyll MOAEKYAY BOAM, YTBOPIOIOTH KOBAaA€HTHHH 3B'd30K, SKUU Ha-
3uBaeTbcd nenmuodrHum (puc. 2.3). I'pyna aromiB O-C'-N-H HaszuBaeTbcd
nenmuoHoto gpynoro. OCKIABKM B YTBOPEHHI 3B'S3Ky MiK MOHOMepaMu Oe-
PYTBh ydacThb Pi3HI XiMidHI I'pyIH, IIOAINENTHOHUHN AQHIIOI Ma€ HaIIpsaM:
Horo KiHellb, € 3aAUIIAEThCS aMiHOrpyma, HasduBaeThbcd N-KiHIIEM, IIPO-
TUAEXKHUM (KapbokcuabHa rpyna) — C-kinmeM. CHUHTE3YIOTbCS ITOAIIETITH-
OHI aaHIoTH (po3xia 8) y HanpaMkKy N — C, y oMy X HaIIPSIMKY ITPE-
CTaBASIIOTBCSI 38 YMOBYAHHAM aMiHOKHCAOTHI ITOCAITOBHOCTI OiAKiB.

OBi BaacTUBOCTI NenTHAHOI TPYIIHM BiJirpaloTeb KAIOYOBY POAb
B YTBOPEHHI ITPOCTOPOBOI CTPYKTYpPH OirKa:

1) IIenmuodna zpyna € nonsiprHoro — BUCTYIIA€ ONHOYACHO OOHOPOM
1 aKIIenITOpoOM BOAHEBUX 3B'd3KiB. TaKMM YHHOM, OCTOB IOAITIEIITHIHOTO
AaHIoTa (MenTUAHI rpynu Ta C*-aToMu, 110 4epryroThCs), Bifl SKOro Bim-
raAyKYyIOThCH IIOAIPHI Ta HENOASIpPHi OOKOBi 3aAWIIKH (OUB. puc. 2.4),
€ IIOAIPHUM.

2) OnHa 3 rap eAeKTPOHIB, 1110 BifmnoBigae 3B'93Ky C'-O (3a3BU4aii 11o3Ha-
4JaeThCs 9K IMOABIMHNM, K IIpaBopyd Ha pHC. 2.3), HaclIpaBi AeAOKaAi30Ba-
Ha TakoxX Mixk aroMaMu C'-N: nenmuoHuil 38's130K € “HanisnodsitiHum”, 1110
YHEMOZKAUBAIOE O0EpPTAHHS HaBKPYT HBOTO. A GIABIIIOCTI aMiHOKHCAOT pea-
Ai3yeTBCsT OIABIII BUTiZHA MpaHCc-KOHQOpPMAILS HEeNTHIHOTO 3B'SI3KY: IIPH-
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emHaHi 10 nentumaHoi rpynu C’-aToMu “muBagaThca” B PisHi 6oku (puc. 2.4;
[OUB. TaKOX po3mia 1). €anHe BUKAIOUEHHS — HeNTHAUN 3B'930K Iepen Pro,
mpuban3HO 10 % Takux 3B'd3KiB 3HAXOAATRECS B YUC-KOH(popMATrii.

HMenTHaHUH

3B'A30K

—C

L

|

|

3

|
TO—x

R L—
IlenTHOHA
rpymna

>

N-xineus C-xineus

Puc. 2.3. ®parMeHT HOAIIENITUAHOTO AQHITIOTa

180°

Puc. 2.4. Terpanentun i mpubausna giarpama Pamavanapasa:
CHUHIM KOABOPOM IIO3HA4YeHO 3abopoHeHi, 6iAMM — J03BOAEHI aAd GiABIITOCTI
aMiHOKHCAOTHUX 3aAWIIKIB 30HU. AiTepH o i B mo3HAYAIOTH 30HU,

SIKi BiAIIOBiZAIOTH IIEBHUM PETYASIPHHUM KOH(OpMAIliIM
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OckiABKH 00epTaHHA HaBKPYT IENTHAHOTO 3B'S3Ky € HEMOKAWBHM,
KoH(OpMAITid IIOAITIEIITUAHOTO AAHITIOTA MOXKE 3MIiHIOBATHUCH TIABKU 3a
PaxyHOK o0epTaHHA HaBKPYT CYMIiXKHHUX OO0 IENTHIHOI TPy OAMHAPHUX
3B'A3KiB (0O6epTasbHi KyTH @ i W, puc. 2.4), a TaKoK o0epTaHHS HABKPYT
3B'A3KIiB y MeKaX 00KOBUX 3aAHILIKIB (Y1, X2 ...). YHACAIDOK CTEPUIHUX 00-
MeXXKeHb He BCi KoMOiHaIlii KyTiB 00epTaHHd @ 1 P € MOKAUBUMH — OAL TI0-
AIIETITUIHOTO AQHIIOTa pPeaai3yeThcsl 00epTasbHO-i30MEPHUH MeXaHi3M
THYYKOCTi. [l03BOA€HI MIAS OIABIIIOCTI 3aAMIIKIB 30HH KOH(OPMAIiHHOTO
IIpoCcTOpy B KoopAMHaTax -y (miarpama Pamadannpana (Gopalasamu-
dram Narayana Ramachandran)) nokazano Ha puc. 2.4. [diarpamu Pama-
JyaHapaHa MalTh CBOI Crelr(idHi 03HAKH OAS OKPEMHX 3aAUIKiB. Ocob-
AUBO II€ IPOSBASIETHCS, SKIIO BBECTH TPETIO KOOPAUHATY — BIABHY €Hep-
rifo gad KoxXHOi napu obepTasbHHX KyTiB. [HakIe KaxKydu, IepeBazkKHa
(Ha#ibiAbIl iMOBipHA) nokansHa koHdopmauist nanyroza 3anexxums eid
aminorxucnomnoi nocnidoenocmi.

Bropmana cTpykTypa

AokaabHY KOH(OpPMAIII0 aMiHOKHCAOTHOTO AQHIIOra HA3UBAaIOTH 6MO-
puHHOot cmpykmypoto Oiaka. [leBHa yacTuHA (iHOAI 3HAYHA) AQHIIOTA MiC-
TUTBCHA B HEPETyASIPHiH KoH(opwMalliil (KyTu ¢ i P BapiroloTh BiJ OTHOTO
3aAUIIKY [0 iHIIOro). Aae B TAOOYAIpPHHX 0iAKax 3aBKAU 3yCTPIidarOThCH
TaKOXK pe2ysipHi KoHpopmayii, cmabinizo8aHi 800HE8UMU 38 I3KAMU MK
nenmuoHuUMU 2pynamu, i TepMiH “BTOpHUHHA CTPyKTypa” iHOAI BigHO-
CATBH caMe OO0 HUX. 3araaoM y rAo0yAspHUX OiAKax IIpencTaBA€HO BCHOTO
OBa TUNHN TaKWUX KoHQopmaunii — a-coipaasb (a-helix) i B-cTpykrrypa
(B-structure), xo4ya € TaKO3K iHIII.

a-Cniparo

Omua 3 pmomnycTUMHX KoOHQopMmallii Ha Kapti Pamauannpana
(@ = -60°, y = —45°, puc. 2.4) nependadyac HaOANKEHHSI OKCHUTEHY ITEIITH-
JHOI I'pymnu i-ro 3aaulIKy Ao NH-rpynu i + 4. Ilepiia rpyna € akLenTopoM
BOZIHEBOTO 3B'd3Ky, Apyra — goHopoM. CucremMa TaKHUX BOJHEBUX 3B'd3KiB
MiXX KOXXHHUM [ Ta [ + 4 3aAUIIKOM cTabiaidye peryaapHy KOoHGOpPMAIIilo,
dKa ¥ Ha3uBaeTbCcs o-cHipaasaio (puc. 2.5). Llg cnipasb € mpaBoio (Todka,
L0 PYyXaeThbCHd B3MIOBXK AAHIIOra, 00epTaeThCs HABKPYT OCi cIripaai 3a zo-
OUHHUKOB0H CMPINKOI M OLHOYACHO IIEpecyBaeThCsl B3LOBXK OCi gneped),
Ha OOWH BUTOK Ipurnagae 3,6 aMiHOKHCAOTHOTO 3aAMIIKY, MOBXKHHA
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OJITHOTO BUTKA B3M0BXK OCi (KpoK cmipaai) 5,4 A. BomueBuii 3B'a30K Mix
HENTUAHUMHU I'PylIaMH 3aMHKa€ B Kiablle 13 amomie uomupbox 3a1UUKIE:
BIiITIOBiHO, 0-CITipaAb MO3HAYAETHCA TAKOXK 9K cnipasb 413. a-CHoipasb
MOKHA IPHOAM3HO YSIBUTH AK IHUAIHAP miamerpoM = 10 A, ma mosepxwi
FKOI'0 pPO3TallloBaHi aMiHOKHCAOTHI 3aAHIIKH.

OckiabKUu HalliMOBipHiIlIa AOKaabHa KOH(OPMALis AQHIIOTA 3aA€XKUTH
BiZl TIOCAIOBHOCTI, Pi3HI aMiHOKHCAOTH Ta iXHi KOMOiHAaIlil MalOTh Pi3HUHI
IIOTEHIliaA 100 BKAIOYEHHS B 0-CIIipaAb (K i B Oyab-gKYy iHIIly BTOPUHHY
cTpyKTypy). Hammpukaazn, Pro He Moke OyTH BKAIOYEHHUM OO0 o-CIipaai (He-
Ma€ IOoHOpa BOAHEBOTO 3B'dA3Ky). Gly Takoxk yHHKae PEeryAdpHHUX CTPYK-
TypP, OCKIABKH BTPaTHB OH CBOIO BHCOKY KOH(OpMAaIliiiHy cBOOOay (EHTPO-
mifiHa 1iHa Oyaa © HanaTo BHCOKOIO). [Ipy 1IboMy B rAoOyAdIpHHX OiaKax
CIIOCTEpPIraeTbCcs 3aKOHOMIPHICTB: TimpodobHI aMiHOKHMCAOTHI 3aAWIIIKU
3rpylnoBaHi Ha IIOBEPXHi cHipaai B GiABII-MEHNI CYLABHUH TrigpodoOHUM
Kaacrep (puc. 2.5). ToOTO a-chipanb nepesa)xHo Yymaeoproemuvcsi HA MaKux
OLISIHKAX NOCMI008HOCMIL 3 BUCOKUM CNIPA/IbHUM NOMEHUIAN0M, KL 30amHI
cgpopmyeamu 2i0pogpobHUTL Kracmep HA NO8EPXHI CNIPATL.

v

o R o] R o
H H " I H H ” | H H "
—N—C¢—C —N—C*—C —N—C¢ =—C —N—C* —C —N=—C¢—C —
I L | I HOoH I
R o R (o] R
0 1 2 3 4

Puc. 2.5. 0-Cmipaas. YepBoHa cTpian0uKa — BOOHEBUH 3B'SI30K.
YHu3y: aBi npoeKIii a-cripaai, IIyHKTHUPHI AiHil — BOZHEBI 3B'93KH
MiXK HEeNTUAHUMHU IpyllaMi. BOKOBi 3aAMIIIKY [TOKa3aHi CXeMaTU4HO,
pisHe 3a6apBAEHHST CUMBOAI3YE ABa THUIIH 38AHILKIB — ITOASPHI I HEITOAIPHI
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Taka 3aKOHOMIPHICTH IIOSCHIOETBECHA IIPOCTO. YHACAILMOK KOHKYpPEHIIii
3 MOA€KyAaMHU BOAW BOAHEBI 3B'SI3KH MiXK NENTHAHHMH IpylaMHU (a OTXKe,
i crripaab) y BOMHOMY OTOYEHHI HE € ayKe CTabiABHUMH. AXKe YTBOPEHHS
CIlipaai KOIITYe €HepPreTHYHUX BUTPAT — 3HHKEHHS €HTPOIii 3a paxyHOK
obMezkeHHs KOoHQopMallifiHoi cBoboau. A BOAHEBI 3B'SI3KHU Y IIPUCYTHOCTI
Boau (TOOTO 3aMiHa 3B'dA3Ky MiXK IIEIITHIHOIO TPYIIOI0 Ta BOAOIO HA 3B'930K
MiXK HNENTUAHUMHU I'pPyllaMH) He 3IaTHI CYTTEBO KOMIIEHCYBAaTH 1li BUTPATH
(muB. po3mia 1). dKI10 K Ha MTOBEPXHI cIripaai € rigpogodHu KaacTep, BiH
mparHe azcopOyBaTH iHIY rinpodoOHy MOBEPXHIO (CIIipaai 4M iHITHUX eAe-
MEHTiIiB BTOPHUHHOI CTPYKTYpH). Todi yacTHHA HNENTUAHUX I'PYII i BOOHEBHUX
3B'SI3KiB MiXK HUM OIIMHAETHCH B HEIIOASTPHOMY OTOYEHHI, I1I0 CyTTEBO CTa-
6iai3ye i 11i 3B'93KH, i a-crlipaab. Y pe3yAbTaTi y rA00yAi 3aAHIIAIOTHCS AH-
IIe o-Cripaai 3 rigpodo0HUM KaacTepoM Ha ToBepxHi. lle Bkasye, 110 go-
PMyBaHHS PETryAdpHOI BTOPHUHHOI CTPYKTYPHU Ta YKAQNAHHS B TAOOYAY —
equHul nporec. Hukde mpu oO6roBopeHHI raoOyASpHOI CTPyKTypu Oyne
PO3TASIHYTO ITHTAHHS IIPO T€, YOMY B3araai yTBOPIOETBCS PETyASpHa BTO-
PHHHA CTPYKTypa B TAOOYASIPHUX OiAKax.

B-Cmpyxmypa

[HIu# THUN peryasgpHOi BTOPHHHOI CTPYKTYypPH, IKHH 4dacTo 3ycTpida-
eThcd B OiAKax, — 11e B-cTpyKTypa. BoHa cKaamaeThbcs 3 BUTATHYTHUX ppa-
TMEHTIB ITOAINIEIITHAHOTO AQHIIOTA: KiAbKa TaKUX (pparMeHTiB — B-TAKiB
(B-strands) — yTBOpPIOIOTEH B-CTPYKTYPHHH IIIap, Y IIAOIIMHI SKOTO po3Ta-
II0OBaHiI BOAHEBi 3B'd3KH MiXK HENTUAHUMU TPyllaMH TSIXKiB, a Big 000X
IIOBEPXOHb BiIXOOATh aMiHOKHCAOTHI 3aAUIIKHU (pucC. 2.6).

Puc. 2.6. AuTHUnapasespHa 3-CTPYKTypHA LIITHABKA
(aMiHOKUCAOTHI 3aAHIIKY 300paskeHO KyAbKaMU, sIK Ha puc. 2.5).
YHH3y: Ta caMa LIIIHABKA B 3araAbHOIIPHHHATOMY
CXeMaTHYIHOMY 300paskeHHi
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[ToaoBHHaA HENTHAHUX TPYyHI B-TSXKiB, 9Ki MICTATbCSI Ha MeXax IIapy,
3aAHIIAIOTECS HEHACHYEHUMH BOAHEBHUMH 3B'S3KaMH. ToMy 4YuM Oiablie
TSXKIB BXOAWUTH OO0 CKAQAy IIapy, TUM OiAbIl cTabianbHuUM BiH €. B-Iap
MO3Ke OyTH aHTHUIAPAAEABHUM (CYCimHi TSaXKi COpAMOBaHI y IIPOTHUAEIKHI
OOMH IIOJI0 OJHOTO HAIIPSIMKH, 9K Ha pHC. 2.6) abo mapaseAbHUM (3BHU-
yaiiHo, SKIIO TsIXKi He po3TallloBaHi OIUH 3a OHUM II0 AAHIIIOTY).

9K BumHO 3 puc. 2.6, B-map 3aBXAHU € AEUI0 CKPYYEeHUM Yepe3 Te, IO
OKpeMi TaKi He € aOCOAIOTHO IIPSIMHUMH.

CycigHi 110 AQHITIOTY aMiHOKHMCAOTHI 3aAHUIIIKYM PO3TAIllOBaHi I10 pi3Hi 6o-
KN B-cTpyKTypHOro 1mapy. | 3HOBy crocTepiraeThbcsl BxKe 3po3yMisa 3aKo-
HOMIipHIiCTb: ITpUHANMHI O/THA IIOBEPXHS IIIapy € IepeBaKHO Iiapodo6HOI0.

Cnipaav 31

[IpaBa cmipaab 310 (BomHEBUH 3B'd30K MiX I Ta i + 3 3aAHMOIKAMU) 3y-
CTPIYaeThCd HE Ay’Ke YacTO y BUTAANlI KOPOTKHUX (TPHU-YOTHPHU 3aAHUIIKH)
¢dparmeHTIB.

B-IIosopom

B-IloBopot abo PB-BuruH (B-turn) — HEeBEAHKUN €A€MEHT AaHIIOTa i3
YOTUPBOX 3AAUIIKIB, CTabiAi30BaHUP BOMAHEBUM 3B'd3KOM MiXK MENTH/I-
HUMU I'pylaMH IIepIioro Ta yerBeprToro. B-IloBopoT 3abe3mnedye IIoBOPOT
AaHIora Ha 180° i yacTo 3HAXOAUTHCA MiXK ABOMAa CYCiAHIMU B-TaxXKaMU
B aHTHUIIAPAAEABHUX [3-IIITHABKAX.

I'ao0yasipHa cTpykTypa

[ToaimenTUAHUI AQHIIOT TAOOyAdgpHOTO 6Giaka moBxKuHOIO 50-150 (Mak-
cuMaabHO 250) aMiHOKHMCAOTHHUX 3aAWMIKIB YKAQIAETHCHI B €QUHY IIABHY
raobyay poamipom 25-40 A. Ycepemmni Takoi Taob6yAH yTBOPIOETHCH 2idpo-
¢obre s10po 3 HEMIOAIPHUX 3aAUINKIB, 32€KPAaHOBAHE Bifl BOAW ITOASPHOIO
HOBEpPXHEI0 TA0OyAH. [JOBII AQHIIIOTH yTBOPIOIOTH KiAbKa CyOrao0yA i3 Baa-
CHHUM TigpopOoOHUM GAPOM KOXKHA — CTPYKTYPHUX OomeHig. [IpocTopoBy
CTPYKTYPY OyIb-IKOTO IOAINIENITHIHOIO AQHIIOTa HA3WBAIOTh MPEMUHHOK
cmpykmyporo. JJoCUTb 94acTo MOAeKyAa 0iAKa CKAaAEThCH 3 KiABKOX ITOAi-
HEeNTHUIHUX AQHIIOTIB, IKi MOXKYTb YKAQIATHUCS B €AUHY IIIABHY TAOOYAy ab0o
dopMyBaTH OKpeMi rA00yAH, III0 B3aEMOIIIOTH MiK coboro. B obox Bumasa-
KaxX KaXyTb IIPO uemeepmuHHy (CyOOOMUHUYHY) CTPYKTYPY OiaKa.
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Pi3Hi BapianTH 3006paskeHHsd IIPOCTOPOBOI CTPYKTYpPH OiAKa IToKas3aHi Ha
puc. 2.7. Ha yactunax (6) i (¢) moOpe BHIHO YTBOPEHHS BCEPEOUHI rA00yAH
LIiABHOTO TimpodobHOTO Amapa.

Puc. 2.7. Pi3Hi BapiaHTH 300paskeHHsI CTPYKTYPU TAOOYAIPHOTO Ginka
(raoOyasipHuit noMeH ricroHy HS, kog PDB 1HST): (a) — ocToB AaHItora

(3'emmani Mizx coboro Ca-aTOMI/I) ; (6) — aToOMHa MOIEAB, YEPBOHI — aTOMU HETIOASPHUX,
CHHi — IOAIPHUX 3aAUIIKIB; (6) — cxeMa 6y10BH, e oKa3aHi BTOPUHHI CTPYKTYPH;
(9) — mo monepeHBOI CXEMU JOAAHO ATOMH HETIOASPHUX 3aAUIIIKIB.

Yci pUCyHKH MalOTh OJHAKOBI ITpoeKIii Ta Macirab

Poav emopunnoi cmpykmypu 6 ymeopenui zAo6yau

Posraggaroun CTPyKTYpH TAo0yAIpHUX OiAKIB (HA CHOTOAHI IX yCTaHOBAE-
Ho roHaz 40 THcC.), MoXKHa cPOPMYAIOBATH KiAbKa 3aTaAbHUX IIPaBHA.

IIpaeuno 1. Kapkac raoGyAH 3aexo0u CKAAZAETHCS 3 AiATHOK BTOPHMHHOI
CTPYKTYpH (0-cmipaaeii Ta/abGo B-cTpykTypHHX mIapiB), rinpodoOHi morep-
XHi AKHUX, B3a€MOAiI0YH Mik c0600, yTEOPIOIOTH riapodobHe ssapO.

YoMy caMe 3 DIATHOK PETYASIPHOI BTOPUHHOI CTPYKTypu? lle crae 3po3ymi-
AWM, SIKITIO OpaTH [I0 yBaru IIOASIPHICTE / HETIOASIPHICTH €eAEMEHTIB ITOAIIeITTH/I-
HOTO AaHIfora. HermoasgpHi amMiHOKHWCAOTHI 3aAMIIKH IIPArHyTh OIIMHUTUCH
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BCEpEeaUHI TAOOYAH BHACAIZIOK TiApodoOHOT0 ehpeKTy — IXHiif KOHTAaKT 3 BOZIOIO
€ Iy>Ke HEBUTIIHUM €HEPreTHYHO. AAe pa3oM 3 HUMU B HEIIOASIPHOMY OTOYEH-
Hi MaloTh OIMHUTHCS NOJSPHI IIENITHAHI IPyIIu ocToBa. Brpara ixHiX BomHe-
BUX 3B'd3KiB i3 MOAEKyAaMH BOOU € €HEPLeTUYHO MOyzKe HEBHUTIIHOIO (€Hepris
BOZIHEBOIO 3B'd3KY € Oy’K€ BHCOKOI). €AWHUN BUXII OAS HEONTHAHUX TPYIl —
YTBOPHUTH BOIHEBI 3B'I3KH MiK COOO0I0, a I1e MOXKAMBO TIiABKH B CKAAJIi TIASTHOK
PETyASIpHOI BTOPHUHHOI CTPYKTYpPU. OTKe, HACUUEHHSI nenmudHUX 2pyn eéooHe-
euMu 3e's13Kamu Yy cknadi 6mopuHHOL cmpyKkmypu € HeobxioHo0 nepedymoeoro
ymeopeHHs1 ecepeduni 2nobynu 2idpogpob6Hozo siopa. IleTai ¥ mepeMHUIKHN MiK
MIATHKaMU BTOPUHHOI CTPYKTYPU 3HAXOAATHCH B HEPETYAIpPHilM KoH(opMmartii
¥ 3aAHIIIAIOTECA HA MOBEPXHI TAOOYAH, TXHI HEITHUAHI TPYITH IIPH IILOMY 30epi-
raroTh KOHTaKT 3 BOAOIO. BinnosigHo:

IIpaeuno 2. CermeHTH BTOPHHHOI CTPYKTYPH HPOTATHYTI BiZ OZHOro Kparo
raodyau mo iHmoro. IlepeMHYKH MiK AiATHKAMH BTOPHHHOI CTPYKTYpPH 3a-
AMIIAIOTHCH Ha MOBEPXHi H HiKO/NU He 3aHYPIOIOTHECSI BCEPEAHHY rAo0yAH.

ObuaBa mmpaBuAa MAlOTH ACHUH (PI3UYHHE ceHC i Moram 06 OyTu cdop-
MYABOBAaHUMHY, BUXOASYH i3 3aTaAbHUX (PI3HYHUX MipKyBaHb.

Cmabirizayia zao06yau

9K 3pO3yMiA0 3 BHKAAJIEHOTO BUIIIE, 20106HOI0 PYUliliHOIO CUOI0 Ymeo-
peHHst 2nobynapHoi cmpykmypu € 2i0pochobHi e3aemodii. Ane, 11100 3itic-
HIOBaTH II€BHI (PYHKIIii, 6iAOK ITOBHHEH MATH AyzKe CTabiABbHY IIPOCTOPOBY
CTPYKTYPY, 9Ky TiapooOHi B3aeMomii He MOXKYTh 3a0€3MeYUTH: A IXHBOL
peaaizarii JocTaTHRO IIPOCTO BUTICHUTH BoAy 3 iHTepde#icy MixK rigpodo-
OHMMHK ToBepxHAMH. [Ipu IIbOMy MOBEpPXHi, TOOTO CErMEHTH BTOPHHHOL
CTPYKTYpPH, SIKHM BOHH HaAeXKaTb, OyayTh 30epiraTu meBHY CBOOOLY PYyXY.
Cawme Taka CUTyallis i CIIoCTepiraeTbCda A ITPOMIKHOTO CTaHy, IKUH pea-
AIByETBCS TPH yKAQALl Oiaka — Tak 3BaHOI posnnaeneHoi 2nobysau
(puc. 2.8). IlepmiuM eTanoM yKAafaHHA € OAHOYACHE M OOCHUTH HIBHUOKE
YTBOPEHHSI BTOPHHHOI CTPYKTYPHU Ta “3AHUIIAHHA’ CErMEHTIB BTOPHHHOI
CTPYKTYPH 3a PaxXyHOK TiApodpoOHUX B3aeMomiii. 3arasbHa apXiTeKTypa
po3mAaaBA€HOI TAOOYAH — Taka caMa, 9K Y HaTHUBHOI'O (PYHKIIIOHAABHOTO
0ianka, ase CIOCTEepIrarTbCsd 3HAYHI PYyXH MIATHOK BTOPHUHHOI CTPYKTYPHU
OZlHa BiTHOCHO OJHOI — PO3IAaBA€HA rAo0OyAa Haraaye KparaAlo PiguHH, Oe
eAeMeHTaMH, 110 PyXalThCs, € MIASHKU BTOPUHHOI cTpyKTypu. Ha mpyro-
My eTalli peaai3dyeThcd IIiAbHA YIIaKOBKa I'AOOyAM 3a paxyHOK BaHepBaa-
ABCOBHUX B3a€EMOMIN — TOYHA B3a€EMHAa MHiATOHKA aMiHOKHCAOTHUX 3aAUIIIKIB
3 YTBOPEHHSIM YUCACHHUX KOHTAKTIB MiXK HUMH, 0€3 MOPOKHHUH yCepeauHi
rao0yau. Pe3dyapTaToM € Hamuena 2nobyna, sika € B¥Ke He KpaIAel piau-
HHU, a meepoum minom.
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Kay6ox Po3snaaBaeHa HaTuBHA
raoGyaa raobyaa

Puc. 2.8. CxeMa yKaaZmaHHSI MA0OyAIpHOTO Girka

TBepOicTs — HAaMOIABIII XapaKTepHa Ta BasKAHMBa O3HaKa 0Oiaka, BOHa 3a-
Oe3reyye HagBHICTH cTabiAbHOI crierudivyHoi pobodoi MHOBepxHi, gKa
¥ BUKOHy€E IIeBHY (QYHKIIiI0. Perrra MoAeKyAHM — AHIIIe KapKac, SKUH
YTPUMYyE 110 pobody ITOBepxHIO. TBepAicTh 3a0e3Ieuye TakoxK HaMiHHICTH
poboTtu 0OiaKa, M03BOASE YHUKHYTH PO3MUBAHHS cHeludgidHOCTI. Amxe
MoAeKyAa 0inka MOBOAUTH cebe SK TBepe Tia0 IIPH 3MiHiI YMOB: BUTPHUMYE
30BHIIIIHI 3MiHH OO II€EBHUX M€K, HE 3MiHIOIOUHCH caMa, a 3a LIUMH MeXKa-
MU PYHHYETBCS K OMHE IliA€ — 3a IIPHUHIUIIOM “yce abo Higoro”.

F'oaoBHI B3aeMomii, 110 cTabiAi3yroTh 6iAKOBY TA0OyAY:

e TimpocobHi B3aemomii MiK HEIIOAIPHUMHU aMiHOKHUCAOTHHUMH
3aAUIIKaMH, PO3TallOBaHUMH B MeKaxX CErMeHTIiB BTOPHUHHOI
CTPYKTYPH.

e BopgHeBi 3B'93KM MiX MNENTHAHHUMH I'pyllaMd B MeXaX THX ca-
MHX CETMEHTIB, dKi HNiATPUMYIOTH IXHIO CTPYKTYPYy i, TOAOBHE,
3a0e31euyloTh MOXKAUBICTb 3aHYPEHHSI MENTHAHUX TPYyIl y Tix-
pocdobHe aapo.

e BannepBaaabCOBi KOHTAaKTH BCEepenHHI raoOyaM, sKi 3abeasrie-
9yIOTh OCTATOYHE “OrpaHIOBaHHSA” CTPYKTYPH Ta HAAAlOTh I1H
JKOPCTKOCTI.

JomaTKoBy poAb y crabiaizarlii MOXyTh BimirpaBaTH: BOOAHEBi 3B'SI3KU
BCepearHi TA00yAH 3a y4acCTIO0 IEBHUX aMiHOKHCAOTHHUX 3aAHIIKIB; €AEKT-
pocTaTHyHi B3aeMoii Ha ITOBEPXHi TI'AOOyAH; KOBaA€HTHI AUCYAbQIIHI
3B'93KHU MiX 3aaumkamMu Cys (HaOAMKEHHMH OOUH [0 OMHOI'O0 BHACAIZIOK
peaaizartii roA0BHHX (haKTOPiB YKAQLAHHS); B3a€MO/ii 3 IEBHUMHU HEBEAU-
KUMH MOAEKyAaMU HeOIAKOBOI HPHUPOAN — AiraHAAMHU, HIPOCTETUYHUMU
rpyIniaMi, ioHaMH MeTaAiB TOLIO.
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Cmpyxmypna kracudikayin zao6yaaprux 0irkie

OckiabKHU TA00yAa OYyAYETBCS 3 €AEMEHTIB peryAapHoi BTOPUHHOI CTPY-
KTYypH, 9KHUX € BChOT'O ABa, IIIAKOM IIPUPOLHO PO3MIAUTHU CTPYKTYPHI I0-
MEHHU TAOOYASIPHUX OiAKIB Ha TPH T'PYHH: O-CHipaAbHi, B-CTPYKTYpHI Ta
3MilTaHoOro THUILY. BUaBAd€THCS, 110 KiABKICTH THIIIB B3a€MHOI YyIIaKOBKHU
CEerMEeHTIB BTOPHUHHOI CTPYKTYPH — TaK 3BaHUX CMPYKMYpPHUX MOMUBIS,
abo TuniB yxnadku (fold), axi 3abe3nedyroTb yTBOpPEeHHS TiApod0oOGHOTO
danpa, — JOCUTh OOMeIKeHe.

o-Cnipanvui 6inxu. Cepen CTPYKTYPHHUX MOTHUBIB, SIKi CKAQIAIOTHCS
TIABKHU 3 (-CIIipas€ii, B OCHOBHOMY 3yCTpidaloTbCd BCHOT'O ABa THUIIH. [lOBTi
crripaai (DOBXKWHOIO 10 S5—6 BUTKIB) (POPMYIOTH (-CHipasbHi IIydku (o-helix
bundles). [Bi (pimiue TpwH) cripaai y ckaami mydka yTBOPIOIOTH IIap 3 Tifd-
Pod0o6HOIO0 TOBEPXHEIO, ABA TaKi IIapH, YKAAIAIOUYHCH IapaAeAbHO (Mg Ky-
ToM ~ 20°) abo opTroHasrHO (~ 90°), hopMyrOTE rigpodobHe saapo (puc. 2.9).
Caim 3poOUTH HACTYIIHI BasKAUBI 3ayBasKeHHS IIIOZI0 ITPEACTABAECHUX CTPYK-
Typ: yCi BOHU HEe MaroTh TOMOAOTIi MizK COOOI0 III0/I0 aMiHOKHCAOTHOI ITOCAi-
JOBHOCTI; OiAKM MOAiIOHOI CTPYKTYpPH (reMepHTpPHH i 6iA0K BipyCy TIOTIOHO-
Boi Mo3aiKy) BUKOHYIOTE Pi3Hi (PYHKIIi]; 6iAKH pi3HOI CTPYKTYypH (reMepHT-
PUH i MiorA00iH) BUKOHYIOTH ITOMIOHY (DYHKILiIO 3B'I3yBaHHS OKCHUTEHY.

Puc. 2.9. CrnipaabHi IIy4KH 3 ITapaseabHOIO (a, 6)
41 OPTOTOHAABHOIO (8) YIIaKOBKOIO B reMepuTpuHi (a, 1HMD),
y 6iAKy 000AOHKU BipyCy TIOTIOHOBOI Mo3aiku (6, 1EI7), y miorao6iHi (6, 1A6M)

[pyruM, GiABIII PO3MOBCIOZKEHUM, CTPYKTYPHHUM MOTHBOM € YIIaKOBKa
TPBOX abo OiabIlle o-crripaseit y mpubansHo cepudHy raodyay. Taka yma-
KOBKa PeaAi3yeThCsd OAS KOPOTKHX CIlipasel, gKi 3HAYHO dacTille 3ycTpi-
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JaroTbcd B Oiakax (6am3bko 10-12 3aammkis, TodTo 3-3,5 BUTKA). [IpHu-
KAaIu HaBeneHO Ha puc. 2.10 (momibHa yrakoBKa peaaidyeTbCcs TaKOXK
J[AST TPBOX O-CITipaaeii, 300paskeHux Ha puc. 2.7). KopoTki cripaai B ibomy
BHUIQAKy poO3TalloBaHi 1o pebpax KBasichepuyHOro OaraTorpaHHHKA,
OTOYYIOYH NPUOAN3HO chepuyuHe rigpododHe Sapo.

Puc. 2.10. [lomenu aktuHinunay (a, 1AEC)
i 6iaka Cro 6akrepiodara 434 (6, 3CRO)

YKazaHi CTPYKTYPHI MOTUBHU 3yCTpidaroTbCcd Haldacrtimie, OCKiAbBKU
BOHHM HaMKpallle BiillIOBialOTh y:Ke C(POopMyAbOBaHUM BHIIlE ABOM IIpa-
BHAAM CTPYKTYpHOI opradizamii 6iakiB. Kpim Toro, posragmaroym Iii
CTPYKTYPH MOXKHAa C(POPMYAIOBATH IIIe OHE

IIpaeuno 3. IlepeMHYKH MiXKX CerMeHTaMH BTOPHHHOI CTPYKTYpPH YHH-
KalOTh B3a€MHOrO IEpEXpecTs — CyMiXKHi IO AaHIIOTY NMEePEMHYKH pPO3Ta-
LIOBaHi Mo pi3Hi 60KH raobyau.

Take nepexpectd npuBeao 0 abo 40 KOHTAKTy MiXK IepeMUdKaMHu (TOO0-
TO ixHBOI merimparartii), abo M0 3HAYHOTO BUTHHY OJHIi€l 3 IIEPEMUYOK.
O6uaBa HACAIDKM € eHepreTHYHO HEBUTIMHUMH. [HakIle KaxKydu, YKpaH
MaA0 MOXKHa YIBUTU (PPaArMeHTIiB aMiHOKHCAOTHOI IIOCAITOBHOCTI, $Ki
0 MOTAM IIepeTHYTUCH 0€3 CYTTEBUX €HEePreTUIHUX BUTPAT.

Kpim Toro, ommcasi 0-CrripasbHi MOTHBHU Ha#dKparlle 3a0e3nedyioTh BHU-
MOTY LIiABHOI YIIAKOBKH I'AOOyAM — caMe 3a ITUX THUIIIB B3a€EMHOI opieHTarlii
criipaseill iXHi MOBEpPXHI MOXKYTh 3MiMCHUTH HAMUOIABIIY KiABKICTH BaHIEP-
BaaAbCOBHUX KOHTAKTIB MiX c000I0.

B-Cmpyrxmypni 6inku. OCHOBOIO B-CTPYKTYPHHX MAOMEHIB € aHTHUIIapa-
AeABHi (B-mrapu. [IBa mapu B-CTPyKTYpPH, B3aEMOMIIOYH CBOIMHU Tinpodo6-
HUMH [IOBEPXHAMH, YKAQIAIOTHCS OJHMH Ha OJHOTO V CBOEPiMHUH IITabeAbD,
B-Taki ABOX HIapiB OPi€HTYIOTHCH IIPU IIBOMY IIapaseAbHO abo IepreHIU-
KYASIPHO (OpTOTOHaAbHA YIIaKOBKA) OOUH OO0 OLHOTIO.

[Ipm OpTOTOHAABHIN yIIAKOBIIi, YHACAIZOK CKpy4eHOocCTi B-mapiB, dopma
Takoro Imrrabead Haraaye LUAIHAP 3i 3HAYHHUM HAXHWAOM TSXKiB [0 OCi
(puc. 2.11). lla yrkaagka Tak i HazuBaeThCd — B-LIMAIHAP, abo (B-mixkka
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(B-barrel). ITIpoekmisa X0ay AaHIIOTa HA IIAOLUIUHY [AS TAKOTO CTPYKTYPHO-
ro0 MOTHBY BUTASIJA€ Ay3Ke IIPOCTO: CYCiAHI II0 AQHITIOTY MIASHKHU € TaKOXK
cycijaMu y CKAai Hiapy, i IpOeKIlid eKBiBas€HTHa Bi3epyHKY “MeaHap”
(dacTo 3ycTpidaeThbcsa HA aHTUYHUX aMdopax).

Puc. 2.11. B-Luaingp y crpenroBiguHi (1HQQ);
IpaBoOpPyY — IPOEKILisd XOAY AAHITIOTa Ha AOILIHMHY,
dKa BiAIoBinae Bi3epyHKyY “MeaHap”

[HmIME THUO XOMy AaHOIOTa HAraaye Bi3€ePyYHOK “TPEeHNbKHUN KAIOY”
(pmc. 2.12), BinmoBinmHa yKaagKa SBAsS€ CO0OI0 ABa IIapaseAbHI HIapH

B-cTpykTypH (B-cennBiy).

Puc. 2.12. (q) - Kcunrausp'azyBaabHHN I0MeH KcuaaHasu (1ESB);

(6) — imyHOTAODYAIHOBA YRAQAKA B KOHCTAHTHOMY JOMEHI BasKKOI'O AQHIIIOTa
iMmyHOrA00yYAIHY (15C8). IIpaBopyd ITOKa3aHO CXEMH YIIAKOBKH ABOX IIapiB i3 Topld
(B-Taxi mpoHyMepoBaHi, 6aakUTHHH — N-, 3eaeHuil — C-KiHellb (hparMeHTa)

1 IPOEKIIil X0y AQHIIOTa HAa IIAOIIMHY (IAS CTPYKTYPHU (6) KOPOTKI O-Cripaai
Ta OAUH [-TXK, Ki IPUKPHUBAIOTH TOPELb, HA CXeMaxX He ITI0Ka3aHo)

HaBeneHi nmpukaany ykaafaHHS B-CTPYKTYPHUX NOMEHIB 3 NIeBHUMU
BapialligsMu 3yCTpidaroThCsd Ay3Ke YacTo B TAOOyAdpHUX 6iaKax, OCKIABKHU
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Ha#Kpallle BiAIIOBigaloTh IIpaBHAAM CTPYKTYpPHOI opranizailii 6iakiB
i BUMO3i LIiABHOI YITAKOBKH T'AOOYAH.

a/B-Binrku. Tak 1o3Ha4YarOThHCA OIAKM, B SKHUX (-CITipaAi Ta [B-TsKi pery-
ASIPHO YEePTYIOTBCH II0 AQHILIOTY (BiAIIOBIAHO, B-CTPYKTypa € IIapaseAbHOIO,
i o-cripaai Takok HapaseAabHi ofHa [0 oAHOi). [ad HUX HalxapaKTepHIIIH-
MU € [Ba TUIIH YKAQIOK (puc. 2.13): 1) o/ B-1maiHAp — 3aKpYyUEeHUH Y IIUATHAD
apaseAbHHUH (-111ap, OTOYEeHUH IMAIHIPOM 3 O-CIlipasel; BilIOBiHO, YTBO-
PIOIOTBCS [Ba TifpodobHi sapa — ycepeauHi B-mpaiHapa Ta Ha iHTepdeiici
MiXK B-CTPyKTypolO Ta O-chipaaamy; 2) ykaaaka Poccmanna (Michael Ross-
mann) — IPUOANU3HO ITAAHAPHHUHN HIap HapaseAbHOI B-CTPYKTYPH, IIPUKPUTHH
[BOMa IIIapaMU 0O-CIipaseli; TyT TaKO¥K YTBOPIOIOTHCH ABa TifpodobHi gapa
Ha iHTepdeticax MixK [B-CTPYKTYPOIO Ta O-CIIipaAsIMHU.

Puc. 2.13. (q) - o/pB-umainap esporarokanasu (1A3H);
(6) — yraamka Poccmanna B TpaHcrigporenasi (1D40).
(8) — BiATIOBiAHI CXeMHU YKAQZIOK 3 TOPLA O-CIIipased i B-TaxkiB

(a+B)-Binku - OiaAKM 3 HEpEryaAdpHUM dYepryBaHHAM (O-CHipasei
i B-cTpykTypHUX TAXKIB. B IXHBOMY CKRAQi ABa THUIIM BTOPUHHOI CTPYKTY-
PH MOXKYTh OyTH PO3HECEHi: HAIIPUKAAL, [3-CEHABIY, TOPI IKOTO IIPUKPUTI
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O-CHipaAdgMH YU O-CIipaAbHUM cyOomoMeHoMm (puc. 2.14, a) — OB-ykaagka
(oligonucleotide binding) i3 po3ralyBaHHAM €A€MEHTIB BTOPHUHHOI CTPYKTY-
pu 1o aaHiory BRPRapRafa. InmimM BapiaHTOM € Tak 3BaHa 0f-CKAaaaka
(apB-plait), 300pazkena Ha puc. 2.14, 6: map aHTHUIAPAAEABHOI B-CTPYKTYPH,
rizpodpoOHa MOBEPXHHA SKOTO 3aKpHUTa 0-CHipaAdMH, PO3TAlIyBaHHS
€AEMEHTIB BTOPHUHHOI CTPYKTypH mo aAaHIory — BafpafB. Orxke, 9Kk i gaga
o/B-06iaKiB, y ckaami €quHOI TAOOYAU, YTBOPEHOI IIIapaMH CErMEHTIB BTO-
PUHHOI CTPYKTYPH, O-CIipaai Ta B-CTPyKTypa 3aBXKIU PO3MIATIIOTHECS B Pi3HI
mapu. 3aHypeHHS O-CIIipaai B 111ap B-CTPYKTypH IIpHUBeAo 6 10 3pyHHyBaH-
HSI CUCTEMHU BOIHEBUX 3B'SI3KIB MiX [3-Taskamu.

Puc. 2.14. (g) - cradisrokokoBa HyKkaeasa (1EYO);
(6) -pubocomuuii 6inok S6 (1J5E)

Buiie 6yA0 po3raAsHYTO [esKi HAaUTHIOBII CTPYKTYpPHI MOTHBH, III0 3y-
CTpiYaroThbCs y TAOOYASIpHUX Oinkax. HacmpaBmi, TaKUX MOTHUBIB (YKAQIOK)
HapaxoBylOTh aemio Oiapime 100. 3po3ymino, 110 0iAKHM 3 TOMOAOTIYHOIO
IIEPBUHHOIO CTPYKTYPOIO MAaloTh MOAIOHY HIPOCTOPOBY oOpraHizaliiro. Aae
¥ mecaTKu THUCA4Y 0iAKiB 6€3 TOMOAOTril BIIMCYIOTBCSI B JOCHUTH OOMEKeHY
KIABKICTb CTAHAAPTHHUX CTPYKTYPHUX MOTHUBIB. [IpUYMHOIO IILOTO HETPHU-
BiaABHOTO CIIOCTEPEKEHHS € Te, 10 CTaHAAPTHI MOTUBU HaMKpalle Bi-
IIOBiAaIOTh IIEBHUM IIpaBHAaM (4acTHHa HIKHUX C(OpMyAbOBaHa BHIIE)
CTPYKTYPHOI opranizariii, mpaBuaaM, sKi BHIAUBAIOTH IIPOCTO i3 3araAb-
HUX Pi3UYHUX MipKyBaHb. Y IIPUHIIUII, MOXHA YSIBUTH IIOPYIIEHHS Oyab-
AKOTO i3 IIUX IpaBuA. Hanpukaam, MOXKHA TaK “CIPOEKTyBaTH aMiHOKHUC-
AOTHY TIOCAIIOBHICTB, 1100 rigzpodobHa ImepeMudyKa MiXK CerMeHTaMH BTO-
PHHHOI CTPYKTYPH 3aHYPIOBaAaCh y TiApodoOHe aapo 3 YTBOPEHHSIM TaM
BOHEBUX 3B'A3KiB ii NENTHUAHUMHU IpyriaMiu. Ase 3po3yMino, 110 AL IIHOTO
noTpibeH mayxke obizHaHui “mu3aiiHep”. Cam (paKT HaASIBHOCTI CTAaHOAPTHHUX
YKAQIOK CBIAYUTBH HPO T€, IO 3@ C60iM NOXOONEHHAM monexynu binkie
€ cmamucmuuHumu (eunadkoeumu) cononimepamu 20 amiHorKucnom.
[ yuM OiabIre rmocaimoBHOCTEH MozKe OyTH BIIMCAHO B IIEBHY CTAaHAAPTHY
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apXiTeKTypy raobyan 6e3 mopyuieHHsd ii cTabiAbHOCTI, TUM HacTillle Taka
apxXiTeKTypa CIOCTePIraeThbCs y IIPUPOII.

Ile He o3Hauae, 10 OYOb-IKUU CTATUCTHUYHHUHN COIlOAIMEp aMiHOKHCAOT
MoO3ke chopMyBaTH CTabiABHY TAOOYAYy. Y pe3yAbTaTi €eBOAIOLIIMHOTO Bimbo-
PY 3aAHIIHMANCH AUIIE Ti COIIOAIMEpPH (Oy:Ke HeBeAHMKa KiABKICTB), SKi [0-
IIyCKaIOTh YTBOPEHHS CTa0iABHOTO, IIIABHO yIIAKOBAHOTO (3 BEAHKOIO KiAb-
KiCTIO BaHAepBaaAbCOBUX KOHTAKTIB) rigpodgodHoro sapa. Caig 3ayBazku-
TH, 1110 BUMOTa yTBOPEHHd TifipodpobHOTO dnapa He o3HAYae, IO0 8Ci HEeIo-
ASIpHI 32AWIIIKY MalOTh OITMHUTHCH BCepeauHi (auB. puc. 2.7, (6), (9): Ha-
IPUKAQL, ¥ CEPEAHBLOMY MAs BCixX 6iaKiB Tiabku 80-85 % 3aammkiB Leu
3aHYPIOIOTHCS Yy TiapodobHe aapo, pelrTa, sKi 3aAUIIaThCH Ha TOBEPXHI,
He BIIAUBAIOTh CyTTEBO Ha CTabiABHICTB raobya. I 11e € I11e ofHUM HIiaTBepP-
JKEHHAIM BHIIQIKOBOCTI 0IAKOBHUX ITOCAIIOBHOCTEH.

Puc. 2.15. (a) - a-ximorpunicun (4CHA); (6) — cyoTnaisun (1SBC).
Jas xKoxkHOTO OiAKa MMoKa3aHi Tpu 3aauiuku (Asp, His, Ser),
aKi POPMyIOTh aKTUBHHUM LIEHTP KX IIPOTeas

OTxke, cydacHi OIAKM € BUIIQKOBUMH ITOAIMEpaMU aMiHOKHCAOT, CIIO-
4aTKy BimibpaHuMH 3a KpUTepieM cTabiAbHOCTI iIXHBOI TAOOYASIPHOI CTPYK-
TypPH, a IOTIiM “BigpenaroBaHUMU” BiIOOPOM IIASIXOM OOMEXKEHOI KiAbKOCTi
aMiHOKHCAOTHHUX 3aMiH y OBOX HaNpsaMKax: MiABUILEHHS CcTabiAbHOCTI
IIPOCTOPOBOI CTPYKTYPU Ta YTBOPEHHS AKTHUBHOTO ILEHTPY, SKHH Mae
BUKOHYBaTH II€BHY (QYHKILI0. Y pe3yabTaTi 0iAKM 3 pi3HUMHU (PYHKILIIMU
YacToO MalTh HOAIOHY HmpocTopoBY OymoBy. | HaBmakwu, GiAKH, IO BHKO-
HYIOTBb ITOAIOHI PYHKIIiI, MOXYyTh OyTH 30BCIiM Pi3HHMH 3a CTPYKTYPOIO.
Ha puc. 2.15 300paxkeHO ABi CEpHHOBIi ITpoTea3u (ogHaAKOBa (PYHKILis),
4dKi HaaeXaTb 00 Pi3HUX CTPYKTYPHUX THUIIIB, are MIiCTATHh OJHaKOBO Op-
raHi3oBaHUP aKTUBHUU HeHTp. TakuM YUHOM, OAS (PYHKIIIOHyBaHHA
4acTO BaXKAUBOIO € HE CTIABKU IIPOCTOpPOBa CTPYKTypa 06iaka, CKiABKU
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caMm (pakT ii HagBHOCTI: XKOPCTKUM KapKac TAOOYAU YTPUMYyE aKTUBHHUH
LEeHTp y HeBHill npocTopoBili KoHIirypallii, He K03BoAsSII0OUN HOMYy pyxa-
THCS i OI€I0 TETIAOBUX (PAYKTyAaIlild.

Cmpyxmypa memOpannux 6iAKi6

OcobAMBOCTI CTPYKTYPHOI opraHizaliii MeMmOpaHHuX 6iAKiB abo mOMeHiB,
10 3aHYPIOIOTBCS B KAITHHHY MeMOpaHy, MOB'd3aHi 3 TUM, II0 IIi OiAKH
3HaAXOAATBbCS B HEINOAIPHOMY oTodeHHi. OcHOBa MeMOpaHH gBAsE€ cOOOIO
HoABIMHUE 11ap, IKHUH YTBOPIOETHCS 32 PaXyHOK TinpodoOHUX B3aeMOait
MiK HEIIOASIPHUMH BYTA€BOAHEBUMH XBOCTAMHU MOAEKYA AIMimiB (31€0iAb-
m1oro (pocoAimigiB), HOAIPHI TOAOBKHU AIMIAIB IPHU IBOMY 3aAUMIAIOTHCS
30BHi IoABIHHOTIO IIapy, B3a€EMO/II0OYH 3 BOZIOI0. BAN3BKO MOAOBUHU Baru
MeMOpaHU CKAQOaloTh MeMOpaHHi 0iAKHM, sIKi BUKOHYIOTH B OCHOBHOMY
POAb KaHaAiB [IASl TTACUBHOI'O YU aKTHBHOTO TPAHCIIOPTY depe3 MeMOpaHy
Ta PELENTOPiB, SIKi CIPUUMAaIOTh IEBHI XiMidHI CUTHaAH.

Y3ke ommcaHi 3aKOHOMIPHOCTI CTPYKTypPHOI opranizailii Bogopo3duH-
HUX 0iAKIB JO3BOASIOTH A€TKO 3PO3YMIiTH OCHOBHI BUMOTH OO0 OiAKiB MeM-
OpanHux. OcKiAbKY 6iAOK ab0 HOro yacTUHa Ma€ 3aHyPUTHUCH B Tinpodo-
OHe oTouYeHHs, TO: 1) IENTHAHI I'PyIH MaloThb OyTH HaCH4YeHi BOJAHEBHUMU
3B'sI3KaMH — y MEMOpaHy 3aHypPIOIOThECS abo MOBTI (IO TOBIIMHI MEMOpaHM)
a-cripaai, abo B-IMAIHAP — OCKIABKY BiH 3'€IHy€ BOAHEBHUMH 3B'dI3KaMH
rpaHulli B-cTpyKTypHOro miapy (puc. 2.16); 2) 3oBHIIIHIN (00epHEHUH M0
AimizgiB) GiK o-cmipasi 9u B-CTPYKTYPHOTO TSKa Ma€ MICTUTH B OCHOBHOMY
riapodoOHi 3aAUIIIKH.

Puc. 2.16. CTpykTypH ABOX MeMOpaHHHUX 6iAKiB:
b6akrepioponorncuny (a, 1R2N) i mopuny (6, 2POR)

Ha puc. 2.16 300pazkeHo ABi Taki TUIOBI CTPYKTypU. Moaekyaa bGakTe-
PiOpOOOIICUHY MICTUTH IIyYOK i3 CEMU OOBTHX O-CIlipasel, IIepeMHUYKU MixK
AKUMH BHUXOAATH 3 MeMOpaHH B IIOASPHE OTOYEHHS. YCEpeauHi ITydKa

50



Po30din 2. Biaku

YTBOPIOETHCS BY3bKHU KaHaa, Ha BHYTPIIIHIN ITOBEPXHiI KOO0 MiCTHUTBCHI
HEBEAHKA KiABKICTb IMOASPHUX 3aAUMIKIB. Y KaHaAl PO3MINIyETHCH TAKOXK
KOo(akTOp HEOIAKOBOI IIPUPOAU — PETHHOA, 3a JOIIOMOI'OI0 SIKOT'O Yepe3 KaHaA
IIPOBOAUTHECA IIPOTOH. MoA€Kyaa IIOPUHY YTBOPIOE IIIHUPOKHUH [-IIHAIHZID,
BHYTPIIITHS TTOBEpPXHS SKOTO (BHYTPIIIHIM miamerp mmaimmpa ~15 A) moasp-
Ha, ToOTO KaHaA € MEMOpPaHHOIO IIOPOI0 HU3BKOI CEAEKTHUBHOCTI.

Hecmpyxmypoeani 6irku

[aaeko He BCi BOZOPO3YHHHI OIAKHM MAaIOTh yIIOPSAKOBAHY IIPOCTOPOBY
CTPYKTYPY. [loCUTb BeAHKa KiAbKicTb 0iaKiB (1o 40 % y KaiTMHaxX eykapio-
TiB) He yTBOPIOIOTH 3a (Pi3i0AOTIYHMX YMOB KOPCTKOI TPETHHHOI CTPYKTY-
PH, 3aAHINAIOYHCH HEBIIOPIAKOBAHUMHU (HeCTpyKTypoBaHuUMH), 10 70 %
0iAKiB MaloTh Y CBOEMY CKAAli OKPeMi HEBIIOPSAKOBaHi miagdHKHU. Taki He-
CTPYKTypoBaHi 0iakH (intrinsically disordered proteins) abo okpemi miasH-
KU TAOOyAdpHUX OiAKiIB, 9acTO poO3TaIlloBaHi Ha KiHIEIX ITOAINENITHIHOTO
AQHITIOTA, €, IK IIPpaBUAO, 30ifHEHUMH Ha TigpodoOHI aMiHOKHUCAOTH, IIIO
¥ pobUTH HEBIOPSAKOBAHUM CTaH €HEPIeTHUYHO OiABII BUTIIHUM.

J1oCUTBH 3araAbHOIO PHUCOI0 HECTPYKTYPOBAHUX OiAKIB € IXHHA 3[1aTHICTH
B3a€EMOMIATH 3 OaraTbMa IapTHEpPaMH: IIe [03BOASE TaKUM OiaKaM cAy-
TyBaTH CBOEPIAHUMHU ITAaTPOpPMaMH [AS 30ipKU MYABTHUMOAEKYAIPHUX
KOMIIAEKCIB (Y HACTYyIIHHX PO3[irax HaABEAEHO KiAbKa MPHUKAAAIB TAKOTIO
THUIY), BUKOHYIOYH TUM CaMHM BaXXAHBiI (PYHKIII B peryadiii 6aratbox
KAITHHHUX mOpolleciB. YacTo 3B'd3yBaHHSA HECTPYKTYpPOBaHOTO Oiaka 3 iH-
ITUMHU OiAKaMM YU HYKA€IHOBHMH KHCAOTAMHU NIPHUBOAUTH OO YTBOPEHHS
II€BHOI IIPOCTOPOBOI CTPYKTYPH, sIKa CTabiAi3yeThCd IIUMU HOBUMH B3a€-
MOMiIMH. YTBOPEHHS TaKOi CTPYKTYPH, Y CBOIO YepPry, 3yMOBAIOE (DOPMY-
BaHHA poboYoi MOBEPXHi, IO Ma€ CIOPiIAHEHICTH A0 HACTYIIHOI MaKpo-
MOAEKYAH: HECTPYKTYPOBaHHH OiAOK (AKHM cTae CTPYKTYPOBAHHUM yHAacC-
AIJOK MIXXKMOAEKYASPHHUX B3a€EMO/iH) CIIpallbOBYE SK CBOEPIAHUN Iepe-
MUKa4, HeOOXimHUH A POPMYBaAHHSI MYABTHUMOAEKYASIPHOTO KOMIIAEKCY,
33/IiTHOTO /10 IEBHOT'O PETYAITOPHOI'O aKTYy.

Kondopmariiiina pyxansicTb 0iaKiB

Y BigmoOBiAF HA €KCTPEMAaABHI 30BHIIIIHI BIOAWBH (N Vitro (HAITPUKAA,
HiABUIIEHHA TeMIIepaTypH) TAOOYAAPHHUI OiAOK MOIKe BTPATUTHU CBOIO
BIIOPAAKOBAHY CTPYKTYPY — CTaTH O0eHamyposaHum. JJoCAiAzKEHHS IIEOTO

IpoIlleCy € MOyKe BasKAUBHUM [OASd 3'iICyBaHHA MexaHi3MiB crabiaizarrii
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CTPYKTypHu OiaKa. Aae IIe IiKaBiIlIOI0O € MOXKAWBICTH 3MiHU CTPYKTYPHOI
dopMmu 3a (Pi3ioAOTIYHHX YMOB — caMe B IIbOMY CEHCi OymeMo maai posy-
MiTH KOH(OpMaILifiHy PYyXAUBICTD OiAKa.

Xoya HaTHBHa MOA€KyAa 0iAka — TBephe Tia0, BOHA € OOCUTh MaA€Hb-
Koio. ToOTo, Ha BiAMiHY Bi/l MAKPOCKOMIIYHUX TBEPAUX TiA, MOAEKyAa OirKka
3HaXOAUTHCS IIiJ AI€I0 TEIIAOBOIO PYyXy SIK YACTHH BAAQCHOI MOAEKYAH, TaK
i oTouyrounx MoaeKyA. HeBeanuki KoHdopMallifiHi 3MiHH, Iepl 3a Bce
3MiHHM KyTiB o0epTaHHs OCHOBHOI'O AQHIIOra Ta O0KOBHX 3aAMIIKIB Ha Ile-
pEMHYKAX MiXK €AeMeHTaMM BTOPHHHOI CTPYKTYPH, MOXKYTH 3YMOBUTHU
TUMYaCOBUX B3a€EMHHUX 3CYBIB MIASHOK BTOPHHHOI CTPYKTYPHU. AAe GKIIIO
i CTPYKTYPHi OAOKH 3aAydeHi 0 (popMyBaHHS CIHIABHOTO (i IIIABHOTO) Tif-
pocobOHOro sapa, B3aEMOIA MiXK HUMH IIIBUAKO BiJHOBUTL BUXIOHY KOH-
dopmaiiiro (y BUIAAKy, KOAHM HeEMa€e AONATKOBUX (PAKTOPIB, IO MOXKYTh
nopymutT 6asaHc BiabHOI eHeprii). llle Giabmia pyxXAHBICTHL IIpUTaMaHHAa
MYABTHIOMEHHUM i CyOOOMHHUYHUM OiAKaM: OKpeMi JoMeHHU (CyOraoOyam)
MOXKYTb Ae(pOopMyBaTHCS i, 10 OIABII BasKAMBO, PyXaTHCH BiIHOCHO OOUH
oxnuoro. OTKe, B OCHOBiI KOH(OpMAIiHOI PyXAMBOCTi OiAKa A€KHUTH B3ae-
MHHH 3CYB BEAHKHUX CTPYKTYPHHX OAOKiIB (CyOOQWHMIIb, IOMEHIB abo eae-
MEHTIiB BTOPHUHHOI CTPYKTYpPH) 3a paxyHOK HEBEAHMKHX AOKAABHHUX nedop-
Mariii. [Homi BimOyBaroThCsS TAKOXK AOKaAbHI IepebyaoBH BTOPHUHHOI CTPY-
KTYPH B Pi3HUX CTPYKTYPHHUX cTaHax 6iaka — pyHHyBaHHS ab0 yTBOPEHHS
criipase#i Toio. HalipaauKaABHIIIIOW CTPYKTYPHOIO 3MiHOIO € yTBOPEHHH
IIPOCTOPOBOI CTPYKTYPH Yy 3raflaHUX HECTPYKTYPOBaHHUX OiAKax 3a yYMOB
ixHBOi B3aeMomii 3 iHIIUMHU MOAEKYyAaMH. 3PO3yMiAo, III0 CTPYKTYPHIi Iie-
pebynoBHu 3MiHIOIOTE (POPMYy POOOYOI MOBEPXHI MOAEKYAH, TOOTO BIIAH-
BalOTh HA BUKOHAHHS 0iIAKOM CBOIX (DYHKIIIH.

[Ipumyctumo, 1110 opraHizarig 0iAKa [L03BOASE iCHYBaHHS OBOX CTPYK-
TYpPHHUX cTaHiB — A i B. 3araaom MOKAHBO, 1110 oOMABa CTaHU HE PO3Pi3-
HSIOTBHCH 3a BEAWYHMHOIO BiABHOI eHepril — ToAi TOAOBHHY Yacy 0iAOK IIpO-
BOAUTH B ONHOMY CTaHi, APyry — B iHIIOMY. AAe, K IIpaBHAO, BiAbHA
eHeprisg ogHOro 3i cTaHiB (HAIpUKAAL, A) € HUKYO0I0, TOOi KOH(opMaIliii-
Ha piBHOBara 3CyHyTa caMe [10 HboTo (puc. 2.17, aiBopy4).

9k MoOxKHa NIepeMKHYTH 1[I0 pPiBHOBary Ha KOPUCTL cTaHy B (gkiio,
HaIIPUKAAJl, caMe BiH Ma€e BUKOHYBaTH SKyCbhb (DYHKIIiI0)? TUIIOBUH HIAIX
TaKOI'0 IIEPEMUKAHHS IIOAATAE Y BUKOPHUCTAHHI IIEBHOI CHIOAYKHU (AiraHOy).
9K AiraHA MOKE BHUCTyNaTH OpraHidyHa HHU3BKOMOAEKYASPHA CIIOAYKA,
ioH, iHmM# 6iAOK — 3aA€XKHO Bif KOHKpeTHOi cucrtemu. Ha puc. 2.17 no-
Ka3aHO CHUTYyallilo, KOAH AiraH Mae€ CIopigHeHicTh caMe 10 popmu B i He
Mae Takoi 1o popmu A. lle o3Hauae, 1110 BiAbHA €HEPTid 3HUKYETbCS IIPU
3B'd3yBaHHI AiragHay 3 popMoro B, aae 3pocrae mpu 3B'a3yBaHHiI 3 Qop-
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MO0 A, TOOTO 3B'3yBaHHS 3 A mpoCTO He BimOyBaeThbcsa. [oAOBHUM € Te,
IO y IPUCYTHOCTI AiraHAy 3AiHCHIOETBCS 3MiHa 0asaHCy BiABHOI eHeprii:
craH B (rounime, komriaekc BL) crae nepeBazkHUM — HOT0 BiAbHA €HEPrid
€ HUIKYO0I0, HiXK BiAbHA €Heprid cTaHy A.

B AL

It
—

Airaua L

!

BL

Puc. 2.17. Cxema CTPYKTYPHHUX IIEPEXOAIB ¥ MOAEKYAL OiaKa,
orocepegKOBaHUX AiraHnoM. G — mIKaasa BiAbHOI eHeprii

PesyarTaToM Takoi ¢ikcaiii oqHOro 3i CTPYKTYPHHUX CTaHIB 3a paxXyHOK
3B'A3yBaHHS 3 AlraHAOM € 3MiHa pobo4oi rmoBepxHi Oiaka. [Ipu 1roMy po-
0o4a ITIOBEPXHS YACTO PO3TallloBaHA 30BCIM B IHIIIOMY MICIli BimIHOCHO mi-
ASTHKU 3B'SI3yBaHHd AiraHay. AiraHp (abo Horo BiACyTHICTB) BHCTYIIAE AHU-
1IIe CUTHAAOM, PETYASTOPOM, SKHUH IIepeMUKae CTPYKTYPHi, a BiAIIOBiAHO,
i pyHKIIIOHAaABHI cTaHU. Peryadilia Takoro THUILy oTpuMasa Ha3By ajslocme-
puuHoi peeynsuii (Big AAAOG — iHIIIHH).

Ipyanum QyHKITioHyBaHHs 0iAKiB

3a BmaauMm Bu3HadeHHaM A.B. @iHkeabiTeiiHa, yci pi3HOMAaHITHI ore-
paitii, 9Ki BUKOHYIOTb 0iAKH, MOXKHA OIHCATHU TPhOMa CAOBAMH:

3B'YI3ATHU - TPAHCO®OPMYBATMU - BIAITYCTUTHU

3BuYaiiHO, He O0OB'A3KOBO KOXKHHU 0iAOK 3AIMCHIOE BCi TpH omepartii.
Moxke BHUKOHYBATHCHd AHIIIE OfHA 3 HHUX — 3B'A3yBaHHd. Tak IIpaIllolOTh
iMyHOTrAOOyAiHH: 3 HaA3BUYaPHO BHCOKOIO CEAEKTHBHICTIO 3B'd3YIOTH aH-
TUTEH (TOYHillle, aHTUTCHHUH AEeTePMiHAHT — HEBEAUYKY JIAGHKY Ha II0BE-
PXHi 4y>KOPinHOI nAd opraHisaMy MoaeKyaH). KoHcTaHTa 3B'd3yBaHHA € Ha-
CTiABKHM BUCOKOIO, II0 MPaKTHUYHO B3aEMOJIiS € HEPiBHOBAaXKHOK (HEMOK-
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AVIBa Aucolliallisd KOMIIAEKCY). [laai 11e¥f KOMIIAEKC IIPOCTO PYHHYEThCS IIe-
BHUMH KAITHHAMHU IMYHHOI CHCTEMHU.

Omepariiro 3B'd3yBaHHA 3 IHIIMMHU OiAKaMH # MOAEKyAaMH HeO0IAKOBOI
IIPHUPOAN BUKOHYIOTH OiAKH, II0 3aAy4YeHi /10 yTBOPEHHS Pi3HOMAHITHHUX KAi-
TUHHUX CTPYKTYpP. Y LIbOMY BHIIQJIKY 3B'I3yBaHHS MOXKE 3MiHIOBATUCH IHCO-
Lialfiero (HaIpuKaa, IIpH yTBOPEHHI / pyHHYBaHHI (piaAaMEHTIB IIMTOCKeAe-
Ta), III0 YaCTO CYIIPOBO/XKYETECS CTPYKTYPHHUMH 3MiHAMH B MOAEKYAI Oirka.

Omepanii 3B'93aTH-BIAIYCTUTH BUKOHYIOTH YHCACHHI PEryAITOPHI OiAKHM
(TpaHCIOpPTHI 6iAKH, pelenTopH, (PpaKTOPH TPAHCKPHUIILi ToI10). [ag IXHBOTO
PYHKITIOHYBaHHSI TAKOXK 4acTO BEAHMKE 3HA4YEeHHsI MAalOThb CTPYKTYpPHI Iepe-
OyZoBU 3a MeXaHi3MOM, MOKA3aHHUM CXEMAaTH4YHO Ha puc. 2.17: nmeBHHU Ai-
raH/, BUKOHYIOYHM POABb XiMi9YHOIO CHTHAaAy, iHAYKye abo 0AOKye cCriopimgHe-
HicTh OiAKa-peryasTopa OO0 IIEBHOI MOAEKyAH-MillleHi. KOHKpeTHI mpHURAamu
TaKOI'0 TUITy OYAyTh MOCUTH YaCTO 3yCTPidaTHCd B HACTYIIHUX PO3/iAax.

HatiBasKAUBIIIINH A9 3KUBUX CHCTEM (PYyHKILIOHAABHUM Kaac 0iaKiB — doe-
pMeHTH, ab0 eH3UMH (enzymes), 9Ki 3aiHCHIOIOTh KaTaAi3 yCiX YHCAEHHUX
OioxiMIiYHMX peakllili, BUKOHYIOUM TpPH oOIlepallii: 3B'd3yI0Th CcyOCTpaTH,
CIIPUSIOTH IXHiH TpaHcdopMallii, BiAyCKaOTh IIPOAYKTH PeaKIlii.

Mexanizm pepmenmamuenozo kamaaisy

Enepreruyny cxemy XximiuHoi peaxiiii (puc. 1.6) O6yAa0 pO3TASIHYTO
B po3miai 1. Ha puc. 2.18 Ty camy cxeMy OOIIOBHEHO edeKTaMH, IO
€ HACAIIKOM IIPUCYTHOCTI pepMeHTy. YIIOBiABHEHHSI peaklii 3yMOBAE€HO
BHCOKHUM 3HA4YEHHIM BiAbHOI eHeprii akTuBalii — y BigcyTHOCTI dpepme-
HTY peakxllid NIpakKTU4YHO He Bin0yBaeThCcd (U€PBOHHUH HIAGX Ha puc. 2.18).
BigmoBimHo, KaTaasiTudHa Oid (PepMEHTY IIOASITAE y 3HUMKEHHI I[HOTO
eHepreTH4yHOro 6ap'epa. Ockiabku 6ap'ep, sk Oyab-gKa BiabHa eHeprid,
Ma€ IOBi CKAQIOBi — €HTAABIIIAHY Ta eHTPOIIHHY (OuB. po3mia 1), dep-
MEHT 3AiHCHIOE 3HUXKEHHSI eHeprii akTuBallii ABoMa IIAIXaMU (IK Ipa-
BHAO, oOMBa MalOTh 3HAYEHHH).

o EHmponiliHuli kamaniz. [lepine, mo pobuts epMeHT — 3B'd3ye
cyOCTpaTH y CBOEMY aKTHBHOMY LIEHTPI 3a PaXyHOK CIIOPiIHEHOC-
Ti OO HUX (IeplIa 3eAeHa CTpPiaAka BHH3). AAe T'OAOBHE IIOALTAE
B TOMY, III0 CyOCTpaTH 3B'd3yIOThCS He abu dK, a B II€BHiH, Hal-
OIABIII CIPUATAUBIN IAd peaxilii, B3aeMHiH opieHTAllli Ta B IIEBHIH
opieHTAallil 100 XiMIYHUX T'PyIl aKTHUBHOTO IIeHTpPY. Lle o3Hadae,
III0 3 BEAWKOI KiABKOCTI Opi€eHTallifi 00UpaeThCa AWIIIE OmHA: B3a-
emMozii cyOcTpaTiB 3 aKTUBHHM IIEHTPOM KOMIIEHCYIOTh €HTPOIiH-

Hi BUTpaTH Ha BIIOPSAKYBaHHS CyOCTPAaTiB.
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e EnmanvnitiHuili kamani3. Ha 1maaxy mepeOygoBH CHCTEMH KOBa-
AEHTHHUX 3B'd3KiB cyOCTpaTiB 000B'A3KOBO iCHY€E IIPOMiKHA BUCO-
KOEHEepreTUYHa CIIoAyKa — iHTepMeniaT (auB. pos3gia 1). Came mo
HBOT'O aKTHUBHHUH LEHTp (PepMEeHTy Ma€ BHCOKY CIOPiIHEHIiCTHb
(BuILly, HixX mo cybcTpaTiB), peaaidyrodu 3 HUM II€BHI B3aEMOIi.
CaoBa “BHCOKa CHOPiAHEHICTH” 03HAYAIOTh, II0 3B'S3aHOMY B aK-
TUBHOMY LIEHTpPi iHTepMeaiaTy BiAllOBilae 3HAYHO HUIKYA €HEP-
rig, HixK BiAbHOMY (puc. 2.18). Came 3a paxyHOK Ii€i BUCOKOi CIIO-
piaHEHOCTI A0 iHTepMediaTy aKTUBHHH ILIEHTP i 3HUIKYE €HTaAb-
iffHy CKAQIOBY eHeprii akTuBallii: 6ap'ep (3eaeHa cTpirnogKa Bro-
PY) 32AMIIAETBCS, aA€ CTa€ 3HAYHO HUIKYUM — TaKHUM, IO HOro
MOZKHA IIIBUAKO IIO/IOAAQTH 32 PAXyHOK TEIAOBUX (PAYKTYAIliH.

InTepmeaiat

G

AGa - eneprin
aKTHBAaILil

EHepria
3B'SI3yBaHHSA
iHTepmeniaTy

OO .............

AG - cymapHuH
€HepreTHYHHH
edekT peakuii

CyG6cTpaTu

peaxitii
AKTHBHHH IeHTp v O

Q)epMGHTy ----------------------------------
IIponyxkTH

Puc. 2.18. ExnepreTuyHa cxeMa (pepMeHTATUBHOI peaxiii.
G — mKasa BiabHOI eHeprii

HactynHi nBi 3eA€HiI CTPiAOYKM BHH3 Ha pHC. 2.18 moOKa3ywoTh 3aKiH-
YeHHs IIpoliecy: 3 6ap'epy cucTeMa CIIyCKa€eTbCHd YHHU3 II0 TPAMIEHTY BiAb-
HOi eHeprii — y cTaH NPOAYKTIB peaxilii; maai (i I1e TakoxK BaKAWBa IIOIis)
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OPOAYKTH, dKi HE MAaloTh CHOPIMHEHOCTI M0 aKTUBHOIO IIEHTPY (BiAbHA
€Heprisd AMCOLI0BAHOIO ITPOAYKTY € HHUXKYOKI, HiZK 3B'S3aHOT0) 3BiABHMA-
IOTb aKTUBHUU LEHTP OAS IHIIINX CyOCTpaTiB.

Jlas yCIIIITHOTO BHKOHAHHS 3aBJaHHS KaTaaidy 1o oboM IIAgxaM ak-
musHull yeHmp pepmeHmy mae bymu oysKke KOpCmrKUM — MaTH YiTKO 3a-
dikcoBaHy y mpocTopi ¥ 4Yaci cTpyKTypy. [asd 1poro, BaacHe, i motTpibHa
TBEPOiCTh rA00yAH, TKa Hece Ha co0i akTUBHUU IIeHTP. | masg niboro 30BCiM
He IIoTpiOHAa (HaBMIAaKU — IIKiJAWBA) KOH(popMallifiHa PyXAUBICTE (pepMEHTY.
BiakoBuUM hepMeHTaM AedKUX IIPOCTUX Peakllifl (HaIpuKAal, IIpoTeas3aM
Ha puc. 2.15) koHdopMallifiHa PYyXAUBICTh IPAKTUYHO He IpHUTaMaHHa.

Ane pepMEHTH YacTO MaloTh BUPILIyBaTH CKAQHillle 3aBAaHHSI: IHC-
KpUMiHyBaTH cybcTpaTu — 3AiMCHUTH IIEePEeTBOPEHHH AHIIIE OJHOTO CyO-
cTpaTy 3 IIEBHOTO HaOOpy aHaaoriB. THUIIOBHUI ClieHapiii IoAidl y oMy
BUNAQKy BKAIOYAE B SKOCTI “AmiOBUX 0cCi6” mpuHaiiMHI ABI CTPYKTYpPHi
dopmMu epMeHTy, i, BIiANIOBIAHO, HOro akKTHUBHOIO ILIEHTPY (puc. 2.19).
Y giokpumiii popmi akKTHBHUU ILIEHTP Ma€ HEBHUCOKY CIIOPiIAHEHICTE OO0
cyOCTpaTiB meBHOTO THIY (3aBOSKU YOMY € MOXKAHUBHUM IIBUAKHUI I1epebip
BapiaHTIB) i He 3HaTeH KaTaailyBaTH XiMidyHE IIepeTBOPEHHs. JKII0 Ha-
pewrti 3B'A3yeThbCs IOTPIOHMIT cyOcTpaT, BiH CHpPAIbOBYE SK AiraHm Ha
puc. 2.17 — iHOyKye nepeTBOpeHHsI pepMeHTy B 3axkpumy dopmy. Takwmit
npoiec 0yao HazBaHo Kommaangom (Daniel E. Koshland) indyxoearoro
gionoegiornicmio (induced fit). 3akpura opma xkopcTKo ikcye cyberpar,
KaTaAlTUYHUY IIeHTP CHIpallboBy€, i 3MIiACHIOETBCS XiMidHa peaxilis.
Y pesyabTaTi AiraHa 3MIHIOETBCS, — i BigOyBaeTbCcsd 3BOPOTHE IIEPETBO-
peHHd 0iAka y BiAKpUTY POPMY i3 3BiABHEHHAM IPOAYKTIB.

i@*@*Qz

Puc. 2.19. CtpykTypHi nnepebynoBu hepMeHTy IIPK AUCKPUMiHall cybcTpaTiB

[ToBepTaloYUCh OO0 3araAbHOI CXeMH peakilii, 300pakenoi Ha puc. 2.18,
BapTo IIe pas3 3ayBaKUTHU: 3 PepMeHTOM 4YH 0e3, peakilid MoxKe BimOyBa-
TUCS TIABKH B HaIIpsIMKy 3HUXKEHHs BiabHOI eHeprii. IIpoTmaexkHuii Ha-
IIPSIMOK Mo2Ke OyTH 3[iMCHEHHUM AMIIIE 32 YMOBH BUKOPHUCTaHHA “O0XimHHUX
mIAgxiB” i 0COOAMBUX MEXaHi3MiB — TAKOK 3a y4acCTiO DiAKiB.
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Mexanismu suxopucmanis enepzii zioporisy ATP

[>xepeaoM eHeprii gas BCiX IPOIeCiB, 10 i1 TOTPeOyI0Th, V JKUBUX CHC-
TeMax € Hykaeo3uarpudgocdaru (aus. po3nia 3). Hatiuacrinre BUKOpPHUCTO-
ByeThbCca aneHo3uHTpUdocdar (adenosine triphosphate, ATP). Lla crioay-
Ka, gKa yTBOPIOETHCS IIPU IIEPEHECEHHI IPOTOHIB Yepe3 MeMOpaHy XAOpPO-
naacTiB (POTOCHHTES) YU MITOXOHAPIH (OKHUCAIOBaABHE (POCOPUAIOBAHHS),
CcxXeMaTU4HO IToKa3aHa Ha puc. 2.20.

+ H,0
P;
9

+ O—P—OH + W
(o]

Puc. 2.20. I'inpoaiz ATP

BoHa ckaamaeThcd 3 a30THCTOI OCHOBHU (aA€HiHYy), IIEHTO3HOIO IYKPY
(pubo3m) Ta TPROX 3aAMMIKIB docdopHoi KucaoTu. ligpoaiz ATP mpuso-
OUTH OO BiAIIEIIA€HHS OJHOTO 3 HUX — 3aAHINAETHCS aeHo3uHaudochar
(adenosine diphosphate, ADP) i Heoprauiunuii ¢gocdar P; (puc. 2.20).
3BuyaiiHo, 9K Oyab-sgKa iHIIIa peakilis, riapoaiz ATP moTpebye kaTaaizy
(32 yuacTio mocuTh HIMPOKOro Kaacy ¢gepmeHTiB — ATPa3z). Poap ATP gk
[PKepesa eHeprii 3yMOBA€Ha THM, L0 I8 Peakllid CYIIpPOBOAXKYETHCS O-
CUTBH BEAUKUM 3HUIKEHHSM BiAbHOI eHeprii.

3B'930K Mixk ochaTHUMU 3aAUIIKAMU, IKUY PYHHYETHCH IPU Iepe-
TBopeHHI ATP Ha ADP, iHOAi Tak i Ha3uBalOTh — MakKpoeprivHuM. lla Ha-
3Ba HE Ma€ BUKAUKATH IIOMHAKOBOIO YSIBA€HHS, IO IIe¥ 3B'd30K 3a-
oLIaKy€ HaA3BHUYaWHO BEAUKY eHepriio. [lo-mepire, B IboMy 3B'SI3KY
HeMae Higoro ocobauBoro. I[To-gpyre, 3araabHa KiABKiCTb KOBAA€HTHHX
3B'd3KiB He 3MIHIOETBECS B X0l peakilii — pochaTHUN 3aAHUIIOK IIEPEHO-
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CHUTBCS Ha MOAEKYAY Boau (puc. 2.20). 3MiHIOETbCH TIABKU 8L1bHA €HEP-
rig Habopy XiMIiYHUX CIIOAVK, sIKi 300pakeHi Ha puc. 2.20. [Ipuyomy ro-
AOBHUH BHECOK y L0 3MiHY OAIOTh KOHIEHTpaLifiHi (ToOTO eHTpOoIIiiiHi)
edekTH, a He XiMidHI mepeOyaI0BU MOAEKYA.

CkopucraBIINCh PIBHAHHAM (1.5), pi3HUIIO BIABHUX €HEPrill HPOAyKTiB
i cyObcTpaTtiB peaxkilii, 300pazkeHoi Ha puc. 2.20, MOKHA 3aITUCaTH 9K

, [ADPJ[P,J[H ]
[ATP][H,0]

AG =AG" +RT

o€ y KBaApaTHUX AyKKaxX — MOAIPHI KOHIIeHTpallii BiAIOBIAHUX KOMIIO-
HeHTiB, AG* — cranmapTHa 3MiHa BiapHOI eHeprii, RT = 0,6 KKaa/MoAb
(muB. po3mia 1). OLiHKH NOKAa3yIOTh, 110 BeanuynHa AG* = +4,8 KKaa/MOAb
(TobTO € MO3UTHBHOIO — CTAHAAPTHA BiAbHA eHepris 3pocrae). [Ipote, 11g
BEAMYHNHa HE Ma€ BEAHKOTO CEHCY: eHepreTHYHHUH edekT peakiii AG no-
piBHIOE AG* IIpM KOHIIEHTPAIIiSIX yCiX KOMIOHEHTIB 1 MoABb/A. AAe KOH-
LHeHTpallil BoAU Ta IMPOTOHIB 30epiraroThCs MOCTIHHUMHU SK y OycdepHOMY
PO3YMUHI in vitro, TaK i B KAITHHi; IpUYOMYy BOHH 3HAYHO BiApPi3HAIOTHCH
Bim 1 moap/A (y po3BeaeHomy po3uuHi [H2O] = 55,5 moas/a, mpu pH 7,0
[H*] = 10-7 moab/a). OTKe, BiIHOIIEHHS IIMX KOHIIEHTpAllil — TaKOXK IIO-
CTiliHa BeAWYHHA, i MOXKHa BBECTH iHIIYy, OiABII 3MiCTOBHY, CTaHAAPTHY
BiABHY €Heprilo peakiiii

AG’ = AG” +RT1nM
H,0]

1 3ammmcaru
[ADP][P ]
[ATP]

AG =AG’ +RT In

[lincTaHoBKa 3Ha4YeHb KOHIIEHTpAIlii BoAM ¥ IIPOTOHIB [mae
AGO = -7,3 KKaa/MOAB, III0 BKa3ye Ha €HEPreTUYHYy BUTIAHICTb peakilii
rigpoaidy. ['onoBHUIT BHECOK ga€ TOH (pakKT, III0 B pPeaklilii HapOoaKyeETh-
Cs BiABHHH HPOTOH: 3a 3aKOHOM Mil0OYMX Mac, IMiATPUMAaHHYA Ha AyxKe
HHU3bKOMY PiBHi 3araabHOi KOHIIEHTpAallili IPOTOHIB Mae 3CyBaTH PiBHO-
Bary B 0iK IXHBOTO YTBOPEHHSH.

Aae B KAITMHAaX KOHIIEHTpAIlil yCiX KOMIIOHEHTIB, III0 3aAUIIHAUCA
B OCTAaHHBOMY pPIiBHSIHHI, TaKO0X MHNIiATPUMYIOThCA Ha II€BHUX pPiBHAX:
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3+8 mmoab/a ATP; 0,2+1 mMoab/A ADP; 2+8 MMoAb/A HeOpraHidHOTO oc-
darty. I[ligcraHoBKa UX 3HAYEHb OA€ PEAAbHUM €HepreTUYHUN ePeKT Bif
rinpoaizy ATP: AG =-12 + —16 KKaa/MOAB.

g eHepria BHKOPHUCTOBYETBLCS ABOMAa MIAIXaMH: 1) Aad XiMidHOi Mo-
audikariiii cyocTpartiB, sKi cami 1o cobi He MOXKYTh BCTYIIUTH B IIEBHY pe-
aKIlilo (TOAOBHHM YHHOM, MAalOTbCd Ha yBas3li peakllii CHHTe3y), OCKIABKH
BOHAa CYIIPOBO/KYyBasach OM 3pOCTaHHSM BiABHOI eHeprii; 2) gasd BHUKO-
HaHHS MeXaHIiYHOI POOOTH MOAEKYAIPHUMHU MalTuHAaMU.

Mooudgpixauist cypcmpamie. Po3rasHeMO XiMidHY peakIlito

A+B & C, AG>0.

OckiabKU yTBOpeHHS C CyIpOBOMAXKYETHCS 3POCTAHHAM BIABHOI €Heprii,
el IpoIec € HEMOXKAUBUM. THIIOBHH criocib, SKHUM KHBa CHCTeMa BUPIi-
LIy€ IT}0 IPOOAEMY, BUTAIAE TaK:

A+ATP = AP+ADP, AG <0
AP+B = C+P, AG<0’

TyT, BaacHe, HeMae Trigpoaidy ATP: BinOyBaeTbcs mepeHeceHHs pocda-
THOTO 3aAMIIKY Ha MOA€KyAy A (poccopuaroBanns). Peakiiis BinOyBaeThb-
CsI, OCKIABKHM CYIIPOBO/XKY€E€TBHCS 3HUKEHHSIM BiAbHOI eHeprii. [laa pospa-
XYHKY Ii€l BEAUYMHHU MOXKHa CKOPHUCTATHCS €HEPTigMHU Tigpoaisy: 1106 3a-
raabHa BiAbHa eHeprisg peakiii Oyaa HeraTWBHOIO, eHeprid rinpoaizy ATP
Mae OyTH BHUIIOIO 32 a0COAIOTHOIO BEAMYHHOIO, HiXK €HEPTid TiIpoAi3y CIto-
Ayku AP, oOuaBi BeAWdWHH HeraTuBHI. [aai 3miHiCHIOETBCS Ipyra eHepre-
THUYHO BUTiIHA peakllid — YTBOPEHHS CIIOAYKU C 3 BUAYYEHHSIM HEOpraHi-
gyHOTro pocaTy — TyT 3HOBY €Heprid rigpoaizy AP mae OyTu BHUIIIOIO 3a ab-
COAIOTHOIO BEAHYWHOIO, Hi3K (HeraTWBHA) eHeprisa rigpoaisy C. 3 neBHUMH
MoaudiKamigaMu (HAapUKAa, 9acTo IIEPEHOCUThCS He docdar, a ageHo-
suaMoHo(docdar AMP) came Taka cxeMa BUKOPUCTOBYETBCS OAS 3iMic-
HEHHS XiMIiYHHUX peakIiii CHHTe3y, 30KpeMa CHHTe3y 0ioroAiMepiB.

Monexynsapni mawuHu — 0iIAKOBI MOAEKYAH 4YH, YaCTillle, MAKPOMOAEKY-
ASIPHI KOMIIA€KCH, YTBOPEHi 3a ydacTio OiAKiB, sIKi 34aTHi 3aificHIoOBaTHU
cripssMoBaHi pyxu. PoboTa Takux MallvH 3a0e3redye MNepeMillleHHd KAi-
THUHHHUX CTPYKTYp Ta OpraHeA (HaAIIpPHUKAA, PO3XO[KEHHS XPOMOCOM IIPHU
KAITHHHOMY ITOMiAi), 3MiHY (POPMH KAITUH, aKTHBHE II€peMIillleHHs KAITHH,
aKTHUBHHUHM TPaHCIOPT depe3 MeMOpaHy IIPOTH I'padi€HTIB KOHIEHTpAllil,
M'SI30Bi CKOPOYEHHS, IIEPEMIIIIEHHS IT0AIMepa3 y3I0B3K MaTPHUIL IPU CHH-
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Te3i OiomoaimepiB Tomro. Yce 11e motTpebye eHeprii, AKepeAoM sIKOI TaKO0K
€ ATP (abo ixmIi Hyraeo3uarpudochaTy).

¥Y3araai mammmHa — e IPUCTPIF Oad mepeTBopeHHd Tiel gu iHimoi gop-
MU eHeprii B pyx. 3BHYaiHa MeXaHigyHa MallliHa IIePEeTBOPIOE Oyab-sIKY
€Heprilo B MEXaHiuHy, YMOBOIO 3aOIla/K€HHS MEXaHidHOi eHeprii npu
OBPOMY € BHCOKA iHepllisd (Maca) YacTWH MAaIllMHHU i [IeBHAa iXHS JKOPCTKa
B3aeMHa opieHTalid. TodHille, KOHCTPYKIIiS MAaIllMHU 3YMOBAIOE PYXH ii
YaCTHUH TIABKH II0 IIEBHUX 3aJaHUX TPAEKTOPISIX.

MoaekyasspHa MalllMHA, HA BiAMiHYy BiJ MaKpPOCKOMIIYHOI MeXaHidHOI
MAaIlIWHU, II0-TIEpPIlle, MaA€HbKa, TOOTO MiAAa€ThCsd TEIIAOBOMY PYXy CBOIX
BAAQCHHUX YACTHUH i1 30BHIIIHIX MOAEKYA, III0 POOUTH HEMOKAMBHUM 3a0Ila-
[KeHHd MexaHidHol eHeprii. [lo-apyre, BoHa moOymoBaHa 3 ITOAiMepiB,
a I1e o3Hauae, II10 ii YacTUHaM IpuTaMaHHa KoH(opMalliiHa PyXAUBICTE.
[IpoTe BHacaioK TOro, IO MOAeKyAa OiaAKa Ma€e MEeBHY AOCUTBH XKOPCTKY
IIPOCTOPOBY OpraHizallito, KOHCTPYKIIiSI MOAEKYASIPHOI MaIllMHU JIOIIyCKae
He Oynb-gKi, a TIEBHUM YHWHOM CIIPSIMOBAaHi y IIPOCTOPi pyXHW Ii YacTHH.
Came 11i 0COOAMBOCTI MOAEKYASIPHOI MalTMHU ¥ BUKOPHUCTOBYIOTBCS OAL ii
pobotu. OCHOBHI IPUHIIUIIHU ITi€l pOOOTH:

o KoH@opmayiliHa pYyxausicmb MOAEKYAIPHOI MaIllluHU 3abesrme-
gye i MOXKAHMBICTH iCHyBaTH B KIABKOX CTPYKTYPHHX CTaHax
(IBOX-TPBOX), SKi PO3Pi3HAIOTECS TOAOBHHM YHHOM Ha pPiBHI
IIPOCTOPOBOTO PO3TAlIyBaHHA BEAHMKHX CTPYKTYPHUX OAOKIB —
NOMEHIB ab0 cyOOqHMHUIIb.

e CTpyKTypHI CTAHH MAIOTh Pi3HY CHOPITHEHICTDL 0 NEBHUX AITAHIB.
B3zaemooii 3 niearHoamu (pakropamu) PiKCYIOTh IIEBHI CTaHHU.

o XimiuHi peaKuyii, 9Ki KaTaai3ylOTbCd MAaIIWHOIO, ITPUBOAATE OO0
3aMiHU AiraHAIB, a BiAIDOBIAHO — i [0 Hepexoay B iHIIUNU CTPYK-
TYPHHUM CTaH.

e PymrifiHo0 CHAOI0 [IAS TIepeMillleHHS OAOKIiB € mensosuil pyx:
OAOKH PyXaloThbCS XAaOTHYHO (X04Ya ¥ y BiAIIOBIAHOCTI 3 KOHCTPYK-
Li€0 MaIlIMHU); 3B'd3yBaHHS AiTAaHAIB Ta 3aMiHa iX YHaCAIOK pe-
aKI[iil KaHAAI3yIOTH 11l PyXH B IIEBHUX HaIPSIMKaX.

e PesyabTaTOM CTPYKTYPHHUX IEPEOyIOB € nepemiujeHHst CTPyKTyp-
HUX OAOKIB y mpocTtopi Ta / abo 3MiHa XapakTepy B3aeMoii Ma-
IIIMHY 31 CBOIM OTOYEHHAM — pyx abo Bciei mamuHu, abo BigHOC-
HUH pyX ii 4aCTHUH.

3araabHUP OPUHIUI IIEPEMUKAHHS CTPYKTYPHHUX CTaHIB € TOYHO Ta-
KHM, III0 Horo 6yAo 300pazkeHo Ha puc. 2.17 — nag dikcarlii craHiB BUKO-
PHUCTOBYETLCS €HEPTid 3B'd3yBaHHA 3 AlraHAOM. JK AiraH 4acTo BHKO-
puctoByeTbca caMe ATP Ta mpoayKTu Horo rinpoaisy. Peaxitis rimpoaizy
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(TyT BimOyBaeThcs caMme Timpoais, K 300pazkeHo Ha puc. 2.20) € mpocTto
3acob60M 3MIHHTH AiraH — i IEPEMKHYTH CTPYKTYPHIi cTraHu. BiabHa eHep-
rig Tigpoaily BU3HAYaEe UMOBIPHICTE MPOXOMZKEHHS PeaKllii (IuB. piBHAH-
Hg (1.6)), a BigmoBiaHO I iMOBiIpHICTE mepeMUKaHHS KOHQopMallifi Giaka.
TunoBuii eaeMeHTapHUU “TaKT” POOOTH MOAEKYASIPHOI MAaIllMHH 300pazke-
HO Ha puc. 2.21: crpykrypHa dopma A 3B'a3ye ATP 3 BHCOKOIO criopigHe-
HicTIO; crpanboBye ATPa3znuil karasituuyHuil nieHTp — ADP, m1o BuHUKae
BHACAIJOK TiIpOAi3y, Ma€ MiABUIIEHY CIOPigHEeHicTh mo popmu B — Binby-
Ba€eTbCs CTPYKTypHa nepedynoBa. ITorim ADP BUTICHSE€TBCS HOBOIO MOAE-
Kyaoio ATP, i TUKA TIOBTOPIOETHCH.

B-ADP
P;

Puc. 2.21. Cxema poboTH MOAEKYASIPHOI MaIuHu. [TpaBopyd:
piBHI BiaBHOI eHeprii CTPYKTYPHUX CTaHIB 3 Pi3HUMH AiraHAaMU

[TpnbAM3HO 3a TAKOIO CXEMOIO IIpallloe, HAIIPUKAAZ, aKTOMiO3MHOBUM
KOMIIAEKC V M'd30BUX (i He TiABKH) KAiTHHaxX (puc. 2.22). MiosuHoBuii di-
AQMEHT CKAQOAETBCS 3 MOAEKYA MiO3HMHY — BEAHMKOTO 0iAKa MOCHTBH CKAA-
HOI CTPYKTYpH. Big ocHOBH 11boTO (Qir@MEHTY BiOXOAATH TAOOYASIPHI JOMe-
HU MiO3WHY — TOAOBKH ([IOKA3aHO AUWINE OXHY). [0AOBKA Ma€ CIIOPiAHEHICTH
no ATP i mictuth ATPasuuit karasiTuauauil neHTp. 3B'a3yBanHd ATP ¢ik-
Cy€e TOAOBKY B CTPYKTYPHOMY CTaHi, 9KUH He Ma€e CHOopigHeHocTi mo0 diaa-
MEHTY, 110 CKAQIAETHCI 3 MOAEKYA iHIIIOTO OiaKa — akTHUHY. [licaa rixpoai-
3y ATP HoBi airangm — ADP i Heopranigynui#i pocdar — PikKCyrOTh iHITHH
CTaH: TOAOBKa 3B'EI3y€TbCS 3 AKTHHOM, BiIXHASIOYUCH AiBopyd. Tpetiit
CTaH TOAOBKH IHAYKYETBCS OKPEMOIO MoAeKyAaor ADP micasa aumcoriartii
docdarty: 3MillleHHI TOAOBKU HpaBOpyd 0€3 BTpaTU 3B'S3KYy 3 aKTHHOM.
Y pesyabTaTi aKTHHOBHUH (pirnaMEHT 3CyBa€eTbCS pa3oM i3 ToAOBKOIo. [laai
ADP BuTicHaETBCA HOBOIO MOA€KYAOI0 ATP, i Bce MOBTOPIOETHCA. AKTHUHO-
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BUY (pirnaMeHT IpH aucoiarlii TroAOBKH He IOBEPTAETHCS Ha3all, OCKIABKHU
iKCy€eThCS IHIITUMH TOAOBKaMHU, IO ITepebyBalOTh Ha IHIIUX CTadigX CBO-
ro po6o4oro IMKAy. IHIII mpuKAagu PoOOTH MOAEKYASPHHX MAIIMH PO3-
TASIAIOTHCS B HACTYIITHUX PO3MIiAax.

{ -
O A Mio3uHOBHH
disrameHT

ARKTHHOBHH
disamenT

U )

Pi

Puc. 2.22. CropomieHa cxema
Po6OTH aKTOMiO3HMHOBOTO KOMIIAEKCY

KOHTPOABHI SAITUTAHHSA

1. HamuimiTe craHngapTHiI ckopodeHHA aad 20 amiHokucaoT. Ha aki aBi
TPYIIH iX MOKHA HOMIAUTH 3a (PI3UKO-XiMiYHUMU BAACTUBOCTSIMU?

2. 9ki BAacTHBOCTI Ma€e nenTuAHA rpyna? Yu B3aeMo/ie BoHA 3 BOOOIO?

3. Illo Take BTOpUHHA CTPYKTypa Oiaka? YKaxKiTh TUIIU ¥ OCHOBHI PHUCH
BTOPUHHUX CTPYKTYP, III0 3yCTPIiYaroThbCS Y TA0OyAdpHUX Oiakax. 9IKi B3a-
emozii cTabiAi3yIOTh PEryASpHY BTOPHUHHY CTPYKTYPY?

4. 9ki B3aemoii € OCHOBHOIO PYLIIHHOIO CHAOIO, III0 3YMOBAIOE YKAQ-
JAaHHS TTOAITIEIITUIHOTO AQHIIOTa B KOMITIAKTHY TAOOYAy?

5. YKaxXiTh OCHOBHi 3araabHi PUCH CTPYKTYPU TAOOYAIPHUX BOJOPO3-
4YMHHUX 0iAKiB. YoMy rao0yasa 3aBXKAHU (POPMYETHCS €AEMEHTAMH PETYASIP-
HOI BTOPHHHOI CTPYKTYpPU?
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6. 9Iki B3aeMomii 3yMOBAIOIOTH TBEPAICTH OIAKOBOI raobyau? fke 3Ha-
YeHHd Ma€ TBEPIICTh O6iAKa aad #ioro PyHKIIIOHyBaHHI ?

7. lllo Take CTPYKTYpPHUU MOTHUB? YKaKiTh OCHOBHI CTPYKTYPHI MOTH-
BH, III0 YaCTO 3yCTPIidaroThCs V¥ TAOOYASIPHHUX OiAKax.

8. dk crpykTypa MeMOpaHHUX 0iAKiB BiIpi3HAETHCH Bin Takoi BOIOPO3-
YUHHUX?

9. 3a paxyHOK YOTO € MOXKAWBHUM II€EPEMUKAHHS CTPYKTYpH GiAKa Mizxk
ABoMa KOH(POPMAIliHHUMU CTaHAMU?

10. Y gyomy moasirae dizumuHa npupona pepMeHTATUBHOTO KaTaaizy?

11. 3a g9rKUM IIPUHIIUIIOM BHKOPHCTOBYETBLCS BiAbHA €HEPrid TifpoAily
ATP pag 3miticHeHHd peaklli¥i cuHTe3y?

12. 9lk BUKOPUCTOBYEThCS BiAbHA e€Heprisa rigpoaidy ATP nag BUKoHaH-
Ha poboTu MoAekyadpHuUMH MamnHaMu? CdopMmyarodiTe OCHOBHI IIPHH-
IIUITH POOOTHU MOAEKYAIPHHUX MAIIIHH.
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Po3dia 3
AHK

They are in you and me;
they created us, body and
mind; and their preservation is
the ultimate rational for our
existence.

R. Dawkins. The selfish gene

XimiuHa OyAa0Ba HYKA€IHOBMX KMCAOT

Hyxaeomuou

MoHoMepHa OOMHUIIA HYKA€IHOBOI KHCAOTH — HYK/Ieomuol — CKAQOA€ETh-
cd 3 TPhOX €AEMEHTIB: a30THCTa OCHOBA, IIEHTO3HUH IIyKOP, 3aAHUIIOK (Po-
chpopHOI KUCAOTH.

A3omucmi oCHO8U — T€TEPOIIMKAIYHI CIIOAYKH (pHcC. 3.1), V KIABIIIX IKHUX
MIiCTSATBCS KapOOH i a30T, a BCi 3B'I3KHM MAalOTh XapaKTep YacTKOBO IIO-
ABiMHUX. [0 CKAany HYKAEIHOBHUX KHCAOT BXOAATH ABa THIHN a30THCTHUX
OCHOB: IIyPHHM (purines, 3arasbHOIIPUHUHATE ITO3HA4YeHHA R) — ageHiH (A)
i ryanin (G); mipumigunau (pyrimidines, Y) — ypanua (U), Tumin (T), muro-
3uH (C). 3araabHe MO3HAYEHHH OAS BCiX OCHOB — N.

HailicyTTeBimIMMU A9 CTPYKTYPH HYKAEIHOBUX KHUCAOT Ta iXHIX B3ae-
MOJIH 3 IHIITMMH MOAEKYyAaMH € TaKi BAACTHUBOCTI a30TUCTHUX OCHOB:

e (OCKIABKH BCi 3B'SI3KH B KiABIli — YaCTKOBO IIOABIiHHi, a30THCTI OC-
HOBU € NMAQHaQpHUMu — yCi aTOMH KiABIld A€XKaTb IIPAKTHIHO
B OJIHIH ITAOIITMHI.

e ATOMH a30Ty KIiABIE Ta IIPUEAHAHI A0 HBOIO ATOMU OKCHIE€HY
€ aknenropamu, a NHo-rpynu — noHopaMi eodneeoz2o 3e'sa3ky. Ane
BOJHOYAC TIAOILIMHA KiABIIS € 2i0poghobHOI0, TOMY a30THUCTI OCHOBU
IIOTaHO PO3YHUHHAIOTHCH Y BOI.

OpauH i3 aToMIiB a30Ty KiABLS (BUOIACHO YEepBOHHUM Ha puc. 3.1) mpuemHy-
€TBCS YV CKAQAl HYKACOTHAY A0 KapOOHY IIEHTO3HOIO IYKPY 2/UKO3UOHUM
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[

3B'a3koM (puc. 3.2). lleit aroMm mneHTO3M mHo3Ha4daeTbcsd gK Cl' (cuMBoA
OPUHMHATO OOAaBaTH, LIO0 BiAPI3HATH aTOMH (PYPaHO3HOIO KiABIE IEHTO3U
Big aTroMmiB azotucrtoi ocHoBWH). [HII C'-aToMM EHTO3M HyMEpPYyIOThCS Oaai
3a MHOPAAKOM iXHBOTO po3lTamryBaHHd (puc. 3.2). o 3-amoma 3aexou
npuednana OH-z2pyna. IlenTo3a, y ckaazi sskoi OH-rpyma 3HaXOAUTHCH TAKOXK
opu 2'-atoMi, Ha3uBaeThC pub0o30to (ribose). [TeHTO3a IHITIONO TUILY, IKA TAKOK
BXOIUTH [0 CKAQAy HYKAEIHOBHX KHCAOT — Oe3okcupubosa (deoxyribose) —
BiAPi3HAETHCS AUIlle 3aMiHOIO 11iei OH-rpymniy Ha aToM TiZiporeHy.

Mypuun (R) ) 0
6
1 N
8/ NN / NH
HC . HC |
_CH \ N/ NH
H G 2
HMipuminuun (Y)
o} 0 NH,
5 Jj“\ 3 H,C )\
Hﬁ NH | NH Hﬁ SN
6 2
HC /g HC /g HC
SNT Yo N7 o SN Yo
H H H
U T c

Puc. 3.1. A3oructi ocHOBH. YepBoHUM I103Ha4YeHO aToM N,
3'eqnanuit y Hykaeotuai 3 C1' aToMoM NEHTO3H

Crioayka a30THCTOI OCHOBH H IIE€HTO3U HAa3HWBAETBHCS HYKJIE03UO0OM
(3asexxHO Bim THIy a30THCTOI OCHOBHU: aleHO3WH, TI'YaHO3WH, IUTHIUH,
TUMIAVH, YpUauH) abo K, 3aAeKHO Bifl TUILy IIEHTO3H, pUOO- YU J1e30KCU-
pubonykaeosunoM. Pubonykaeosnau Bxonath no ckaany PHK — pubonyk-
AeiHoBoi Kucaotu (ribonucleic acid, RNA), ne30KCHPUOOHYKACO3UAN — IO
ckaany [AHK — mesorcupubonykaeiHoBoi kucaotu (deoxyribonucleic acid,
DNA). Iamra ximigHa pisaung Mizk [JIHK i PHK crocyerbes craamy mmipumi-
OUHOBUX a3zoTuctTux ocHoB: T y [IHK 3amicts U B PHK.

docopuaroBanug OH-rpynu npu S5'-aToMi HEHTO3M Y CKAAI HYKAEO-
3UAy NPUBOAUTE OO0 yTBOPEHHA HyKAeoTHUAy (puc. 3.2). HaliBazkauBiIlIoOio
[OAS HYKA€THOBHX KHCAOT BAACTUBICTIO (pocdaTHOrO 3aAUIIKY € Hezamus-
HUil 3apsi0, IKUY BiH Mae 3a HeUTpasbHUX pH. TakuM YMHOM, HYKA€OTHULL
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€ HyKaeo3uadocgaToM abo HyraeozuaMmoHodocdatom (NMP). 3okpema,
HYKA€OTH[, 300paskeHuil Ha puc. 3.2, € ageHo3nHMOoHO(ocdaTom (AMP);
BignoBigHu# Tpudocdat ATP posrasHyTo B po3ziai 2 (nuB. puc. 2.20).

A3oTHCTA
OCHOBa

®ocharuui NH,
3aAHIIOK
/, NN
?"' e, ||
cs' \ CH
o...—..._T—o—— H N~ SN
0 ca cr
Puo6 c3' clz;'l
u6o3a
(neaoxcnpnﬁoaa)OH OH(H)

Puc. 3.2. Hykaeotup,

Ha BinMiHy Bim a30THCTHX OCHOB, IIEHTO3M Ta (ocdaTHi 3aAHIIKHU
€ L[IAKOM IIOAIPHUMH ¥ nmoOpe B3aeMoiloTh 3 Bozoio. Kpim Toro, reHTo3a
HE MIiCTUTh NOABIMHUX 3B'd3KiB. ToMy, Ha BiAMiHY BiZl a30THUCTOi OCHOBH,
y pypaHO3HOMY KiABIli IIEHTO3H € MOXKAUBUM OOepTaHHS HaBKPYT 3B'd3-
KiB, i BOHO HE € MAaHapHUM. Y CKAa[i HYKA€IHOBUX KHCAOT II€PEBa’KHO
3ycTpidaloThCcda AB1 KOH(opwMmallii, cxeMaTW4YHO IoKa3aHi Ha pwuc. 3.3.
Koudopmariia C2-eHdo (C2'-aTom BuxomauTh y 6ik CS'-aToMa 3 IAOLIMHHY,
3amanoi aromamMu C4'-O-C1l') € nepeBaxkHOIO Oad Ae30Kcupubo3u. [logBa
OH-rpynn 3amicTk rigporeny npu C2'-aToMi poObUTE 10 KOH(OpPMAIIiIo
HEMOIKAWBOIO, i IAg pHOO3HM IlepeBazkHOIO cTae KoH(opwmarllia C3-erdo.
[TepeMukaHHa IUX ABOX KOH(opMallifi CyTTEBO 3MiHIOE IeOMETpiro iH-
IIUX 3B'A3KiB y CKAa[l HYKACOTUAY ¥ TOMY A€KUTH B OCHOBI IIEPETBOPEHDb
MiXK CTPYKTYPHUMHU (pOopMaMU HYKA€IHOBUX KUCAOT (AUB. HUXK4Ye). OTKe,
HYKAEOTH[, CKAAJA€EThbCHI 3 ABOX EAEMEHTIB, sIKi PO3Pi3HAIOTHECH 3a II0AIP-
HiCTIO Ta KOH(OpMaIifiHOI0 PYXAUBICTIO:

o JloagpHa ¥ mOCHTH THydYKa YacTWHA — IIEHTO3HUU IyKop i3 oc-
daTHUM 3aAHIIKOM, IPUYOMY OCTAHHIM Ma€ HeraTUBHUU 3apsn.

e 2KopcTka naaHapHa a30THCTa OCHOBA, dKa B I[IAOMY € HEIIOALD-
HOIO, X04a ¥ MiCTUTh JOHOPHI Ta aKLeNTOPHI I'pyIIH.
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Cc5' c2
N
C2'-enno
ca' o cr
Cc3'

C5'

C3'-ennmo

ca o cr

c2

Puc. 3.3. [IBi nepeBaxkHi KoHPOpPMALii IIEHTO3HOTO KiABIIS
Y CKAai HyKA€IHOBHUX KHUCAOT

HoAinyxkaeomudnuii Aanuyroz

ABi ximiuHi rpynu — OH-rpyna npu 3'-aToMi IEHTO3H OJHOTO HYKAEO-
TUay Ta gocdar Opu S'-aToMi IHIIIOTO — BUKOPHUCTOBYIOTHCS OAS YTBO-
PeHHS ¢ocghodiepipHo20 38'3KY MiK HyKAaeoTUunamu (puc. 3.4).

£ A G
C A G
2I
3'
P | P | R| OH
5

OH

HPocdoniedipunit
OH H 3B'SI30K

3'

Puc. 3.4. [loainyraeoTnaHUH AQHITIOT. YTOPi IIpaBopyd: ABa BapiaHTH
CXEMaTHUYHOTrO 300pazKeHHs AQHITIOra, BEPTUKAABHA AiHifA IT03HAYaE IEHTO3Y,
P — dpochaTrUt 3aaUI0K
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TakuM 4MHOM, SK i HOAIIENTUAHUH (PO3MiA 2), TOAIHYKACOTHUAHUN Aa-
HIIIO Ma€e HamnpssMoK. Ha omHomy #oro KiHIi 3aauinaerbca S'-docdart
(5'-kinens), Ha iHmomy — 3' OH-rpyna (3'-kiHens). ITocaigoBHOCTI HyKAe-
OTHUAIB HPUUHSATO 3allMCYBATH B HAIIPAMKY 5' — 3', ¥ TOMY X HAOIPSIMKY
BimOyBaeTbCcsl CHHTE3 yCixX HyKAeiHOBHX KHCAOT. CAim TakoXK poO3yMiTH,
10 KOH(OPMAILiliHi 0COOAMBOCTI AaHIIOra 3aAeXKaTh BiJ HaAIIPSIMKY,
B 9KOMY pPO3TalllOBaHi CyCigHI HyKAeoTHAU. Hampukaan, MOCAIZOBHICTB
CA mae iHmIi ocobAauBoOCTi, Hixk mocaimoBHicTs AC. 3arasoM y cKaami aa-
HIfora Moxe OyTu 16 THIIB TaKUX [OIUHYKACOTHAHUX KOHTAKTIiB
(16 moxkAmBHX KOMOiIHAIIIH 13 YOTUPHOX TI0 ABA).

OT3Ke, HOAIPHUM OCTOB MOAIHYKACOTHUIHOTO AQHIIOTA dABAdE C000I0 o-
chaTHI 3aAHIIKY Ta MIEHTO3H, 10 YePIYIOThCI — YyKkpogocghamHuil ocmos.
Bix nnporo ocroBa BiAXOoOdTEh a30THCTI OCHOBH K OOKOBI 3aAHIIKH.

Hyxaeasu

[erpanailia HyKAeTHOBHX KHCAOT BinOyBaeTbCs IIPHU Pi3HOMaHITHHUX
PYHKIIIOHAABHHUX IIPOIlecax IIASXOM Tigpoaidy ¢ocdomiedipHOro 3B'S3Ky
B peakl1ii, dKa KaTaai3yeThbCd CHelliaAbHUMH (pepMEHTaMH — HYK1ea3aMu.
Hykaeasu noaiagroTh Ha Pi3Hi TUIU 3a IEBHUMH O03HaKaMU:

e PHKazm Ta [JHKa3u € cnerugivHUMU OO0 BiAIMOBIIHUX HYKAETHO-
BUX KHUCAOT.

o EK30HYK/ea3u BiOIIETIAIOIOTE HYKACOTUAM OJWH 33 OJHHUM 3 KiHIIIB
AQHITIOTA, BIAMOBIIHO PO3PI3HAIOTE S5'- Ta 3'-eK30HyKAea3u. EHOOHY-
K/lea3u TiapoAi3yoTh pocoaiedpipHIil 3B'930K yCEPEANHI AQHITIOTA.

e Cepen eHOOHYKA€a3, IKi MAIOTh CBOIM CyOCTPaTOM ABOAAHIIOTOBY
Moaekyay [JJHK e Taxi, 1110 poOASITH OJHOAQHIIOTOBUH PO3Pi3 — HIK
(nick), 3aaumiaroum iHITHE AQHIIOT IHTAKTHUM. [HII 34iHCHIOIOTH
JIBOAQHITIOTOBI PO3pi3H.

o Cepen eHmoHyKAea3 € Hecrmellu@idHi MO0 TOCAIJOBHOCTI HyKAe-
OTHAIB. AAe € TaKOXK BeAHKa Ipyla 0akrepiaabHUX (pepMeHTIB —
pecmpurxmas — sSIKi [it0Th AWIIIEe Ha ME€BHi HEBEAWYKI (JacTillle YOTH-
pu abo IIiCTh HYKAEOTHIIB) €AEMEHTH IIOCAiMOBHOCTI. PecTpukrasu
BUKOHYIOTb y OaKTepiaabHIiH KAITHHI POAB 3aXUCTY BiJl Yy>KOPiIHOI
JIHK 6akrepiodariB i IITHPOKO BUKOPHUCTOBYIOTHCS SIK IHCTPYMEHTH
JOCAIIKEHHSI B MOAEKYASPHIH 6ioaorii (quB. po3mia 11).

Peaxkitia rigpoaidy docdomiepipHOrO 3B'S3Ky € €HEPreTHYHO BHTIIHOIO.
3 BOTO0 BUIAHMBAE, III0 HYKACOTHU (HyKA€O3UAMOHO(pocKaT) He MOxKe OyTH
BUKOPUCTAHUM [ASI CHUHTE3Y HYKAEIHOBOI KHCAOTH — HATOMICTH OO PEaKIlii
CHHTEe3y 3aAyYaloThCH BiAIIOBiAHI HyKAeo3uATpHUdocdaTH (po3miau S, 6, 9).
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Iloasirixa crripaab

Cmabirizayia nodeiinoi cnipari

[Ba mnoainykaeotunHi aaHioru ([AHK, PHK abo ridbpuanHi) MOXKyTh
00'eMIHYBaATUCh B €IMHY ABOAAHIIOTOBY CTPYKTYPY (Oyniexc), cxeMy sIKoi
306pazkeHo Ha puc. 3.5. Take o0'enHaHHA BiAOyBaeThCS 3a JKOPCTKOI yMO-
BU: II€BHi a30TUCTI OCHOBU IIOBHUHHI CTOSITHU OJHA IIPOTHU OAHOI — A IIpOTU
T (gu U), G nporu C. lle#i npuHyun KomnriemeHmapHocmi, coopMyAbOBa-
Huit YorconoM i Kpikom (James D. Watson, Francis H.C. Crick), 3ymoBae-
HUH YTBOPEHHSM CIIeIU@IYHUX BOAHEBHUX 3B'SI3KiB MiK Ha3BaHHUMU OCHO-
BaMU: ABa 3B's3KU B mnapi A-T, Tpu B ntapi G-C. [IBa AaHIIOTH IIPU IILOMY
CIIpSIMOBaHi B Pi3Hi O0KH (€ aHMunapanenbvHumu), IykpodocdaTHi ocTo-
BHU poO3TalllOBaHi 30BHi, HIapy OCHOB — YCEPEAUHI ITi€l CTPYKTypPH.

5' 3'

, BonueBi 3B'A3KH ,
3 5
Puc. 3.5. Cxema 06 €qHAHHS ABOX TUHYKACOTHUIIB
Y ABOAQHIIOTOBY CTPYKTYPY

Y ckaazi TaKOro ABOAAHITIOTOBOI'O KOMIIAEKCY HEIIOAIPHI IAOLIUHU CY-
CimHiX map OCHOB MaroTh HAOAM3HUTHUCH OAHA OO OAMHOI, i BifHOCHA THYY-
KIiCTBh OCTOBIB [03BOALE 1€ 3POOHUTH IPOCTHUM IMIATXOM — 3aKPYTHUTH OBA
AQHITIOTH OAUH HaBKPYT OJHOIO y HNOABiMHY cHipaab (puc. 3.6). Ycepenu-
Hi opMmyeTbcsa cmonka (stack) HIiABHO yKAaIEeHUX OfHA HA OOHY IIap OC-
HOB, 3axXHIIleHa Ha ITOBEPXHi CHipaAbHO 3aKpPY4YE€HUMHU OJUH HABKPYT OM-
HOT'0 MOAIPHUMH IIyKpodochaTHUMHU ocToBaMHu. MixK ocToBaMH Ha IIO-
BEPXHi CIlipasi yTBOPIOIOTHCS [ABa JKO/00KU Pi3HOTO PO3MIipy — BEAHUKUH
i MaareHBKUH (major/minor groove), B 9Ki “AUBASITbCS” JOHOPHI Ta aKIIEI-
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TOPHI TPYHHU a30TUCTUX OCHOB (pHUC. 3.7): Yy BEAUKOMY KOAOOKY MiCTUTBHCH
no nBa akuenTopu (O, N) ta omromy mouopy (NH:) BogHEBOTO 3B'd93KY
KOXKHOI ITapH; Y MaA€HBKOMY — ABa aklentTopu napu A-T, gBa akIienro-
pu ¥ onuH noHop napu G-C.

Puc. 3.6. [IBa BapiaHTU IpeacTaBA€HHS IToABitiHOI criipaai JJHK
(kpucTasiuyHa cTpPyKTypa momekaMmepy, 355D)

TakyMm YHHOM, ITIAKOM IOAiOHO mo GiAKiB (po3mia 2), 2idpoghobHi e3aemo0ii
(po3mia 1) MizK HAOIIMHAMH IIap a30THCTUX OCHOB 3yMOBAIOIOTE (POPMY-
BaHHS HOABIiMHOI cmipaai. [Ipm oMy peaaildyeThbcd IIABPHA YIIAKOBKaA —
YTBOPIOIOTHCH 8aHOeps8aalbCo8l KOHMAaKmu MiXK CyCimHIMH Hapamu.
Beamnka KiABKICTh TaKUX KOHTAKTIB Y3/I0BXK OCi crmipasi pobuTh iX cyTTe-
BuUM (pakTOpoM crabisizarii aymaekca. BanmepBaasbcoBi B3aeMomii Mixk
IIapaMH OCHOB € 3a CBOIM XapaKTepOoM Opi€HTallifHUMU Ta, YHACAIIOK He-
PiBHOMIPHOCTI PO3MHOMIAY €AEKTPOHHOI HTIABHOCTI I10 KiABIISIX OCHOB, JUIIOAB-
OUIIOABHUMU (ouB. po3mia 1). Taki B3aemopii ckaazmHoro xapakrepy (rizpo-
dobHU edpeKT + BaHAEepPBAaAbCOBI B3aeMO/ii) ¥ CKAai CTOIIKH MAaloTh CIie-
IiaAbHY Ha3BY — CMeKIiH2-830.eMO0i.

OTke, cmekiHz-e3aemo0ii — zonoenuil parxmop cmabinizauii noodeiiinoi
cnipani. TouHille, 11e TPAKTUYHO €AUHUI (pakTOop crabiaizamii. Poar KoM-
IIAEMEHTAPHUX BOAHEBHUX 3B'd3KiB MiXK OCHOBaMH, SKi caMi o cobi eHep-
FeTUYHO HE AyXKe BaXKAWUBI (BOAHEBi 3B'd3KH OCHOB i3 BOAOIO IIPH PO3XO-
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KEeHHI AQHITIOTIB Maifzke Taki cami), rmoadrae B TOMY, 1110 BOHU € HEOOXia-
HOIO IIePeayMOBOIO YTBOpPeHHS cTabiabHOi cTonku. lle 3HOBY IiAKOM aHa-
AOTIYHO PpOAl BOOHEBUX 3B'SI3KIB MiXK NENTHUAHUMH IpyllaMHU BTOPHHHOL
CTPYKTYpH 6iAKiB y crabiaizariii rao0yau (po3mia 2). [JoHOpHI ¥ aKIenTOpPHI
TPyIH a30THCTHUX OCHOB IIParHyTh YTBOPUTH BOAHEBI 3B'dA3KH (€HEPTris BO-
OHEBOTO 3B'SI3Ky € HAATO BHCOKOIO, IIOO ¥Horo BTpadaTH). ONMUHAIOYUCH
yCepeauHi HEIOAdPHOI CTOIIKH, BOHH CTAlOTh HEOOCTYIIHUM [OAS BOIH
i enuHUN maHCc 30eperTy BOAHEBI 3B'SI3KU — YTBOPUTH iX i3 BiANOBiHHUMU
rpyrnaMi iHIIIoi OCHOBHU. A I1e MOXKAHWBO AHIIIE 32 YMOBU KOMIIAEMEHTAaPHO-
cti. BigmoBimHO, 3a BiACYTHOCTI KOMIIAEMEHTAPHOCTI BOJHEBi 3B'SI3KU
3 BOIOI0 30epiraroThcd, 1110 pOOUTH MOABIMHY CIlipasb HECTa0iABHOIO.

BeAHKHH 3X0A000K

MaseHBKHH ¥}OAOOOK Cl1' (o} N (o] H

©
©
©
o
°

BeAHKHH }K0A000K

MaaeHBKHH ¥}0A000K

Puc. 3.7. KomnaemeHTapHi napu ocHOB y ckaazni JIHK
3 BOOHEBUMH 3B S3KaMH MiXK oCHOBaMH. [IpaBopyd: aTOMH THX CaMHX IIap
300pazkeHi BiAMIOBIAHO A0 IXHiIX BaHAEePBaaAbCOBUX PAIiycCiB

EdeKkTUBHICTE CTEKIHI-B3a€EMOMIN 3aA€KUTH Bifl THIY KOHTAKTYIOUHUX
Iap OCHOB, a TaKOXK IXHBOI B3a€MHOI opicHTAIlil Ta HOPSIAKY PO3TAaIlyBaHHS
B AaHIIOTrax OAYIIAEKCA — THUILYy JUHYKACOTHUAHOI'O KOHTAKTY B3J0BZXK OCl II0-
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OBiHOI crripaai. 3amicTs 16 THUIIIB JUHYKACOTHAHUX KOHTAKTIB y OIHOAA-
HIIOTOBIM HYKAeTHOBifl KHUCAOTI, V TIOABIiMHIN cripaai 3aaumraersca 10 -
YHAaCAIZIOK KOMIIA€MEHTAPHOCTI AQHITIOTIB II€EBHI KOHTAKTH € €KBiBaAeHT-
"HuMHu. Hanpukaan, koHTakT AG B OZHOMY AQHI[IO31 aBTOMATHYHO O3HAa-
4Jae, 1110 B KOMIIAEMEHTapHOMY AaHII031 peaaizyerbcst KoHTakT CT. Caixg
naMm'adTaTH, 110 AQHIIIOTH € aHTHIIaPaA€ABHHUMH, i III0 IIOCAIIOBHICTh HYK-
A€OTHUMIB YHUTAETBCA B HAIPAMKY S — 3' (yCi AUHYKACOTHAHI KOHTAKTHU
noABiHHOI crripaai HaBeneHo B Taba. 3.2). [ag IeBHUX KOHTAKTIB (HAIIpH-
KAQJl, IYPUH-NIPUMIAUHOBUX IIOPiBHAHO 3 IIipUMIiAWH-IIyPHHOBUMU)
cTeKiHr-B3aeMmopii € 6iabin edeKTUBHHUMU. BianopinHo, cmabinsricmo
nodeiiinoi cnipani sanexxume 6i0 nocnidoeHocmi nap ocHoe.

YTBOpeHHS NOABIHHOI Ccrripasl mparioe IpoTH KOHQOPMAIiHHOI eHTPO-
mii: PO3XOMKEHHSI ABOX AAQHIIOTIB CYIPOBOIXKYETBHCS 3HAYHHUM 3POCTaH-
HaM IxHBbOI KOH(QoOpMaIllifiHoi cBoboau (HeBIIOpsaKoBaHOCTI). BiamosimHo,
cmabinbHicms NOO0BIUHOL Cnipasli 3a/1exKums 8i0 memnepamypu: Ipu 3pocC-
TaHHI TeMIlepaTypy €HTPOIIifHa KOMIIOHEHTa BiABHOI eHepril 30iABIIYETh-
ca (piBHaHHA (1.2)), i BinOyBaeThCs PO3XOMAKEHHS AAHIIOTIB — NIABNIEHHS
noaBitiHOI cripaai. 3po3yMmino, IO TeMIepaTypa IIAABAEHHS — TeMIlepaTy-
pa 3a gakoi 50 % map OCHOB € PO3IMAABAEHHUMH — € MIipOI0 CTabIABHOCTI
1 3aA€KUTH BiJl TIOCAITOBHOCTI I1ap OCHOB.

CyTTeBui mectrabiaidyrounii BHECOK YV BiAbHY €Heprilo IToABiHHOI cripaai
JAIOTh TaKOXK EAeKTPOCTaTH4HI B3aemosii. OCKiAbKU KOXKeH ¢ochaTHHH
3aAUIIIOK Hece Ha coli HeraTuBHUH 3apdan (puc. 3.4), moaekyaa JHK e ri-
TaHTCHKUM IIOAIaHIOHOM i3 BHCOKOIO IIOBEPXHEBOIO IIABHICTIO 3apsmiiB.
Y po3umHi 1i 3apgaau CyTTEBO HeHTpaaizoBaHi IIPOTHiIOHAMH — HEOpraHid-
HUMH KatioHaMmu: HaBkoao [IHK yrBoproerhcsa “ioHHa atMmocdepa” 3 mo-
CHUTHb BHCOKOIO AOKAABHOIO IIIABHICTIO KAaTiOHIB, TOOTO B CHUCTEMi BHHHKAE
HEPIBHOMIpHHUH PO3MOMiA KATIOHIB — 3pocTa€e BiAIIOBiAHA €HTPOIiHA KOM-
noHeHTa BiabHOI eHepril. lleit HeBUTimHUM eekT Oyame THM MEHIIIHM, YHUM
BHIIOIO0 € KOHIEHTpPALlisI COAl B PO34YHHi, TOOTO Pi3HHUIT MiXK KOHIIEHTPAIIi-
€ro KaTioHiB moban3y Bixm JJHK i Ha BigmaseHHi Bix Hei. BimnosinHo, cmabi-
JIbHICMb NOO08IlHOT cnipasii (i TeMIepaTypa HAaBAEHHS) 30/1e)KuUms 810 10HHOL
CUU PO3UUHY — 3POCTAaE IIPU MiABUIIEHHI KOHIIEHTPALTl COAi.

3a ¢iziororiyHUX YMOB IIOABiMHA CITipaAb € JOCUTH CTabiABHOIO CTPYK-
Typor, i came B ui#i dopmi AHK (i 3HayHaA yacTHHA KOMIIA€MEHTapPHUX
ningaok PHK) icHye B xkuBHuxX cucreMax. PO3X0IKeHHS AQHIIOTIB, SIKE€ Mae
TUMYacoOBO BifOyBaTHCH IIPU Pi3HOMAHITHHUX (PYHKIIIOHAABHUX IPOIIECaX,
nnoTpedye BUKOHaHHS POOOTH MOAEKYAIPHUMH MalllMHaAMH 3 BUKOPHUCTaH-
HaM eHeprii rinpoaizy ATP.
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Kongopmayiinni napamempu nodeitinoi cnipari

9K nas Oyab-sIKOTO iHIIOTO IToAiMepy, KoHopMallifHa pyXAUBICTb HYK-
A€THOBHUX KHCAOT PeaAilyeTbCs 3aBAAKU 3MiHH KyTiB 00€pTaHHS HABKPYT
KOBaA€HTHHX 3B'A3KiB. Y CKaazi moaBitiHoi cmipaai 11i obepTasbHi pyxu
oOMesKeHi MIITHUMH CTEKIiHT-B3aEMOMIIAMU Ta KOMIIAEMEHTAPHUMH BOHE-
BUMH 3B'93KaMU. [{03BoA€HI oOepTaHHS HaBKPYT Pi3HUX 3B'SI3KiB IIPU3BO-
OATh BPELITI-pellT A0 3MiHM B3a€MHOI Opi€HTAllili OCHOB i IIap OCHOB.
Came HabOpoM mapaMmeTpiB, III0 ONMHUCYIOTH TaKi BiIHOCHI opieHTALii, IpHU-
HHATO XapaKTepHu3yBaTU KOH(popMallil ToaABIMHUX CcIipasei.

B ocHOBi HOMeHKAaTypu KOH(OPMAIIMHUX IapaMeTpiB HOABIMHUX
cripasel HyKA€IHOBUX KHUCAOT, IIPUHHATOI clieniaabHOI0 Hapanoio EMBO
(European Molecular Biology Organization), AeXuUThk cTaHOapTHa AOKa-
AbHa JeKapToBa CHUCTEMa KOOpAWHAT, 110 CTAaBUTHCH y BiAIIOBIAHICTEH OO
KOXKHOI nmapu ocHOB (puc. 3.8): mo4yaToK KOOpAWHAT 3HAXOQUTHCS B I'€O-
METPUYHOMY LIEHTPi Hapu; naommHa X—Y 36iraeThbcsd 3 IMAOIIMHOIO HapH,
Bick Y € mapaaeAabHOIO 1100 AiHII, gKa 3'eqaye Cl'-aToMu, i cipsiMoBaHa
Ha AQHIIOT, IKUH OepeThbcs 3a IepIInil; Bick Z CIIpgMOBaHa Ha IIAOLIUHY
HacTynHOi (y HanpaMKy S5'-3' o IIepIIoMy AQHIIOTY) IIapH OCHOB; Ha-
npsaMoK oci X obupaeTbcs 3a IpaBHAAMH YyTBOPEHHS MIPaBol AeKapTOBOi
CHCTEMH KOOpAHWHAT — JKOAOOOK, Ha KUY BOHA CIIPSIMOBaHAa, IIO3HAYa-
eTbcd 9K “Beaukuii”. HacmpaBmi, TepMiHU “BEAUKUN / MAaA€HBKUM 3KOAO-
60K” He 000B'SI3KOBO MalOTh OyKBaAbHE 3HAYEHHS (OUB. HUXKYE).

Z Aanmror II
5l

Aanior I

/ |

MaaeHBKHH 3K0A0GOK

5

Puc. 3.8. [IBi mapu ocHoB y Moaekyai /THK i aAokaapHa
JeKapToBa CHCTeMa KOOPAVHAT, IIOB'dA3aHa 3 OAHIE€I0 3 HUX.

74



Po3oin 3. THK

Jas ormrcy BiZTHOCHOTO TOAOKEHHSI ABOX CYCiOHIX Hap AOCTATHRO IICTH
rmapamMeTpiB: TPH 3CYBH HACTYIIHOI ITapHW BiZHOCHO IIOIIEPEAHBOI IO TPHOX
ocsax (Oymp-sIKHE 3CyB MOXKHA PO3KAACTH Ha TPHU KOMIIOHEHTH) i TPHU KyTH
obepTaHHsa APyTroi IMapy BiTHOCHO IEPIIOi HABKOAO TPHOX oceil (puc. 3.9):

Mudr (shift) xapakrepn3sye 3cyB y HAIIPSIMKY OHOIO i3 3KOAOOKIB.
Caaiiz (slide) — 3cyB y HannpsMKy 1yKpodocdaTHOro ocToBa.

Pati3 (rise) — BimcTaHb MiX ITapaMi OCHOB Y30BXK OCi Z.

KyT poaa (roll) xapakTepn3ye AOKaAbHUH BUTHH ITOABIHMHOI cripaai
B HAIIPSIMKY OJHOTO i3 JKOAOOKIB.

Kyt Tuara (tilt) — BUrHH y HanpsMKy IyKpodocdaTHOrO OCTOBA.
TBicT (twist) € KyTom obepTaHHS HaBKPYT OCi Z, SKHUH XapaKTepH-
3y€ CTYIIIHb CIipaAbHOI'O 3aKpydeHHS (OAsl ITpaBoi CIIipai IpUHHSITO
BUKOPHUCTOBYBATHU IIO3UTHBHI 3HAUEHHS TBICTa).

IndT (shift) Caaiiz (slide) Paii3 (rise)
V4

Y t x oy 'S Xy y X
//‘\T/ \Tf'

—~

Poaa (roll) Tuar (tilt) TeicT (twist)
Z

. T/‘ IR
b

Puc. 3.9. [llicTs napameTpis,
SAKi OIMCYIOTHh KOH(OPMALLi0 ABOX CYCiIHIX ITap OCHOB

AHanoriuHoO, HOIiCTh apaMeTpiB XapaKTepU3yIOTh BiJHOCHE IIOAOXKEHHS
OCHOB, III0 HaAeXKaTb [0 OAHiel rmapu: 3cyB y3m0BXK oci X i obepraHHsa Ha-
BKOAO Hei (shear i buckle), 3cyB i obepraHHda BimHOCHO oci Y (stretch
i propeller) Ta BiTHOCHO oOci Z (stagger i opening). YIKuM 4HMHOM BiZ0OyBaroTbCH
BiATIOBiAHI PyXU OAHi€EI OCHOBU BiTHOCHO IHITIOI AETKO 3P0O3yMiTH 3 puc. 3.9.
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Cmpyxmypni popmu AHK

JHK i3 maiizke OyIb-gKOIO ITOCAIOBHICTIO Map OCHOB MOXKE iCHyBaTH
y OIBOX CTPYKTYPHUX (popMax, 10 Imo3HadaroThcd K A i B. [eaki ycepem-
HeHi mapamerpu aBoxX ¢opm y ¢ibpurax [AHK HaBemeno B Taba. 3.1,
CTPYKTYPH ITOKa3aHo Ha puc. 3.10.

B-dopma

Puc. 3.10. B- (ctpykTypa 3 puc. 3.6)
Ta A- (nexkamep, 401D) dopmu [JHK y ngBOX mIpoekIiisgx

OOunsi cnipani € npaseumu. OCHOBHI BiAMIiHHOCTI MiXX aBoMa (popMaMu
JIHK 3ymMoBA€Hi pi3HOI0 KOH(opMalico 1ykpy — C2'- ta C3'-enno. Came
BHACAI/TIOK 1TbOTO B A-popMi mopiBHSHO 3 B-dopmoro:

CkopouyeThbCs BiiIcTaHb MiX (pochaTHUMHU 3aAUIITKAMH.
3MeHIyeThCA CTYIIIHD ITPaBOi CIIipaAbHOI 3aKPYTKH.

KozkHa mapa OCHOB CYTTEBO HaXHASIETBCH [0 OCi cripaai (y B-dopwmi
Hapu Malizke IepIeHANKYASIPHi 40 OCi).

YHacaimok Haxuay B A-(popMi CKOPOUYYeETHCS BificTaHB MiXK Cy-
CigHIMU mmapaM¥ OCHOB y3[40BXK OCi cIripaai (mpoeknis patiza Ha
Bichk cmipaai).
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e KoxHa mapa CyTTEBO 3CyHyTa [0 Itepudepii cripaasi B A-dopwmi,
BiCBh cImipaai IpoxXoauTh Maiizke yepes IIeHTP napu B B-dopmi.

e “Beaukuii’ i “MaseHBKHH” JKOAOOKH € CIIpaBi BEAHKUM i Maae-
HBKUM nas B-dopmu, B A-cpopmi ixHi BigAHOCHiI po3MipH MiHSI-
IOTHCH MiCISIMHU.

Tabruys 3.1. IlopiBHsTHHA Mix A- i B-dopmamu
noapBiHHHuX crnipaaein [THK

A-dopma B-¢dopma
Teict Q (°) +32,7 +36,0
KiabKicTE Hap OCHOB Ha 11 10
BUTOK cIipaai (360°/Q)
Caaiig (A) -1,5 0
Poaa (°) 11,4 -0,2
Paiiz (A) 3,3 3,3
Bincraus MiXK Tapamu 2.6 3.4
B3/0BXK OCi cripaai (A)
Koudopwmariia ge3okcu- C3'-emmo C2'-enno
pubos3u
Bincranp Mix cycigHi-
MU occaramu 1o sa- 5,9 7,0
HIIory (A)
Beaukuii 3k0A000K: TAU-
6una (A), 13,5 8,5
mIMpHHA (A) 2,7 11,7
MaAeHBKHH KO0A000K:
raubuHa (A), 2,8 7,5
mupuHa (A) 11,0 5,7

Kpim Toro, € pi3Hug i B KoHQOpMAallilfiHi#i pyxauBocTi: A-dpopma ogHO-
pimHinIa 3a CBOE€IO CTPYKTYpolo, B-dbopma momyckae mmpiri Bapiartii ma-
paMeTpiB 3aA€KHO BiJ IIOCAIIOBHOCTI. Y3araai, gacriiie KaskyTb HE PO
dopmu [AHK, a npo A- i B-pooguHu CTPYKTYpPHUX POPM.

3a ¢izionoziunux ymoe y posuurni JHK icHye minvku y B-¢popmi, 1ic-
pexin B A-dpopmy 3OIUCHIOETBCS 38 JOCUTH EKCTPEMAaABHUX YMOB in vitro — 3a
IIeBHUX KOHIIEHTPAIIi¥ COAl Ta CIIUPTIB y PO3YHHI, IPHU 3HUXKEHHI BOAOTO-
cTi y Qibpusax. Aae e He o3Hauae, 110 A-popma He € (Pi3ioAOTigHOIO.
[To-mepire, yepe3 Te, M0 pubo3a He Moke HabyBaTu C2'-eHa0 KoHQopMAIlii,
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yci noodeiiini cnipani PHK icnyrome e A-¢popmi 3a (Pi3i0OAOTIYHUX YMOB.
3 tiel x npuynHU HabyBaroTh A-cpopMu ribpuaHi noasitiHi croipaai PHK-
AHK, gKi BHHUKAIOTh TUMYACOBO, HAMIPUKAAQM, IIifil Yac TPaHCKPUIIILi.
Kpim Toro, JHK moxke mnepexoautu B A-popMmy abo HabamkeHy o Hei
B KOMIIAEKCAX i3 OiAKaMH.

[ITe omHa peryaspHa (popma IOABINHOI CITipaai peaaidyeTbcd TIABKU OAS
aapTepHylouux rnocaigoBHocTe# poly(GC) (koau G i C 4epryroThcd II0 AQH-
wory). Lle Tak 3BaHa Z-¢popma (puc. 3.11). i HazBa mos'a3ana 3 TuM, 1O
AiHig, gka 3'eqHye pocdaTHi 3aAUIIKH ¥ CKAali Z-(popMH Haramaye 3uraar.
Hait6iabmn Bpaxkaroda ocobauBicTh i€l popmu JHK moasrae B ToMy, IO
11e — niea cnipane i3 IPHUOAN3HO 12 mapaMu OCHOB Ha BHUTOK. AABTEPHYIOYi
nocaimoBHocTi G Ta C € B mpuponuux [AHK, ase nepexin y Z-dpopmy Bin-
OyBa€eThCd in vVitro 3a yMOB, SIKi € Ay:Ke JaAeKUMH Bif (Pi3ioAOTiYHUX — IpU
konueHTparttii NaCl 2,5 moab/A. Biororiune 3HaueHHS Z-(pOPMU 3aAUIIAETH-
Csl He 30BCIM 3pO3yMiAMM, XO4a 3HaMAeHi OiAKHM, IKi MalOTh BHUCOKY CIIOPid-
HEHiCTh came 10 Hel, TOOTO MOXKYTb iHAyKyBaTH B—Z niepexizn in vivo.

B-dpopma

Puc. 3.11. B- (rekcamepHHuil pparMeHT CTPYKTypH 3 puc. 3.6)
i Z- (rekcamep CGCGCG, 1DCG) dopmu JHK.
YopHHUM KOABOPOM Ha CTPYKTYPI IIpaBopyd Ho3HAYEHi aToMu ¢docopy

Kongopmauyia B-AHK

Crpykrypa B-dopmu [IHK He € abcoaroTHO peryaspHoio. Kondopma-
LifiHi 0COGAMBOCTI Ta OCOGAMBOCTI CTEKIiHTY B Pi3HHX KOHTAKTaxX MiXK Ia-
paMM OCHOB IIPU3BOAATH OO CyTTEBOI 3aA€XKHOCTI AOKAABHOI KOH(opmarrii
IoABiMHOI cIripaai Bifl TOCAIZOBHOCTI — MOKHA CKa3aTH, 1110 ITOCAITOBHICTb
Hece iH(opMallito IPo CTPYKTYpHI ocobauBocti [JJHK (rmomibHo mo Toro, sk
aMiHOKHCAOTHA ITOCAIJOBHICTH 3yMOBAIOE IIPOCTOPOBY CTPYKTYPY OiaKa).
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[ITo6 mpoirrocTpyBaTH 3asekHicTh KoH(popMmarii JJTHK Bix mmocaigmoBHOC-
Ti, y Taba. 3.2 HaBemeHi 3Ha4YeHHs KyTa TBicra (auB. puc. 3.9) nasa
10 TumiB KOHTAKTIB MiXK HapaMi OCHOB y Kpuctasax BiabHOI /[JTHK i 6iaKO-

BO-HYKAeiHOBI/IX KOMIIAEKCIB.

Tabruus 3.2.TBicT OHK zas 10 THIIIB KOHTaKTiB
MiK mapaMH OCHOB (3a ZaHHMH OACOH Ta iH.)

CepexnHiii KyT TBicTa * cTaHZapTHe
BiaxuaeHHa (°)
Tun
KOHTAaKTYy Kpucraan si- BiakoBo-
Abmoi HK HYKA€iHOBi KoM-
IIA€KCH
AA/TT 35,5+ 3,6 35,1 £3,9
AG/CT 30,6 £ 4,7 31,9+4,5
GA/TC 39,6 £ 3,0 36,3 £ 4,4
GG/CC 35,3+£4,9 32,9 £5,2
AC/GT 33,1+4,6 31,5£4,2
AT 31,6 £ 3,4 29,3 £4,5
GC 38,4 £ 3,0 33,6 £ 4,7
CA/TG 37,7+9,3 37,3+6,5
CG 31,3 4,7 36,1 £5,5
TA 43,2+5,5 37,8+5,5
Cepenne
10 BCiX 35,6 34,2
KOHTaKTax
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TBicT y KOMIIA€KCAX € ayzKe OAM3BKUM 0 3HadYeHHd TBicta BiabHOI JJHK
y po34mnHi 3a Pi3i0AOTIYHUX YMOB — C€peIHE 3HAUEHHS A9 BCiX KOHTAKTIB
Bimmosimae 10,1 mapaM OCHOB Ha BHUTOK CIipaali y KpHcTasax
i 10,5 mapaM OCHOB y KOMIIA€KCAX 3 0iAKOM. 9K BHAHO 3 TabAUWIl, TBiCT
Bapilo€e B JOCUTH HNIMPOKUX MeXKaX — CTYIIIHb AOKAABHOI CITipaAbHOI 3aKpy-
Tk [HK CcyTTeBO 3MiHIOETBCA 3aAE€KHO Bifl IIOCAIJOBHOCTI IIap OCHOB.
Kpim Toro, BapilooTh TAKOXK 1 CTaHOApTHI BiAXWAEHHSI Bifl CcepenHBOIO
3HadyeHHd TBicTa. OcTaHHIN mapaMeTp II0Ka3ye, HACKIABKH AE€TKO 3Ha4YeH-
HS TBiCTa MOXKe BIAXHAITHCH Bifl IIE€PEeBaKHOTO CEPEAHBOI'0 3HA4YEHHS,
TOOTO XapaKTepHU3ye KOH(POPMAIliHHy PYXAUBICTh KOHTAKTY JAHOI'O THUILY.

[ kordopMallifini napaMmerTpy MMOABIHHOI cripaai (9K cepenHi 3HAYeH-
Hd, TaK i IIMPHHA PO3IOIiAY) TAKOXK 3aAeKaTh BiJl IIOCAITOBHOCTI ITap OCHOB.
Hast ipukaagy Ha pyc. 3.12 1oKasaHO CIIiBBiAHOIIEHHS MK POAAOM i caaiiziom
(moctymmHU cermeHT KOoH(OPMAILIHHOTO 1mpoctopy) mag 10 KoHTakTiB. 3ara-
AOM KOH(QOpMAaIliiHa PYyXAHUBICTE HETATHBHO KOPEAIOE 3 e(PEKTHUBHICTIO CTe-
KiHTY: BOHA € BHUIIOIO OAS HipUMIIHUH-IIyPUHOBHX i AT-30arauyeHUX KOHTAaKTIB.
[Ipu oMy 6 KoH(OpMAaILWHHX IIapaMeTpiB, HaBeNeHUX Ha puc. 3.9, He
€ HEe3aA€KHUMHU OIWH BiJ OMHOIO — iXHi 3MiHU € 3a€MHO IIOB'd3aHUMH.

poJui (°)
“ m o
10 |- >
oL
10 =
—20 L1 ' T RN T B |
2 -2 0 2

caaiin (A)

Puc. 3.12. Ycepenuni 3acapboBaHNX 30H — JOCTYIIHI J1AsI KOXKHOTO 3 10 KOHTaKTIB
3Ha4YeHHS ABOX KOH(oOpMalliifHuX mapaMeTpiB aag kKpucraaiB /IHK (3a manumu OacoH Ta iH.)

XapakTep 3asexkHocti koHGopmMmartii JAHK Bix mocaigoBHOCTI € Hacmpa-
B[ IlIe CKAQIHIIIMM: KOH(POPMaIlifiHi 0COOAMBOCTI BU3HAYAIOTHCH HE TiAb-
KU Ha#OAMIKYUMHU CyCilaMH — THUIIOM KOHTaKTy MiXK IIapaMH OCHOB, aAe
i KOHTEKCTOM ITOCAIJOBHOCTI, € JAaHUH KOHTAKT 3HAXOIUTLCS.
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OTke, Xo4a KOHCTPYKIisa Moaekyau [JHK e mpocrimioro 3a 6iAKoBy, Ha
CBOTOMHI HEMOXKAHUBO TOYHO IlependaduTH aetasi ctpykrypu [JHK, Buxo-
o494 3 i ToCAiLOBHOCTI. 3aaekHi Bil MOCAIJOBHOCTI OCOOAWBOCTI CTPYK-
TypH IIOABIHMHOI cHipaai Ta IOTEHIiaA 110710 KOH(OopMAalitHUX 3MiH — OC-
HOBa MexXaHi3My crieruivHOoro BIIi3HaHHS mocaigmoBHocTe#t [JHK Ginkamu.

biakoBo-HyKaeiHOBi B3aeMoaii

Cmpyxkmypna kracudikayia 6irxie, axi e3aemoditome i3 AHK

Tak camo, 9K OGiABIIiCTE TAOOYAIPHUX OiAKiB MOXKHa BIHCATH B oOMe-
KeHUH Habip cTaHAAPTHUX YKAQIOK TAOOyAH (po3mia 2), CTPYKTYPHI eae-
MeHTHU 0iAKiB, gKi 6e3riocepenHbo B3aemozairoTs 3 JAHK, MoxkHa po3mianTu
Ha IOCUTHh OOMEXKEHY KiABKICTh CTaHAapTHUX TUITB — [JHK-3B'a3yBasbHUX
CTPYKTYPHHX MOTHUBIB.

Momue HTH (helix-turn-helix, cnipaab—T10BopoT—-CITipasb), IpHKAAL
IKOTO 300paskeHo Ha puc. 3.13, € HaMbIALII PO3MOBCIOMKEHUM. MOTHUB
CKAQIAETHCH i3 ABOX (-CITipaseil, 4acTo MaiKe MHepPIEeHANKYAIPHUX OdHA
[0 OOHOI, 3'€JHAHUX KOPOTKOIO epeMmuukoro. OmHa i3 nux croipaseii (aka
BIIi3HA€) BUKOHYE POABb “TOAOBKH, III0 YHUTAE”, B3AEMOIIIOYH 3 €K30ITUKAIY-
HUMH TPyIIaMH a30TUCTUX OCHOB V BEAMKOMY >KOAOOKY IOABiHHOI cripaai.
OpierTanida 1iei cripaai BimHocHo [JJHK Mozke BapitoBaTH Oas pizHUX Oia-
KiB Big OpUOAW3HO NEPIIEHAUKYASPHOI BiMHOCHO OCi MOABIMHOI cmipasi mo
napaseAbHOi IfyKpodocdaTHOMy OCTOBY. [pyra o-coipasb 4acToO yTBOPIOE
[OIIOMIiXKHI KOHTaKTHU 3 IyKpodocdaTHUM ocTOoBOM. B3aemomisa a-crripaai
3 BEAUKHM KOAOOKOM dYacTo 3ycTpidaerbcd i mag ixHmwmx [JHK-3B'a3ly-
BaAbHUX MOTHBIB. [IpuynHa moasrae B Malizke TOYHiM IPOCTOPOBiH BiAIIo-
BiJHOCTI MiXK IIMMH OBOMAa €A€MEHTAaMU — MOXKHAa CKa3aTy, II0 (-CIipasb
€ IIPOCTOPOBO KOMIIAEMEHTAPHOI0 BEANKOMY 3KOAOOKY.

[Bocripasbuuit HTH-MOTHB yTpuMyeTbCa B CTPYKTYpPi TOTO YU IHIIIOTO
CTPYKTYPHOTIO JOMEHY — Yy BHIIQIKy perpecopa dara A, y CTPyKTypi 0-CIri-
paapHOTO Tiyuka (puc. 3.14, a). Yacro 0Oiaku, 1mo Mmictars HTH-motus,
B3aemonitoThk 3 [JIJHK y Buragai romomguMepy (OBi OAHAKOBiI CyOODWHUIN) —
116 0COOAMBO XapaKTEepPHO OAd MpoKapioTHYHUX OiaKiB. Tomi aBi omgHakOBi
“guTardi roOAOBKH” BITI3HAIOTH /IBI OMHAKOBI ITOCAIJOBHOCTI, III0 CUMETPHU-
YHO PO3TaIlloOBaHi B caiTi B3aeMO/Iii.

[HIIME TpPUKAaL TAKOTO K TUILY — KaTaOOAITHUH aKTHUBaTOPHUU 6irok
(CAP - Catabolite Activator Protein) Escherichia coli (puc. 3.14, 6). ITpu B3a-
emomii romogumepy CAP 3i criermmdpigHEM caiiToM BiOyBa€eTbCH HOCUTH 3HAY-
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Huit BuruH [JHK y 6ik 6ianka (moaBitiHa cripasb “oroprae” 6irok). CriopimgHe-
HiCTh OiAKa [0 IIHOTO caiiTa 3aAeKUTH Bifg airaHay — CAMP (umkaivyHoro AMP —
S'-pocdaT y ckaami HyKA€OTHAY yTBOPIOE BHYTPIIIHIH KOBAA€HTHUH 3B'130K
3 3'-OH rpymoro pubosu). 3B'a3yBaHHa CAMP iHOyKye CTPYKTYpHi 3MiHH
B MOAEKYAi 6iaKa (IuB. po3mia 2), y pe3yabTaTi 3MiHIOETECH poboya ITOBEPXHH
i 0ianOK HaOyBa€ 3MaTHOCTI BITi3HABATH CIIEIIN(IYHY TTOCAIJOBHICTb.

Puc. 3.13. HTH-moTuB penpecopa 6akrepiodara A
y xomnaekci 3 [IHK (1LMB)

Puc. 3.14. Kommaekcu 3 [IHK romonumepiB pernpecopa 6akrepiodara A (a, 1LMB)
i 6iaka CAP E. coli (6, 1CGP — 3eaeHUM KOABOPOM ITO3HAYEHO MOAEKYAH CAMP)
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PosmoBcromskenuii Kaac 6iAKOBHUX MOTHBIB, III0 B3aeMomiroTh i3 JHK, —
Zn-koopounyroui momueu. lle nyke HEBEAWYKi CTPYKTYPHI €AEMEHTH, 9Ki
CKAQAIOThCI 3 OOMeXKeHOi, HeOOCTaTHBOI MAs (POpMyBaHHS IKOPCTKOI
rao0yAH, KiABKOCTI CETMEHTIiB BTOPHHHOI CTPYKTYpH. loH IIMHKY Hazmae
JKOPCTKOCTI TakKOMy MOTHBY, YTBOPIOIOYHM KOOpPAWHAIIWHI 3B'93KH
3 YOTUPMa aMiHOKHCAOTHHMM 3asuIKamu, dactimie Cys abo His. Koop-
AUHAIFHUE 3B'930K (POPMYETBHCH HEIIOMIA€HOIO IIapOI0 €AEKTPOHIB aTo-
MmiB O, N abo S, gka y3araabHIOETBCS 3 aTOMOM METAaAY IIASIXOM YaCTKO-
BOTO “IlepeTiKaHHsS” Ha HOro HU3bKY He3alloBHeHY opbiTaab. HoTupu Taki
3B'SI3KH CTBOPIOIOTH JKOPCTKUH KapKac, SKUH yTpHUMYye 0iAKOBY IIOBEpPX-
HIO, III0 Mae B3aeMomiaTu 3 /JJHK.

OpnuH 31 CTPYKTYPHHUX MOTHBIB TaKOro THILY, III0 YacTO 3yCTpidaeThes, —
uunroeuil naneus (Zn finger, puc. 3.15, a). Bin mae gyke npocty OymoBy:
ONlHAa (O-CITipaAb i MareHBKHUH [-11ap i3 ABOX (-MiASHOK; OHA 3 HUX i 0-CIIi-
paAb MICTATH 3aAWIIKH, 0 YyTBOPIOIOTH KOOPAWHAIIIFHI 3B'93KH 3 Zn.
9K mmpaBUAO, KiAbKa TAKUX IAABLIB (TpU Ha puc. 3.15, a), 3'eqHaHUX IIe-
PEMUYKOIO, CIipaABHO OOTOPTAIOTh BEAUKHH KOAODOK.

[nmm#t npuxkaan — JHK 3B'd93yBasbHHNI [JOMEH T'OPMOHOBOIO PpeLEITopa
(puc. 3.15, 6). TopMOHOBI perenToOpH — 1€ eyKapioTUYHi (paKTOPH TpPaHC-
KpuILii, 31e6iAbIIIOro roMoaAuMepH, d9Ki HaOyBalOThb CIOPiAEeHOCTi 3 IIeB-
HUMH eaeMeHTaMu mocaimoBHocTi [JHK 1micas 3B'a3yBaHHS 3 0iAKOM CTe-
poinHoro ropmoHy (po3zia 6). JHK-3B'a3yBaabHUE OOMEH Mae€ ABi IIapu
CTPYKTYPHHUX €AEMEHTIB, a caMe O-CIlipaAb — CyMizKHa HeperyagpHa IIeTAd,
KOXKHA Iapa KoopAuHye ioH Zn. OgHa nmapa eAeMeHTIiB Oepe ydJacThb y au-
Mmepu3awii, iHma — y B3aemogmii 3 JHK. 3ycrpigaroTbcd TaKOXK iHIMI
Zn-KOOPAWHYIOYI MOTUBH, aAe BCi BOHHU, 9K i PO3TATHYTi, peaai3yioTh B3a-
E€MOJIII0 O-CITipaAi 3 BEAUKHUM >KOAOOKOM.

[ITle oquH MOTHUB, IKHUH B3aeMomi€ 3 BeAUKUM koaobkom [JHK 3a paxy-
HOK O-cIlipaaedt — neiliyunoeuii 3inep (Leu zipper, puc. 3.16). Bin aBasie
cobo1o Bi AOBTi O-CIipaai, KOXKHY 3 SKUX MOXKHa PO3MIAUTH Ha ABi yac-
TruHU. OgHa yacTuHa 000X CIripased 34iHICHIOE AUMEpPH3allilo — 3a paxy-
HOK TigpopoOHUX B3a€EMOMIN MiK HENOAIPHUMH aMiHOKHCAOTHHMH 3a-
AunikaMu (4acto Leu, 3BigKU Ha3Ba MOTHUBY) YTBOPIOETHECH TPOXU 3aKPY-
yeHa HoABiMHa cmipaab (coiled coil). [dpyra gacTuHa KOXKHOI 0-CIHipaai
B3a€EMO/Ii€ 3 BEAUKHUM KoA00KoM [THK.

Bapiaiiiero AeHIIMHOBOTO 3illepa € MOTHB cnipanis — nemast — cnipanio
(helix — loop — helix) — pi3HuIIg Aullle B TOMY, L0 KOXKHa JOBra (-CIipasb
po3niaeHa Ha [OBi KOPOTIi, 3'€IHaHi IIETA€IO: OLHA Ilapa CIlipaseii B3ae-
Mofi€e MixK coboro, iHmia — 3 JITHK.
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Puc. 3.15. Tpu nuHKOBUX Hasblig y ckaafdi JJHK-3B'asyBasbHoro 6Giska (a, 1ZAA)
i JHK-3B'a3yBasbHUIT JOMEH (IMMep) MAIOKOKOPTHKOIAHOTrO perenTopa (6, 1GLU).
3eneHi cepu — ioHu Zn

Puc. 3.16. AeiirtmHoBuii 3inep (1INWQ)
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Yce e He o3HaUae, IO TIABKH (O-CIIipasb BUKOPHCTOBYETBLCS OAS B3ae-
moii 0iAKiB 3 BeaAuKuM 3ko0a00koM [ITHK. ¥V Beaukuii 3koA000K mobpe BKaa-
[Oa€eThbCS TAKOXK [-mrap i3 ABoX B-AiA9GHOK — caMe TaKWU miap € B3aeMOJIi-
IOYHM €AEMEHTOM A OIAKIB THILy MeTiOHIHOBOro perpecopa. YncaeHHUH
KAac 0iAKiB CTaHOBHUTH POAMHY iMYHOT'AOOYAIHOIIOMIOHUX TPaACKPHUIIILiN-
HUX (PakTopiB (raobysa Mae yKAaAKy iMyHOTAOOYAIHOBOTO THILYy, IHB.
puc. 2.12, 6), gKi peaai3yloTb B3a€EMOJil IIEPEMHYOK MiXK MTiATHKaAMH
B-CTPYKTYpPH 3 BEAHKHM KO0AOOKOM. OTIKe, Xo4da O-CHipasb BUKOPHCTOBY-
€TBhCH JacTile, peaaidyroThbCs i BCi iHIIII MOXKAUBOCTI.

Yce omumcane He o3HA4Ya€ TAKOXK, 10 OIAKH B3aeMoaiioTh 3 JIHK TianbKu
yepe3 BEAUKHH 3KOAOOOK (Xo4a yepe3 BeAHMKUH — yacrinte). Ha puc. 3.17
300pazkeHo NMPUKAAIHN B3a€EMO/Il MepeMHUUYOK MiX O-CIlipaadMH (a) 4K BHU-
TATHYTOI'O ITIOAIIENITHAHOIO AaHIIora (6) 3 MaA€HBKHM ZKOAOOKOM. Y mep-
IOMY BUIIQKy — OAUMEpP TiCTOHIB y CKAai HYKAEOCOMH (OUB. po3mdia 4) —
MaeEMO Ie OAWH CTPYKTYPHUH MOTHUB, AKHUH 3ycTpidaeThcsd i B iHIOHUX
JHK-3B'a3yBaabHHUX 0iaKax, a caMme TiCTOHOBY YKAQAKy: OJHa OOBra
o-cIripasb haaHKOBaHa ABOMa KOPOTKHUMH. /[lUMep ABOX TaKHX yKAQIOK
B3aeMofie 3 ~2,5 BUTKaMH NOABIiHHOI cmipaai. ¥ BHUOaAKy TiCTOHIB Id
B3a€EMO/id He € CHeIU(IiYHOI0: YTBOPIOIOTECH €AEKTPOCTATHYHI KOHTAKTHU
IIO3UTHBHO 3apdIKEeHUX aMiHOKHCAOTHHUX 3aAMNIKIB 3 ¢pocdharamu [HK,
aae 3 60Ky MaA€HBKOIO XK0A00Ka.

Puc. 3.17. Jumep ricroHiB H3-H4 (a, 1AO])
i AT-rak y ckaani 6iaka HMGA (6, 2EZD)

Opyruti nipukaan (puc 3.17, 6) crocyerbcs 06iakiB HMGA - 6iaAkiB
rpynu Bucokoi pyxauBocti (High Mobility Group) Tuny A (HMG - icTo-
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pUYHAa Ha3Ba OAs 0iAKIB pi3HHX CTPYKTYPHHUX KAACiB, MA€ThCs Ha yBasi
PyXAuBICTB ITpu eaekTpodopesi). Biaku HMGA B3araai He MailoTh rA00y-
ASIPHOI CTPYKTYPH — € HEBHOPSAKOBAaHUMU. BOHU MicTaTh 3 eHTaIeIl-
TunHi eaemeHTH (Pro-Arg-Gly-Arg-Pro), mo HasuBaroThca AT-rakamu
(AT-hook). Takui#t rak nobpe yKaagaeThCsd y 3BYKEHUU MaAeHBKUH KO-
AODOK HEeBeAMKOi MiAdHKHM HoABiMHOI cmipaai, 30aradenoi AT-mapamu
(TrobTo AT-rak mae crenudidyHicTh 10 HeBeaukux AT-3b0araueHux caii-
TiB, 3aBJASKH YOMY BiH i oTpuMaB CBOIO HA3BY).

HactynHi npuKaagy CTOCYIOTBCS AyzKe BaXKAMBUX BUIIAAKIB B3aeMOIil
€AE€MEHTIB PeryAdpHOi BTOPHUHHOI CTPYKTYPH OiAKiB 3 MaA€HBKHM 3KO0AOD-
KoM. OCKIABKH O-CHipasb i JBOAQHIIOTOBUH [B-I1ap no0pe yKAaIaroThCH
y BEAUKHH 3KO0AO0OK, 1€ aBTOMaTHYHO O3HAa4dae€, 1110 B MAA€HBKOMY 3KOA00-
Ky iMm He BucTadae Mmicud. BiamoBimHo, Taka B3aeMomisa Oyae MOKAMBOIO
TIABKH 32 yMOBHU CyTTeBOI medopmarmii moasitiHoi cmipaai JHK (po3siru-
PEeHHa 3K0A00Ka) — e(eKT, 10 MaEe BaXKAUBI (PYHKITIOHAABHI HACAIIKH.
Ha puc. 3.18 300pazkeH0 OOCUTH PO3MOBCIOMKEeHHH MoTuB — HMG-060KC,
AKHH, 30KpeMa, BXOOUTBL M0 cKaany OiakiB HMGB (ure oguH Kaac 06iAKiB
HMG). MoTuB ckaagaeTbCsl 3 TPHOX O-cHipasedi, ABi 3 HUX ([IO3HAYEHi de-
PBOHUM) BOYZIOBYIOTECS (IHTEPKAaAIOIOTBH) Y MaA€HBKHH 3K0A000K. Lle cyripo-
BO/IZKY€ETBhCS PO3KPYUEHHSM IIOABIMHOI cripaai ¥ BuruHoM Ha ~80° y mpo-
TUAEXKHUH 1mono 6iaka 6ik. Cepen HMG-60KcCiB € gk crenudidHi 10 meB-
HUX IIOCAIZIOBHOCTEH I1ap OCHOB, TaK i HECHEIN(idHi.

Puc. 3.18. HMG-60okc y ckaaai 6iaka HMGB (1J5N)
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Y ckaami 6iaka TBP (TATA-box Binding Protein) — BazKAMBOro eaeMeHTa
iHimiamii TpaHCKpPHIILI B €yKapioTiB — JOCUTE IITUPOKHH -1I1ap B3aeMOMIi€
3 MaA€HBKHUM JKOAOOKOM moaBiiiHOI cmipaai B 30HI TATA-60kCy — pery-
agTopHOro eaeMmeHtTa nocaimoBHocti JHK (po3mia 6). Hacaimkom 1riei
B3aeMozii Takoxk € 3HadHa gedopmaliis noaBifiHOI cmipaai 3 ii po3kpy-
YEeHHIM i 3HAYHUM BUTHHOM y IIPOTHAEXKHUU Big Oiaka 0Oik (puc. 3.19).
BuruH, gk i y Bunagky HMG-00Kkcy, IiACHAIOETBCS iHTEPKAAAIIEIO IBOX
rifpooOHUX aMiHOKHCAOTHHX 3aAHWIIKIB MiXK ITapaMH OCHOB. Y MicIi
IHTepKaAdIlii MOpPyUIYIOTBCH CTEKIHI-B3aeMo/ii Ta YTBOPIOETHCHA KiHK
(kink) — piskuit 3aam noaBiHHOI cripaai.

Puc. 3.19. [THK-3B'sasyBasbamit momeH TBP
y xkommnaekci 3 TATA-6okcom (1QNE)

Ha BigMiny Bif po3ragHyTHX (PaKTOPiB TPAHCKPHIILII Ta CTPYKTYPHUX
0iakiB, depmenTH, gKi npamporoTk Ha [AHK, mocuTh BaKKO oOmucaTH
B TepMiHaxX IIPOCTUX CTPYKTYPHHUX MOTUBIB. PepMeHTH BUKOPUCTOBYIOTH
ckAaanHi KoMmOiHallii pi3HOMaHITHHUX €eAeMeHTIiB OiAKOBOi CTPYKTYpPH A4
BrizHauHa JIHK i 3B'a3yBaHHa 3 Hero. [IBa HIpUKAagul — MOHOMEpPHAa
OJHKaza I (HecrrenudiuHa eHOOHyKAeasa, sKa 3MiNCHIOE OIHOAAHITIOTO-
BHUI po3pi3 B MIASHIII MaAeHBKOTO 3XK0A00Ka) i roMoAUMEpPHA PECTPUKTA3A
EcoRV - 306pazxeni Ha puc. 3.20.
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Puc. 3.20. Kommaekcu 3 IHK [IHKa3u I (a, 1DNK)
i pecrpukrasu EcoRV (6, 1AZ0)

Ipunyunu 6iAK060-HYKAEIH06020 6NISHAHHA

¥Yci Bunianku B3aeMomii yucaeHHUX 0iAKiB i3 JIHK MozKHA MOMIAMTH HA ABI
Kateropii: HecneyugiuHe 38's3ysarHs biaka 3 JTHK Oymp-s1KoOi ITOCAiZOBHOCTL
(xapakTepHa KoHCTaHTa 3B'a3yBaHHA K ~ 105-106 A/M0AB, BU3HAYEHHSI KOH-
CTaHTH 3B'93yBaHHS AUB. y po3miaAi 1) i cneyugpiuHe enisHaHHs GiAKOM I€BHOI
IIOCAIZTOBHOCTI T1ap OCHOB (i3 KoHcTaHTOO ~109-1010 A/Moab). Biakwm, 110
3MIHCHIOIOTh TaKe BIIi3HAHHS, K IIPaBHAO, B3a€EMOMIIOTH i 3 Oyab-sIKOIO
inmoro [HK necnenudgiyno. PosragHemo Ha npocToMy HIPHUKAAI, IO
IIPaKTUYHO 03HAYAIOTh HaBe/IeHi U pH.

Hexait y 6akTepiaabHill KAiTHHI pamiycoM 1 MKM MmictuThcd 10 Mmoae-
KyA TieBHOro 6Oiaka Ta 4 maH 600 tuc. map ocHoB [HK, me mpucytHsa
omHa crienudivyHa miagHkKa (omepatop). Buxomaum 3 00'eMy KaAiTHHH,
MOXKHaA AETKO po3paxXyBaTH 3araAbHi MOASPHI KOHIleHTpalli Oiaka Ta
omeparopa (CKOpUCTABIIHUCH YHcAOM ABorazapo). KoHneHTpallias Kom-
IIAEKCY 3 OIlepaTOpOM BHU3HAYAEThHCH PiBHIHHAM (1.6), ne BiaAbHI KOHIIEH-
Tpanii 0iaka Ta omepatropa AOPIBHIOIOTH IXHIM 3araAbHUM KOHIIEHTpAa-
LigM MiHyC KOHIIEHTpallid KOMIIAEKCY. 3BiAKH, 9KIIO Bigoma K, MOXKHa
po3paxyBaTU KOHIIEHTPAI[il0 KOMIIAEKCY.

k1o 6inoK 3B'a3yeThcsa HecrerudigHo (K = 105 A/MoAB), BimHOIIIEH-
Hd KOHIeHTpallii KOMIIAEKCY A0 3arasbHoOi KOHIleHTpallii omeparopa
nopiBHIOE 4:10-4 — omepaTop IMPaKTHYHO € BiABHUM Bif Oiaka. Ta gakuio
3aMiCTh KOHIIEHTpallil omepaTopa BUKOPUCTATHU 3arasbHY KOHIIEHTpa-
Lif0 TOTEeHIiWHUX caiTiB 3B'a3yBanHda Ha [JHK (6iaok 3B'sa3yeTbcsa Oyab-
ne), ska € B 4 maH 600 TucC. pa3siB BUIIOK (KOXKHA Mapa OCHOB IIOTEH-
LiHO MO3e OyTH Imo4YaTKOM caiiTa 3B'S3yBaHHS), TO BiOHOIIEHHS KOH-
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HeHTpalii KOMIIAEKCY [0 3araAbHOI KOHIIeHTpallil 6iaka mopiBHIOBaTHME
0,995 — npakTuyHO 6iAOK yBech yac 3B'a3aHuii i3 JJHK.

[Mpu cnenmdiyaomy 3B'a3yBaHHi (K = 1010 A/MoAB), BiTHOIIEHHA KOH-
IeHTpallil KOMIIAEKCY [0 3araAbHOI KOHIIEHTpAllil ollepaTopa AOPiBHIOE
0,97 — mecatu MoaeKyA OiaAKa BUSABASIETHCS MOCTATHIM, IIOO OiAbIIly yac-
THHY 4acy oliepaTtop OyB 3B'a3aHUM. [IpH IIbOMY 3 OIIEPATOPOM Yy HAIIIOMY
IPUKAQl B JaHUP MOMEHT 4Yacy MozKe OyTH 3B'sS3aHa AUIIIE OfHa MOAEKY-
Aa biaka, pemra nepebyBae He y BiaAbHOMY cTaHi, a Ha [JHK, B3aemoairouu
3 HE0 HecnelugigHo.

UuM BH3HAYAETHCSI BHCOKA CHEeU@IYHICTL 3B'd3yBaHHA? [ 0108He npa-
8UN0 OLIKOBO-HYKNEiHO8020 8NISHAHHS — BIOCYMHICMb JKOPCMKUX NPASUIL.
PoaragHyTi pi3Hi CTPYKTYpPHI MOTHBHU 0iAKIB € PI3HUMH €BOAIOIIWHUMU Pi-
HIEHHSIMH OAS crelrrdivHoi B3aeMOii 3 Ti€l0 YH iHIIOKO IIOCAiZIOBHICTIO:
icHye OaraTo IIASXIiB OAd TOTO, 11100 chopMyBaTH 0iAKOBY ITOBEPXHIO AL
BIIi3HAHHS IIOCAiOBHOCTI map ocHoB. He icHye i 6yab-gKOro Komy BIIi3-
HaHHS — YiTKOI BiATIOBiMHOCTI MiK aMiHOKHMCAOTHHMHU 3aAHIIKaAMH Ta IIa-
paMH OCHOB. AA€ € II€BHi 3araabHi 3aKOHOMIPHOCTI, YaCTHHAa SKHX YK€
Mae OyTHu 3po3dyMinoio 3 posragany [AHK-3B'93yBaAbHUX CTPYKTYPHUX MOTH-
BiB. 30KpemMa, 6iL1K080-HYKeiHosull iHmepdgetic Jacrile npeacTaBACHUN
[IapoI0 (-CIipasb — BEAHMKHH 3KOAODOK 3aBAIKH XOPOIUi#l IPOoCTOpPOBiH
BiAIIOBIAHOCTI MiK UMM ABOMAa €A€MeHTaMHu. [IpoTe BHKOPHUCTOBYIOTHCH
TAKOXK i B-cTpyKTypa, i IEpeMHYKU MiK eAeMeHTaMH BTOPHUHHOI CTPYKTY-
PHY [Ad BIIi3HAHHS IIap OCHOB Y BEAHKOMY 3KO0AOOKY. MaaeHBKHUH 3KOAOO0K
TaKO¥X BUKOPHUCTOBYETBHCH [IAS BIII3HAHHS IIOCAIIOBHOCTEH IIap OCHOB,
OPUYOMY y BHUIIQOKY B3a€EMOil €AeMEHTIiB BTOPHHHOI CTPYKTYpPHU OiaKka
(a-crripaab 4m B-CcTPyKTypa) i3 Mas€HBKHUM KOAOODKOM TakKa B3a€EMOJIS Cy-
IIPOBOIKYETHECH PO3KPUTTAM MAaAEHBKOI'O 3K0AOOKa. Take pO3KPHUTTHA CTa€e
MOXKAMBHM YHaCAIZIOK 3Ha4yHOI nedpopmariii moasifiHoi crripaai (po3kpydy-
BaHHS, BUTHH, KiHK ¥ PE3yAbTATI IIOPYIIEHHS CTeKiHT-B3aEMOIiH).

Ha moBepxui /IHK poararmioBani ¢pocaTHi 3aAHIIKH Ta OJOHOPHI / aK-
LETITOPHI I'PYIHU a30TUCTUX OCHOB y 3K0A00Kax. Came Iii Ipynu ¥ 3aasyda-
IOTBCSI 0 KOHTAKTIB 3 aMiHOKHCAOTHHMHU OOKOBHMH 3aAHIIKAMU Ta IIETI-
TUOHUMU TPyIaMH Ha IMOBepxHi Oiaka. ICHye AeKiAbKa THNIB KOHTAaKTiB
(B3aemomiii) mixk [IHK i Giakamu:

EnexmpocmamuuHi e3aemo0ii MizK IIO3UTHUBHO 3aps3KEHUMHU aMiHOKHU-
CAOTHHMH 3aAHIIKAMM Ta HETATHBHO 3apdiKE€HHUMH docdaTaMU IPHUCYT-
Hi Malixke 3aBXkKAU B 0IAKOBO-HYKA€IHOBHX KOMIIA€KCaX. 3po3yMiao, IO
€AEKTPOCTATHYHI B3aeMO/il BiAIOBiAAIOTEH 32 HecIleludiuyHe 3B'd3yBaHHS.
Sk TIpaBHAO, BOHH JOOATKOBO CTaliAi3yIOTh TAKOXK i CrieludidHi KOMIIAe-
Kcu. EaekTpocraTuyHe 3B'd3yBaHHS 0iAKa 3 HYKAETHOBOIO KHCAOTOIO Ma€e
IIIAKOM €HTPOIIiHHY IIpUpoAy (OUB. TakKOXK po3nia 1). Bucoka kKoHIIEHTpa-
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ig HeTaTUBHUX 3apsaaiB (pocdariB) Ha noBepxHi [JHK 3ymoBArOE hopMy-
BauHsa HaBKpyr JJHK “ioHHOi aTMocdepn” 3 JOCUTH BHCOKOIO AOKAABHOIO
LTABHICTIO KaTioHiB (puc. 3.21). 3B'a3yBaHHA MHO3UTHBHO 3apPAAXKEHOIO
0iAKa ITPU3BOAUTH 10 BHU3BOAEHHS YACTKH KATiOHIB y 30BHIIIIHIM pPO34YHH,
TOOTO OO 3pPOCTAaHHS HEBHOPAOKOBAHOCTI (eHTpomii) y cucremi. EHepreTu-
YHHUH BUTpall Bin 3B's3yBaHHda Oiaka (#oro cmopinHenicts no JHK) € TuMm
OIABIIIMM, YUM MEHIIIOI0 € KOHIIEHTpPAIlis COAl B PO3YHHi, TOOTO Pi3HHUIIA
MiXK KOHIIeHTpalli€o KaTioHiB mobausy Big [AHK i Ha BigmaseHHi Big Hel.

Puc. 3.21. EaerkTpocTaTuyHe 3B'93yBaHHA Oiaka
(uepBOHUM MO3HAYEHI IIO3UTHUBHO 3apPsIKEeHiI aMiHOKUCAOTHI 32AWIIIKH)
3 [THK 3a paxyHOK BH3BOACHHS HEOPTaHIYHUX KaTiOHIB

BoodHesei 3e's13ku MixK JOHOPHO-aKIEIITOPHUMH rpynaMu 6iaka Ta ¢oc-
daTaMu ¥ €K30IIUKAIYHUMU IPyIllaMU a30THUCTUX OCHOB. BogHeBi 3B'd93KH,
OCKIABKH BOHH ITOTPEOYIOTH YiTKOI B3a€MHOI opieHTAallil JoHOpa ¥ akIer-
TOpa, BiMIrpalOTh POABL TOAOBHOTO (aKTopa CIIEIUGIYHOrO BIIi3HAHHC.
KozkHa IT0CAIZOBHICTE ITap OCHOB YTBOPIOE B 3KOAOOKaxX IOABIHHOI cripaai
BAAQCHHUH NaTepH AOHOPHUX i aKLENTOPHUX I'pyn (puc. 3.22, AUB. TaKOXK
puc. 3.7), akuii i MoxKe BHi3HaBaTHCH MoBepxHelo Oiaka. Cain 3a3Ha4YNUTH,
1o 11e¥ rmaTepH OiAbLI BapiaOeAbHUI ¥ BEAUKOMY 3KOAOOKY, ZI€ A€TIIIe PO3-
PI3HUTHU IIapH OCHOB i AUHYKACOTHAHI KOHTAKTH — Iie IIle ofHa IIPHUYHHA,
YOMy caMe BEAUKHUI JKOAOOOK YacTillle BUKOPHUCTOBYETHCH Al BIIi3HAHHSI.
[esKi aMiHOKMCAOTHI 3aAHIIKH 37aTHI yTBOPIOBATH ABa BOMHEBi 3B'S3KHU
3 a30THUCTOI0 OCHOBOIO, HAaIpuKAaand, Arg i3 ryaniHom. I[Ipore Arg KOHTaK-
Ty€e ¥ 3 ycima iHImuMHM ocHoBaMu. Yu Oyze IeBHUH 3aAWIIOK 3aAYIEHHM 10
YTBOPEHHSI BOLHEBOI'O 3B'S3KY, 1 KO0 caMe, 3aA€KUTh Bif Moro opieHTarlii
Ha roBepxHi. [IeBHI 3aKOHOMIPHOCTI (CBOEPIAHUN KO, KOAWU 3aAHIIOK IIEB-
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HOT'O THUIIy B I€EBHOMY MICIli YTBOPIOE 3B'SI30K i3 II€BHOI0 OCHOBOIO) CIIOCTE-
piraroTbcd iHOMI TIABKM B MeXKaxX OAHiel poAMHU CTPYKTYPHUX MOTUBIB, ase
¥ Tomi Taki 3aKOHOMIpPHOCTI He MaloTh a0COAIOTHOTO XapaKTepy.
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Puc. 3.22. [TaTepHU NOHOPIB i aKILIENTOPIiB BOAHEBOIO 3B'A3KY
B JXK0AO0OKax MOABIMHOI cripaai fag 3a3Ha4YeHOl [IOCAITOBHOCTI YOTUPHOX AP OCHOB
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Booneei 38'st13Ku, onocepedrxoeaHi monexkynamu eoou. Boma B3aemomie
3 IIOBEPXHAMHU K 0iaKiB, Tak i [ITHK. BusBoaeHHsI Boau 3 GiAKOBO-HYKAE€i-
HOBOTO iHTepdeiicy BHOCUTBH M[OJATKOBY €HTPOIIIMHY CKAQIOBY
y cTabijAi3allifo KOMIIAEKCYy. AAe OJOCHUTH YacTO OKpPEMi MOAEKYAH BOOIU
MOXKYTb 3aAHLIATUCH B iHTepdeiici, BUKOHYIOYH POAb 0ipyHKIIIOHAABHOL
3IIUBKH — YTBOPIOIOYHM BOMHEBI 3B'SI3KM 3 OIAKOBHUMH TIpyIliaMu Ta (oc-
daramu abo rpynamMu a30THUCTHUX OCHOB.

I'iopogobni Kornmaxmu MOXKYTh 30iIHCHIOBATHUCH 34 YIACTIO METUABHOI
IPyIH THMIHY y BEAHMKOMY 3KOAOOKY (puc. 3.7), ase CyTTeBilIUMH
€ rigpocobHi Blaemonii mpu iHTepKaAdIii HEIOAIPHUX aMiHOKHCAOTHHUX
3aAUIIKIB MiXX ITapaMH OCHOB Hpu nedopMamnii moaBiHHOI crmipasi BHa-
CAIJOK 3aHypPEHHSI €AEMEHTIB BTOPUHHOI CTPYKTYpH 0iAka B Mase€HBKUH
3KOA000K (puc. 3.18, 3.19).

T'OAOBHOIO YMOBOIO peaaizauii HazBaHuX kKOHTakTiB mix JHK i Giakom
€ 3a€MHa IIiATOHKa CTPYKTYPH B3a€MOZIiIOYHX €A€MEHTIiB yHacAiZmok Binx-
noBinuux KoHpopmauifiHuX mepeTBOpeHs. TaK, IIAIXOM ITIEBHHUX KOHQOP-
MallifHUX 3MiH IIOABIMHOI CITipaal (BUTMHHU cIipaai, 3MiHM TBicTa TOIIO)
3MIHIOETBECS PO3MIip KOAODOKIB, XiMi4Hi rpynu “migBoadThbcd” i BOAHEBI
3B'3KU Ta Mil[Hi €eAeKTPOCTAaTHYHI KOHTAKTH, 30iABIIYETHCH 3arasbHa II0-
BEPXHs, III0 MOXKe B3aeMoiaTHu 3 OiakoM. Lle o3Hauae, 1m0 gasad epeKTHB-
HOrO BITi3HAHHA HeoOXimHa TIIeBHA KoHQoOpMAallid MOABIHHOI cmipaai
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Ta / abo meBHi 3MiHU 1iel KoHGopMmalrii. | Te, ¥ iHIIe BU3HAYAETLCH IIO-
CAITOBHICTIO mmap ocHOB. OTIKe, OCHOBOIO JIAsI OIAKOBO-HYKA€THOBOTO BIIi3-
HaHHS € CTPYKTYPHO-AWHAMIYHUN M0AIMOPdi3M HYKAEOTHIHHUX ITOCAIIOB-
HOCTeH — 3aA€XKHi Bifl TTOCAIJOBHOCTI CTPYKTYPHI 0COOAMBOCTI Ta KOH(OP-
MalliffHa pyXAWBICTB IIOABIMHOI cripaai.

Puc. 3.23. Crpykrypa [IHK-3B'93yBaanbHUX IOMEHIB
AYMepy perpecopa AaKTo3Horo ornepoHa E. coli
y KoM1aekci 3 Hecriertudpiunoro JHK (a, 10SL)
Ta 3i cBOIM crerudgivHuM onepaTopom (6, 1L1M)

[Tpu npomy 6iA0K TakOK YacTo noTpebye meBHOI KOH(OpPMALIiHHOI mi-
TOHKU IIi HOABIiHHY cripasb. OOWH i3 OPUKAALIB TAKOI, JOCUTH 3HAYHO],
KOoH(opMalliffHOi 3MiHH SK Y MOA€KyAl Oiaka ((popMyBaHHS MOOATKOBHX
a-cripaaetit), Tak i y Moaekyai JIHK (BuruH moaBiiiHOI coipaai) Ipu yTBO-
peHHi criermudivHOr0 KOMIIAEKCY IToKa3aHo Ha puc. 3.23. Came B mpoiieci
B3aeMHOi KoH(opmallitiHoi nmiaronku 6iaka Ta JHK i peaaidyerbca crie-
nudidyHUE nmaTepH KOHTAKTIB y iHTepdelci MiK ABOMa MOAEKYAaMH.
Big Toro, HackKiABKH A€TKO IMOTPiOHI KoH(OpMaNifiHi 3MiHKM BigOyBarOTh-
Ccd TIPU 3yCTPidi KOHKPETHOTO 0iAKa 3 KOHKPETHOIO TIOCAIOBHICTIO TIap
OCHOB, 3aA€XUTH €(PEKTHBHICTH yIIi3HAHHA. TaKUM YHHOM, TOAOBHUM Me-
xXaHi3MoM ymisHaHHS nocainoBHocTi [JHK 6iAKOM € CTPYKTypHO-AHMHaMidYHA
KOMIIAEMEHTaPHICTb ABOX MOAEKYA.
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Owpkyasipaa AHK

JHK Mmaiizke 3aBXKAM ICHYE in vVivo y BHTAGOlI IUPKYAIPHOI KOBAAE€HTHO
3aMKHEHOI MOAEKYAHU (IPOKapioTH) abo y popMi, 1110 € eKBiBaA€HTHOIO IIHP-
KYASIpHIH — y BUTA4i [IeTeAb, 3aKPilIA€HUX CBOIMHU KiHISIMH Ha CKEAETHUX
CTPYKTypax KAITHHHOIO dipa (eyKapioTH, AUB. po3dia 4). ¥ MOA€KyAi, ABa
KiHIII 9KOi 3KOpcTKO 3adikcoBaHi abo 3'€qHaHI OOUH 3 JHUM, BUHHUKAIOTH
monoJio2iuHi OOMEKEHHS, 1 I1e Ma€ BasKAMBI 0i0AOTIYHI HACAIIKH.

Tomoaoris — 1e po3aia MaTeMaTUKH, NIPUCBSYEHUH BUBYEHHIO TaKUX
BAACTHUBOCTEH ITPOCTOPOBHX OO'€KTIB, SIKi He 3aAexkaTh Bin medopmariit
nux o00'ekTiB. lleHTpaAbHHUM MOHATTAM ToHOAOTIl 1upKyagpHoi IHK
€ Tak 3BaHe 4YHucAo 34ernaeHb Lk (linking number) mBoX moaiHyKA€OTHI-
HUX AQHIIOTIB — ABOX KiAellb, 3aKpPy4€HUX OJHE HaBKPYT OLHOIO B IIO-
OBiMHY cripasb. YHCAO 34YeNA€Hb BH3HAYAETHCS K KIABKICTH IIEPETHHIB
ONHHM LHUPKYAIPHHUM KOHTYPOM IIOBEPXHi, II0 HATATHyTa Ha APYTHUH
KOHTYp. Y HaUIpoCTiIoOMy BHNAAKY ABa KiABIA MOXKHa 34YENUTH OIHE
3 omHUM onuH pas (Lk = 1, puc. 3.24), i Oyab-aki nedopmarii Kiaens
(3a ymMm0BH 30epezKeHHS IIiAICHOCTI KOKHOTO KiAbIld) He 3MiHATH IIi€l Be-
AUYUHU: KiABIS HE MOXKHA Hi PO3BECTH, Hi 30iABIIUTH CTYHIiHBb 34YeIl-
AeHb. OTXe, 1 Ile OAHA 3 ABOX BaXXAWBUX BAAQCTHBOCTEH umHcAa 34ell-
A€HBb, Lk CHCTEeMH ABOX KiAelb € IMOCTiHHOI0 BEAHYHHOIO — TOIIOAOTIYHUM
iHBapiaHTOM, — IIOKH OOMABaA KiABId € iHTAKTHUMHU (HE MICTITH PO3PHU-
BiB). AeTKO ySIBUTHU OABa KiAbllsd, 34€MIA€HI ofHe 3 oqHUM ABa (puc. 3.24)
abo cto pasiB, aane He MOXKe OyTH ABOX 3 IIOAOBHHOIO 34YE€IAE€HBb, TOOTO
Lk e uiaum uucaom. Came I11i ABI BAACTUBOCTI YMcCAA 3YEIIAEHL 1 HaKAa-
JAIOTh TOIOAOTIYHI OOMEKEeHHS Ha MOAEKYAY LIUPKyAspHoi [ITHK.

Ha puc 3.24 nokasaHo maaHapHY (BiChb HOABIMHOI cripaai A€XUTH
B OHIiM HAoIIMHI) HUPKyAdapHY MoaekyAy JHK 3 Lk = 20. 3po3ymiao, 1110
IAsl Takoi cucreMHu Lk mOpiBHIOE KiABKOCTI BUTKIB ITIOABIMHOI crripaai.

KiapkicTh BUTKIB ITOABIHHOI crripaai modHadaeTbcd K TBicT Tw (twist,
OOPIBHIOE CyMi KyTiB TBicTa Oad BCiX map OCHOB, mogiseHii Ha 360°,
3 II03HAYKOI0 “+” mas mpaBoi cripaai Ta “-” madg AiBoi), To6TO mad maaHa-
pHoi ntupkyasgpsaoi [IHK Lk = Tw. HatiBurigaimuii TBict AHK Two (dacto
3alIUCYEThCS TAaKOXK K Lko) BU3HA4YaA€ThCH 30BHIIIHIMH YMOBaMH Ta IIO-
CAIJOBHICTIO IIap OCHOB (THIIOBE CepenHE 3Ha4YeHHsS 3a (Pi3ioAoTiyHUX
yMOB BianoBigae nmpubau3no 10,5 napaM OCHOB Ha BHUTOK ITOABIiMHOI CITi-
paai), ToOTO 30BCIiM He IOBUHEH OyTH I[IAUM YHUCAOM. AHIIE TOMi, KOAHU
Tw = Two (IPUIYCTHUMO, IO IId YMOBAa peaAi3yeTbcd OAS IIPHUKAALy Ha
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puc. 3.23, i Two = 20), npu 3amukanHi B Kiaple [JTHK Habyne HafibiabII
€HEePreTUYHO BUTIAHOI IAaHapHOI POPMH, Y CKAAAi SIKOI peani3yerbcd
MiHiMaABPHUH BUTUH MOAEKYAH.

Puc. 3.24. AiBopyd4: ABa KiABIII 3 Pi3HUM YHCAOM 3Ye€IIA€Hb LK, y TOMY 49HCAi —
nmaaHapHa opma nupkyasapaoi [IHK 3 Lk = 20. ITpaBopyd4: 36iabIIeHHI
491 3MEHIIEHHS CTYIIeHd 3aKPyTKH MOABIMHOI crripaai Ha oguH 0b6epT
IPU3BOAUTE BIAIIOBIHO A0 IO3UTUBHOI YK HETATHUBHOI HaACHipaailartii

Ario xk (9K 1e 4dacrtime 6yBae) Two HE € I[IAUM YHCAOM, 3aMHUKAHHS
B KiABbIle (TOYHE 3BE/IEHHS KiHIIIB 000X AQHIIIOTIB) € MOXKAUBUM abo 3a pa-
XYHOK 3MiHH TBicTa OO0 IliAOTO 3Ha4YeHHS (Tpeba MOiAKPYyTUTH MHOABIHHY
criipaab, 1106 BUCTaBUTH OAWH KiHEIlb TOYHO HAIIPOTH OMLHOTrO0), abo IIIAs-
XOM OOJATKOBHX BUTHHIB MOAEKYAHW 3 BiIXUACHHSM BiJ maaHapHOI op-
MHu. Y Oyab-gKkoMy pasi 3aMHUKaHHS B KiAblle OyZle MOXKAWBUM AHIIE 34
ymoBH Aedopmariiii moaekyau JHK.
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OT3ke, y 3araAbHOMY BUIAIKY, KOAU Lk (dKe Ma€e OyTH IIAMM YHUCAOM)
He 30iraeTbcda 3 Twop, YUCAO 3YETIA€Hb Ma€ ABi CKAAZOBi 3TiAHO 3 PiBHSH-
HAM Yalita — Pyasepa (James H. White, F. Brock Fuller):

Lk=Tw + Wr,

ne pausumar Wr (writhing) — mapamerp, SKUNM € Mipoio BiIXWA€HHS OCi
noaBitiHOi cripaai Bim maaHapHOI KoHirypamii (mas ImaaHApPHOTO KiAbIld
Wr = 0). Po3nomia BeAnduHU Lk I10 IBOX CKAQIOBUX 3aA€KUTH BiJl MeXaHi-
9YHUX BAacTHUBOCTel Moaekyau [HK: Toit dpakT, o Lk # Two, 03Ha4Yae Ha-
gaBHICTE medopmarltii (BimxuaeHHd KOHGoOpMAaIlil Bixg HaWBHUrigHINIO) 1 04
nedpopMamisa MiHIMIZyeThCH, PO3IIOMIASIOYUCH IIEBHUM YHMHOM MiXK 3MiHOIO
TBicTa ATw = Tw — Two 1 HEHYABOBUM PAaM3UMHIOM YHACAIZIOK 3POCTaHHS
BUTUHY MoAeKyAH. OTKe, 3araAbHOIO0 Miporo aedopmallii € BeAnduHa

ALk = Lk - Two = ATw + Wr.

OcCKiABKU 3POCTaHHSI PaM3MHTY (IPU 3POCTaHHI 3arasbHi nedopmartii)
moB'sd3aHe 31 chipaaizarliero oci moaBiHiHOI cmipaai — Hadcnipanizauyiero
(supercoiling), BeanynHa ALk BUKOPHCTOBYETBHCH SIK Mipa HaJCIHipaaizartii
B mupkyagapHiin [JJHK. Takum ymHOM, Haacmipaaizaimig € TUM OiAbIIIOIo,
guM Oiabilie Lk BigpizHseTbes Big Two, 1 9uM Oiabllla HATIpyra, MOB'sS3aHa
3 pedpopMarniero, Hakonuuyerbes B JJHK.

Omnmcase iaroctpye puc. 3.24 Ha npukaazni JAHK i3 Two = 20. ko 3po-
OUTH OHOAQHITIOTOBUU PO3PUB, 30iABIIUTH KiABKICTH BHTKIB HOABIHHOL
cripaai Ha 1 (3akpyTHUTH NOABIMHY CIipasb TOPCIHHO) i 3aIlIUTH PO3PUB,
BiIHOBUBIIN KOBAaA€HTHHH 3B'€30K, TO THM CaMHM KiABKICTb 34YE€IIA€HDB
3pocte Ha 1: ALk Habyne 3HadeHHS +1, gKe PO3IOMIAHUTHCS MiXK 3MiHOIO
TBicTa Ta padi3uHroM. Y IILOMY BHNAAKYy KaKyTb IIPO No3umueHy Haocni-
panizayiro, ssKa € TOIIOAOTIYHO €KBiBaA€HTHOIO 3POCTAHHIO 3aKPYTKU IIO-
OBiMHOI cripaai. BinmoBingHo, poskpyueHHs HOABIMHOI coipaai Iicas pos-
PHBY Ta HACTyIIHE BiIHOBAEHHS IIiAICHOCTI Aa@HIIIora IIPHU3BELE OO Heza-
mueroi Haocnipanizayii 3 ALk = 1.

OnnakoBi nupkyadpHi moaekyau [IHK, aki pisHaTbca Auillle KiAbKic-
TIO 3YENAEHBb (9K TPU MOAE€KyAH 3 Lk = 19, 20 Tta 21 Ha puc. 3.24), Ha-
3UBAIOTBECS monoizomepamu. 3PO3yMiAo, M0 IIPAKTUYHO 3aCTOCYyBaTHU
OIIMCaHy HNPOLEAYPY AAd OTPUMAaHHA Pi3HUX TOII0I30MEPIB JOCHUTH BazKKO.
Aae 11le MOXHa 3pOo0UTH, 3MIUCHUBLIM eH3uMaTudHe 3muBaHHg [JHK
V¥ KiAbIle B Pi3HUX yMOBax, III0 BiANIOBiZAIOTH Pi3HUM 3HA4YEHHSIM Tuwp.
OTpumMani TomoizoMepu OyAyTh BiANOBiZaTH HalMEHII €HEPreTHYHUM
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dopmMaM — TaKHUM, A SKUX 3Ha4eHHS Lk € MaKCUMaAbHO HaOAMXKEHUMH
00 3HadYeHb Ha#WBurinHimmoro twicta. IIloifiHO 3amuKAeHHS BimOyaocd,
3HaueHHd Lk 3aAuNIaeThbCd HE3MiHHHM. A 3MiHa yMOB i HOBe 3HA4Y€HHS
Two mpuBene [0 3POCTaHHS BeAWYMHH ALK y HeraTUBHHUH YU ITO3UTHB-
HUH 0iK i, BiAIOBiHO, HaacHipaaisarii.

3 ixmoro 60Ky, 3Ha4YeHHsS Lk 3aAUIIA€ETbCS HE3MIHHUM AUIIIE 3a YMOBHU
IiAiCHOCTI 000X TTOAIHYKACOTHIHHUX AQHIIOTIB. JIKIIO BHECTH XOo4da O OOUH
PO3pUB y x04Ya O OAWH i3 AQHIIOTIB, [ABa KiHII AQHIIOTa B MICIi PO3PUBY
OTPUMAIOThL CBoOOmy ofepTaTHcs HaBKpPYr IiHTAKTHOTO AaHIIOTa.
Y pesyabTati Oyab-siKa HaICHipaaisallid i moB'd3aHa 3 HEI0 eAacTHYHAa Ha-
IIpyra 3HUKHYTB — BiIOyZeThcs peniaxcayis HupKyaspHoi [JHK.

ass HeraTuBHO HancmipaasizoBaHnoi [JJHK icHye Iie oguH HIAGX pesakca-
mii (mpuHaiMHI 9acTKOBOI) 6€3 pO3pHUBIiB — AOKaAbHE PO3KPYyYyBaHHS
noaBiiiHOI cmipaai. ITpunmyctumo, 1o ainifiHa moaekyaa [JHK i3 Two = 20
(ax Ha puc. 3.24) MoxKe iCHyBaTH TaKOXK y (popMi 3i 3pyHHOBaHHUM (pO3IIAaB-
A€HHM) OOHUM BUTKOM MOABifiHOI cripaai, To6TO 3 BeamunHow Two = 19.
3a (i3ioAOTiYHUX YMOB PO3BEAEHHS AQHIIIOTIB ITOTPeOye 3pOCTaHHS BiAb-
HOI eHeprii, To6TO Taka dopMa € HEMOXKAHUBOIO. AA€ AOKAAbLHE IMAABACHHS
IoABiMHOI cripaai y CKAai HEraTHBHOTO TOIOi3oMepy Oyae CyIIpoOBOIKY-
BaTHUCh TAKOXK 3HUKEHHSM BIABHOI €Heprii 3a paxyHOK peAakcallii, OCKiAb-
Ku ALk = 19 — 20 = -1 3minuTeca Ha ALk = 19 — 19 = 0. ¥ pesyabTari,
AKIIO 3araAbHa BiABHA €HEpPTrid 3HU3UTBLCS, AOKaAbHA mectabisizariia mo-
OBiMHOI crripaai craHe iMOBipHIIIO0. 3a TaKUM CaMHM MEXaHi3MOM — €He-
PreTHYHO HEeBUTiAHe KOH(OpMAlliffHe IIePEeTBOPEHHS CTAa€ BUTIOHUM 3a
PaxyHOK TOro, L0 3HiMae HeraTUBHY HaCIIipaAi3allilo B KiABIi — y Hera-
TUBHO HazcmipaaizoBaniii [JHK (3a ¢isiororiuHux ymoB!) BigOyBarThCH
¥ iHImi KoH(opMalliliHi ITepeTBOPEHHS (HAIpUKAa[, Ilepexin yB Z-jpopMy,
dKa XapaKTEepPHU3YIOThCH PO3KPYUYEHHSM IOABiMHOI cHipaai HOpPiBHAHO
3 B-IHK). OckiabKH OiABIIICTb (PYHKIIIOHAABHUX IMIPOIIECIB, IO BimOyBa-
oTbcd Ha [JHK, moTpebyroTh AOKaABHOTO PyHHYBaHHS HOABIMHOI crripaai,
3p0o3yMin0, II0 HeraTHWBHa HaCIIipaaisallis akKTHUBYE IIi IIPOIIECH, IIOAET-
LIYIOYH TaKe PyHHYBaHHS Ha IIEBHUX HaWMeEHI CTabiAPHUX MiASTHKAX.

3 iHmoro 60Ky, (PyHKIIIOHAABHI IIpolecH (y IIEPILy Yepry, TPaHCKPHUII-
1ig i penaikartis) cami IIpuU3BOALTH A0 BUHUKHEHHS HajcHipaaisarii. IIpo-
XOMI’KEHHSI TaKOTO IIPOIIECy IIOB'sI3aHE 3 II€PECYBaHHSIM (TPaHCAOKAILIEIO)
y3noBxk [JHK Toro 4u iHmoro gepMmeHTy (mpaHciokasu), SKUH AOKAABHO
pyiiHye moaBiiiHy cripaab. Takumu TpaHcaokazamu € PHK- i [THK-moai-
Mepasu, dKi po3rAagaTUMyThbCd B HACTYIHUX poO3MiAaxX, a TaKOXK iHIIL
depmenTu. Ockiabku Moaekyasa [AHK — cripass, mepecyBaHHA TpPaHCAOKA-
34 Ma€ CyIpPOBOIKYBATUCH abo i o0epTaHHAM HaBKPYT OCi ITOABIHHOI CIIi-
paai (Ha KmTaaT obepTaHHS raliKy HaBKPYT I'BUHTA), ab0 IIPOKPyYyBaH-
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HIM camoi moABiiiHOI cmipaai (oO0epraHHaM rBuHTA B raiii). Came apyra
MOXKAUBICTE 1 peaai3yeThCsd, OCKIABKH TpPaHCAOKAa3a IIpalioe 3aBXKIU
Yy CKAaJi BEAN4YE3HOI'O0 MyABTHOIAKOBOrO KOMIIAEKCY — “raika” € HaaTo Ma-
cuBHOI0O. Kpim Toro, TpaHcaokasza Moke OyTH 3assKOPEHOI0 Ha CKEAETHUX
CTPYKTypax, 10 poOUTH i 00epTaHHa B3arasi HEMOXKAUBUM. SIKIIO (9K I1€
Mae micie y kaituni) Kinmi JTHK xopcTko 3adikcoBaHi Ha TUX CaMHUX CKe-
AETHHUX CTPYKTYypax i He MOXKyTb OOepTaTHUCs, TPaHCAOKAllid Oyne CTBO-
poBaTH TomoAoriuHi mpobaemm (puc. 3.25). Y mporeci mepecyBaHHS
B310BxK [IHK TpaHcaoKasza pyHHYy€E IOABIHHY cHipaasb IloIiepeny Bim cebe
U BigHOBAIOE ii mmo3any. AOKaabHE PO3KpydyBaHHS IIOABIMHOI cIriipaai Iio-
Iepeany TPaHCAOKA3H Mae OyTH KOMIIEHCOBAHUM IIO3UTHBHOIO HACIIipaai-
3alli€lo, BiJHOBAEHHd CIIipasi (3akKpydyBaHHd) — HaJACIipaai3alli€ro Hera-
TUBHOIO. Y pe3yAbTaTi momnepeny ¥ Iosany Bifl TpaHCAOKa3W BUHHUKAIOTH
ABi “xBUAL” HaAcHipaaisallii IPOTHAEXKHOTO 3HaKy (puc. 3.295).

‘—>
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Puc. 3.25. [IBi xBUAi Hagcmoipaaizariii
y mporieci po6oTH TPaHCAOKA3H

3po3yMmiso, III0 HAKONHYEHHS TaKOi HajcIipaasisamii (eaactudHoi Ha-
IPYyTHU) He MOXKE IIPOAOBKYyBAaTHCh HECKIHYEHHO: BPEIITi-penrT Hampyra
Oyne OAoKyBaTH mpolec TpaHcaokallii. OTxke, Mae OyTu crocib po3B'd-
3yBaTH 110 IpobaeMy — 3HIMaTH HajcIlipaaizaitito, peaakcyroum [IHK.
[HCcTpyMEeHTOM, BUKOPUCTOBYBAHUM [OAS IIBOTO, € CIIElliaAbHI (DEPMEHTHU —
JHK-Tronoizomepasu (topoisomerases). OCKIABKM 3MiHa KIiABKOCTI 34erl-
A€Hb € MOKAWBOIO AUIIIE 32 YMOBHU IOPYIIEHHS ITiAICHOCTI IIOAIHYKA€OTHI-
HUX AQHITIOTIB, 3araAbHUE MeXaHi3M poO0OTH TOIoi3oMepas IOAdTae y BHe-
CEHHi PO3pHUBY (IIPH IIBOMY OAMH KiHEIlb AQHIIOra THMYaCcOBO KOBAAE€HTHO
IIPUIINBAETHCS 0 3aAUIIKY Tyr y aKTUBHOMY LIEHTPi (pepMeHTy, a iHIuH
3aAUMIAETHCSI BIABHUM) 1 3BOPOTHOMY 3IIIMBAaHHI [IBOTO PO3PUBY; 3MiHa Lk
BiA0yBa€THCA y IPOMIKKY MizK ITUMHU JBOMA ITOiSIMHU.

Tomoizomepasu moAiAdOTECA Ha ABa Kaacu. Tonoisomepasu I
(MoHOMepHI 6iAKH), SIKi ITOAIAGIOTECA Ha ABa migkaacH la i Ib, 3aificHIOIOTE
ogHOAaHIIOTOBUM po3pi3 [AHK. Tonoizomepasu Ia (IpUCYyTHI 9K y IIPO-
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TakK i B eyKapioTiB) 34aTHiI peaakCyBaTU TIABKM HETATHBHO HaJCIIipaaizo-
Bany [HK. ®epmenT ynizHae aecrabiaizoBaHy miASHKY IoABifiHOI cmipaai
(axka Mae OyTH HOPHUCYTHBOIO B HETaTHBHO HACITipaAi3oBaHili MOAEKYAI,
[UB. BUIIE), POOUTHb OMHOAAHIIIOTOBUH PO3PHUB i IIPOTATYE KpPi3b HBOI'O iH-
TaKTHUH AaHIOT (pHC. 3.26). Y pe3yAbTaTi 4YHMCAO 34YETIA€Hb 3MIHIOETHCH Ha
ONVHUITI0 B HANIPSMKYy 3HHXKEHHsS pPIiBHA HETaTHUBHOI HaacIipaaizarii.
OcKiAbKY BIHi3HAETHCA mecTabirizoBaHa miAdHKA, Toroizomepasa la crpa-
IIBOBYE TIiABKH 3a HasIBHOCTI JOCHUTH BHCOKOI HeraTHMBHOI HaJCIipaasizarrii
i He 3maTHa peaakcyBatu [IHK moBHicTioO — 3HM3uTH ALKk mo 0. OcHoBHa
POAB TOIIOi30MeEpa3 IILOT0 THILY — IIIATPUMYyBaTH IIEBHUM ONITUMaAbHUHN pi-
BeHb Hazacripaaizamii B /IHK 6akTepiaabHOI KAITHHH.

Puc. 3.26. Cxema fii Tomoizomepas la

Tonoizomepasu Ib (TiAbKU e€yKapioTW4Hi) mepeBomaTh Oyab-aky [HK
Yy MaKCUMAaABHO peaakcoBaHUU craH. MexaHi3Mm ixHBOI ail € myzke mpoc-
TUM: MYABTHIOMEHHUH MOHOMEPHHH 0iroK 3B'a3yeThcd 3 JJHK, oTodyrouu
noABiliHy cripaab 3 ycix 6okiB (puc. 3.27); 3MiHCHIOETBCS OIHOAAHIIIOTO-
BUH po3puB (OuB. puc. 3.27, a); OAWH i3 KiHIIiB, 9Ki YTBOPHUAUCH, OTPUMYE
3MOTy BIABHO O0€pTaTHCHd HaBKOAO iHTAKTHOTO AAHIJIOTA; ITiCAS TPHOX-
YOTHUPHOX BUIIAIKOBUX O00EPTIB PO3PHUB 3IIUBAETHCH, i (PEPMEHT AUCOLIIOE.
OcCKiABKY 00€PTH € BiABHUMH, BOHH 3OiHCHIOIOTECS B HAIIPSIMKY 3HUKEH-
HS HaAIIpyTU — MaKCHUMaABbHOI peaakcarltii. 3po3ymiao, 1o Lk B pe3yabTarti
poboTH ToIl0i30MEpa3U 3MIHIOETHCS Ha BEAHMYUHY, KpaTHY OAWHUILL, —
Ha KiABKIiCTBH 00epTiB.

TakuM 9YHHOM, TomoizoMepasu | 000X THUITIB 3MiHIOIOTH YHCAO 3YENAEHbD
HIASIXOM 3MiHHU TBiCcTa IOABIMHOI cripaasi. [HIMOIO CIIIABHOIO 03HAKOIO TOIIO-
i3omepas | € He3aaexkHicTh IxHBOI akTHUBHOCTI Bin ATP: BimHOBA€HHS IiAic-
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HOCTi MOAIHYKACOTHUIHOTO AQHIIOTA BiAOyBa€THCA ITiCAS THMYAaCOBOIO KO-
BaA€HTHOTO ITPHUIIUBAHHS OMHOIO 3 KiHIIB [0 aKTUBHOIO LIEHTPY pepMe-
HTY ¥ He noTpedye 30BHIIIHIX A3KepeA BiAbHOI eHeprii.

Puc. 3.27. EykapioTu4yHa Tonoizomepasa I
y komnaekci 3 [IHK y nBox npoekuiax (1K4S)

Tonoisomepasu II, Ha BiAMiHy Bin ToIloizoMepa3s IIEPILIOrO KAacy, 3Mi-
HIOIOTb YHCAO 3YENA€Hb IIIASIXOM 3MIiHU paM3uHry IupkKyadgpHoi [IHK.
€ ¥ aBi iHm BigMiHHOCTI: 1Ii cyOOmMHWYHI OiAKM MaloTh ABa aKTHBHI
LIEHTPH, B IKUX BiIOyBa€ThCS PO3Pi3aHHA 000X IMOAIHYKACOTUIHUX AQHIIO-
riB; PepMEHT € aKTUBHHUM TIiABKH y npucyTHOCTI ATP, rimpoais sskoi BHKO-
PHCTOBYETBCH OAd 3AIMCHEHHd KOH(OpMaLifHuX 3MiH Oiaka. CTPyKTypHi
JOMEHU [OBOX CYOOAMHUIL eyKapioTudHoi ToroizoMepasu II (puc. 3.28)
abo 4oTHpH CyOOAMHUII ITPOKAPIOTHUYHUX TOMOi30Mepa3s IIbOr0 THUILY yTBO-
PIOIOTH CBOEPiHI BepXHi Ta HUXKHI “BopoTa”, IKi 34aTHI PO3KpUBATHCS Ta
3aKpUBATHCH IIPU CTPYKTYPHUX IHepeOy1oBax.

Cxemy pobotu Tomoizomepasu II 306pakeHo Ha puc. 3.29: 1) miagHka
JHK, gka HazuBaeTbcsa G-CETMEHTOM, 3B'SI3YETHCS 3 (PEPMEHTOM, IO BU-
KAUKae cropigHeHicTs pepmeHTy no ATP; 2) y BignoBigb Ha 3B'S3yBaHHH
ATP BimOyBaeThcsa KoHQoOpMallifiHa 3MiHa, SKa CYIIPOBOMKYETHCS 3aMHU-
KaHHgaM iHIIoi 3B'd3aHoi miaguku [JHK - T-cermeHTa, i ABOAAHITIOTOBUM
po3puBoM y ckaadi G-cermeHta; 3) BimOyBaeTbcs rigpoaiz ATP, 1o mpu-
BOOUTH OO0 IIPOIITOBXyBaHHA T-cerMeHTa Kpi3b PO3pPHUB; 4) 3[iHCHIOETHCI
3IIUBaHHS PO3PUBY Ta 3BiAbHEHHd 000X cerMeHTIiB. lllagxom ommcaHoi
omepallii MOXKHa MIEPETBOPUTH, HAIIPHUKAAJ, OLHY HaJACIipasi3oBaHy MO-
AEKyAy Ha puc. 3.24 B iHIIy, 3BiOIKHU 3PO3yMiAO, IO YHUCAO 3YEIIA€HB IIPHU
poboTi ToroizoMmepas Il 3MiHIOETECA HA BEAUYHUHY, KPaTHY ABOM.
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Puc. 3.28. EykapioruyHa Tonoizomepasa II (1BJT)

T- cermen'r
2 ATP

%_?Pi

%—%@T%

2ADP, Pi

Puc. 3.29. Cxema gii Toroizomepasu II

Hamnpsmok 3minu Lk 3aseskuTh Bing B3aeMmHoi opienTtarttii G- i T-cermeHTIB.
Eykapiotuuni TornoizoMmepasu Il 1o3BoAdioTh 00MABI opieHTAllil: ¥ pe3yAabTaTi
Lk 3MmiHIoeThCsl B HaIpaMKy peasakcawii JJHK. Aae mo Kaacy Toroizomepas Il
HAAEKUTh TAKOXK OaKTepiaabHUM (PepMEeHT — 2ipasa (gyrase), SKUi [OoImycKae
TIABKH OfHy OpieHTallifo — i 306paskeHo Ha puc. 3.29. PesyaprraroMm poboTHu
ripa3u € 3MiHa Lk TiABKM B OJHOMY HaIIPSIMKy — HAKOIIMYE€HHS HEraTHBHOL
Hazcripaaizarii. Lle mae BaskAWBI (PYHKITIOHAABHI HACAIIKH, OCKIABKH CIIPH-
s€ aecrabiaizariii moasitiHoi coipaai /IHK Ha ITeBHUX BaXKAUBHUX TIATHKAX.
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Po3oin 3. THK

KOHTPOABHI SAITHTAHHSA

1. 3 g9KHUX TPBOX E€AEMEHTIB CKAamaeThbCcad HyKaeoTuA? HasBiTh OCHOBHI
¢i3UKO-XiMiYHi BAACTHUBOCTI ITUX EAEMEHTIB.

2. YuM XiMiYHO BiApPi3HAIOTHCHI MixK C0O00I0 pubO- i 1e30KCUPHOOHYKAE]-
HOBi KUCAOTU?

3. MixX gKUMH XIMIiYHUMH TpPyIIaMU yTBOPIOETHCH IOAIHYKACOTHUIHUN
AQHITIOT 34 PaxyHOK KOBAA€HTHOI'O 3B'43Ky ? SIK MO3HA4YarOThCS KiHIII AaH-
Lrora i 4oMy came Tak?

4. OnuuIiTh OCHOBHI pUCH CTPYKTYPH moABitiHoi cripaai THK.

5. ki B3aemomii cTabiaidyroTh noABifiHy cripasb? 1110 A€KHUTHL B OCHOBI
KOMIIAEMEHTApPHOCTI HYKAEOTH/IB i sKe 3HA4YeHHsS Ma€ KOMIIAeMeHTap-
HICTB nAs cTabiaizartii crripaai?

6. 9Ki cTpyKTypHi (popMHU MOABIHHUX cHipasell HYKA€IHOBHX KUCAOT BHU
3Haere? YuM BOHHU BiApPi3HAIOTHCA? JAKi 3 1IUX POPM € OCHOBHUMHU (POP-
MaMH icHyBaHHdA noaBifiHux crripasett [ITHK i PHK in vivo?

7. dki KoH(pOpMaLifiHi TapaMeTpyu XapaKTEepPHU3yIOTh BUTHH i CTYIiHb
crripaabHOI 3aKpyTKU Moaekyau [JHK?

8. HanuiiTe yci THIIN AUHYKACOTHIHHUX KOHTAKTIB y CKAQl HOAIHYKAE-
OTHUIHOTO AQHITIOra Ta y CKAai IMoABiHMHOI cripaai. fK i YoMy pi3HATBECH IIi
aBa HAOOPHU KOHTAKTIB?

9. YuMm BHU3HAYAETHCH AOKaAbHA KOH(opMAIlisd Ta AUHAMIUYHI BAACTHBO-
CcTi TToABIHHOI crripaai?

10. Ha3BiTh OCHOBHi CTPYKTYPHi MOTHUBHU 0iAKiB, KOTPi B3a€EMOIIOTH i3
JHK. $ki eaemeHTH CTPYKTypH O0iAKiB 3asydaroThbCcd [0 B3a€EMOIIl,
1 3 IKUMU CTPYKTYPHUMH €AEMEHTaMU IOABIHHOI criipaai?

11. B3aemonii sskoro Tury peaaisyrorbcsa Mixk [JHK i biakamu?

12. 1o 4oro mpHUBOAUTE B3a€EMOisl €AEMEHTIB PEryAdpHOi BTOPHUHHOI
CTPYKTYpPHU 0iAKiB 3 MaAr€eHBKHUM 3kK0A00KoM [THK?

13. ChopMmyAaroiiTe TOAOBHUM NPUHITUI, 38 IKUM 3/IIHCHIOETHCH CIIEIIH-
¢iuHe BITi3HAHHA 0iAKOM IT€BHOI ITOCAIZOBHOCTI rmap ocHoB IHK.

14. [Ilo Take 4YHUCAO 3YEIIA€HBb, TBIiCT i pal3mHr nupkyagpHoi JHK?
9k criBBimHOCATBCA 11i BeamduHU? 1o Take ToImoizomep?

15. 9k BuUHUKae HajcHipaasiszanis B nupkyaspHux [JHK? fka pizHug
MiX HETaTUBHOIO Ta IMO3UTUBHOIO HaJCIipaiizalli€ro?

16. Y oMy moasraroTh OCHOBHiI MeXaHi3MHU POOOTH ¥ (PYHKIlIOHAABHE
sHadenHd [HK-Tomoizomepas?
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Po3oir 4

OPTAHIBAILIIS AHK Y KAITNNHAX:
I'EHOMM TA CTPYKTYPA XPOMATHUHY

Il n'existe rien hors contexte.

J. Derrida

— Her, — orBeruna Maprapura, —
Ooiee Bcero MeHsI MOpakaeT, TIe Bce
3TO NOMEIAeTCs.

M. Byneaxos. Mactep u Maprapura

Oprasnisarisi reHOMiB

T'enemuunuii K00

Y mocaimoBHOCTI HykRAeoTHAIB [JJHK 3anucana iHdopmallisa mpo mocai-
JOBHICTh aMiHOKHCAOT y cKAai 0iakiB. BiAmmoBigHICTh MiXK UMM ABOMAa
TUIIAMH TEKCTIiB — MiXK KOMOIHaIliIMH HYKACOTHIIB i aMiHOKHCAOTaAMH —
HA3UBAETBCH 2eHEMUUHUM KOOOM. 3arasbHa KiABKICTH KOMOiHAIill 11O
[IBa HYKA€OTHIU i3 YOTUPHOX NOpiBHIOE 16, a 1o Tpu — 64. TobTo MiHIMAa-
ABbHA KIABKICTh HYKACOTH/AIB y OOHOMY CAOBI HYKA€OTHIHOI'O TEKCTY,
OCKIABKH TaKHMH CAOBaMHU IOTPiOHO 3akoayBaTu 20 aMiHOKHCAOT, Mae€
nopiBHIOBaTH TphoM. CaMe Iie ¥ crocTepiraeTbcd: OHE CAOBO — KOOOH —
aBAsSI€ COD0I0 TPUIIAET HYKAECOTHU/IiB.

[TocaimoBHOCTI BCcix 64 KOOOHIB (y HampsaMKy Big 5'- go 3'-KiHIII
y ckaazni MPHK) maBeneno Ha puc. 4.1. Cepen 64 KOAOHIB TpU € CUTHaAa-
MU 3yIIMHKH CHHTe3y 0iAKa (CTOII-KOAOHHM, a00 HOHCEHC-KOOHH), perrTa —
61 3MIiCTOBHHH KOJOH — BiANIOBiHalOTh ABaALFATH aMiHOoKucaoTaM. CriB-
BiAHOIIIEHHS MiXX KOLOHAMH Ta aMiHOKHCAOTAMHU € OIHO3HAYHUM: II€BHUM
TPHUIIAET KOAYE OAHY i TIABKM OAHY IIEBHY aMiHOKHCAOTY. 3BOPOTHE CIIiB-
BiTHOIIIEHHS HE € OMHO3HAYHHUM: OiABIIICTE aMIHOKHUCAOT KOAYIOTHCH KiAb-
KOMa TPHUIAETAMH — KOI € 8upooskeHum. [Bi amiHokucaotu — Trp i Met —
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HEBUPOMXKEHI ¥ KOAYIOTBCS AHUIIEe OAHHUM KOOOHOM KOXKHAa. YcCi iHmIi
18 aMiHOKHCAOT KOAYIOTHCSI CEPIAMH KOMOHIiB-CHHOHIMIB — Big ABOX OO
HIecTH KOJIOHIB Ha cepiro.

2H HYKAEOTHIA
U c A G
UuuU UCU ) UAU UGU
vucJ FRe | ycc UAC ' | vac ys
> Ser
. UUA UCA UAA 7 o |UGA stop
1it vucS ** | uca J UAG UGG Trp
CUU Y CCU ) CAU } i | CGU
H cuc cce CAC S | cac
y > Leu > Pro Arg
< CUA CCA CAA } o | CGA
A CUG J CCG ) CAG T | caag
R AUU ) ACU ) AAU } AGU
avc | ACC AAC J Asn | agc S Ser
o J’ € . Thr
T AUA ACA AAA } AGA
u AUG Met |ACG J AAG J s | Agg S At
I GUU GCU GAU } GGU
GUC GCC GAC | AsP | gGe
Val - Ala Gly
GUA GCA GAA GGA
GUG GCG GAG J %' | gGga

Puc. 4.1. TabAHUIld T€HETUYHOTO KOy

SIKINO pO3TASHYTH TPHUIIAETH CHHOHIMIYHUX Ccepil, cTae O4eBUOHUM, IO
TPU HO3UILLi KoZIoHA HEPiBHO3HAYHI:
e HaifBasKAUBIIIOI [AS BU3HAYEHHS 3MICTy KOJOHA € KOMOiHaIllid
HYKA€OTHIB y HepIIii i ApyTil mo3uilii, mpu oMy Apyra HO3U-
I[iT BU3HA4Ya€ 3MiCT KOmoHA HAMOIABII KOPCTKO — HYKAEOTHUIHI
3aMiHH IIO APYTiH IO3UIIii 3aBXAW HPHUBOALTH A0 3MiHH 3MiCTy
(aMiIHOKHUCAOTHOI 3aMiHH).
e HaliMeHII 3MiCTOBHOIO € TpEeTd MO3UIlid — HYKACOTHUIAHI 3aMiHU
B Hit1 y 70 % BuUnazkiB He IIPUBOASTEL 00 3MiHU 3MiCTy KOIOHA.
3asexkHO Bif TOro, SKHUH HYKA€OTH[ CTOITh y APYTiHM mmosuiii, yci Ko-
OOHU Ta BIiANOBIAHI aMiHOKHCAOTH MOXKHAa PO3OIAUTH HA YOTHUPHU TPYIHU
(qoTupHu cTOBIYUKU B Tabauili koxy Ha puc. 4.1). BuaBasgerbcd, 110 10
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rpynu U (ypauua y Opyriii mosuilii) HasekaTh TigpodoOHI aMiHOKHCAOTH
BEAUKOT'0 PO3Mipy 3 IIOBHICTIO aAipaTUYHUMH OOKOBHMU 3aAUIIIKAMU (OHUB.
TakoXK pHC. 2.1). ToOTO HyKA€OTUHI 3aMiHU B HepIifl Ta TPeTiH Io3UuIiax
y MexKax ILie€l I'pylld He BUKAWKAIOTH 3MiHH BAACTUBOCTEH aMiHOKUCAOTH,
MiHIMI3yIOYH BIIAUB TaKHX aMiHOKHCAOTHHUX 3aMiH Ha IIPOCTOPOBY CTPYK-
Typy 6iaka (auB. po3aia 2). [Jo rpyi A HaseXKaThb BEAHKI ITOAIPHI aMiHOKH-
cAOTH (32 BUKAlodeHHAM Tyr, ase ¥ BiH, Xo4a 3arasoM TigApooOHUH, TaKOXK
3/1aTeH yTBOPIOBATH BogHeBUHM 3B'd30K). ['pyna C cdhopmMoBaHa Mas€HBKH-
MU aMiHOkHcaoTaMHU. [lo rpynu G HOTPalAgIOTh aMiHOKHMCAOTH 3 €KCTpe-
MaABHHUMH BAAQCTHBOCTIMH: Haiibiabmia rigpodobHa — Trp, Haiibiapia 1o-
AgpHa — Arg, Ha#ibiabI peakilifino3natHa — Cys, HaiiMeHa — Gly.

FeHeTHYHUH KO € MNOCHUTH VHiIBEpPCAaABHUM — HaBeAeHa TabAWIIS KOy
peaanisyeTbca 9K aag 6akTepii, Tak i mag ccaBLiB. OgHAK y OEIKUX BH-
naakax (OKpeMi ITpoKapioTH, rpudu, BOAOPOCTi, a TaKOXK aBTOHOMHA TIe-
HETUYHa CUCTEMa MiTOXOHAPIill) CIOCTEePIiraroThCd HEBEAHYKI BiIXUACHHS
Bin 11i€l yHiBepcaabHOI TabAMIL.

a W' g a2 g \ 7 a W' g Y

AUGCCAGAUCCCGAA...UGA

7

Puc. 4.2. Tpu MOXAUBI paMKH 34YHUTYBaHHS, OAHA 3 SKHX
(mo3HaYeHa YEPBOHUMH AY?KKaMH) € BiIKPUTOIO

[Tpu cunTesi 6iaka (po3mia 8) TPUIIAETH 3YUTYIOTHCH 3 HYKAEOTHIHOTO
TEKCTy OAWH 3a OOHUM: CYCiAHI TPHUIIAETH HE MIEePeKpHUBAIOTHCS, i MixK
HUMH BifCyTHi npoMixkku. BignmoBigHo, OyAb siKa IIOCAIIOBHICTb HYKAe-
OTHIIB MOXKe OyTH HpodyHhTaHa TPbOMAa Pi3HUMHU CIIOCO0aMH — MIiCTHUTH
TPU paMKH 34YUTyBaHH4A (puc. 4.2). PaMmKa, 1110 3HaXOAUTBHCS MiXK cTap-
TOBUM (HacTillle IK CTapTOBUH BHKOPUCTOBYETHCS METIOHIHOBUH KOIOH
AUG) i cTOI-KOZOHOM, HA3UBAETHCH BIOKPUMOI0 PAMKOIO 3UUMYBAHHS
(ORF, open reading frame).

TI'ernu

BinkpuTa paMKa 34UTyBaHHd (KOAyloda IIOCAIMOBHICTB), KA MICTHUTH
indopmalliro mpo aMiHOKHUCAOTHY ITOCAIZOBHICTB OiAKa, € HaHBasKAUBIIIIOIO
3MIiCTOBHOIO YaCTHHOIO 2eHa (gene). Aae Iad Toro, mob Biadysack ekcnpecis
reHeTu4dHoOl iH(opMmarii (uepe3 cunrTe3 PHK i maai — 6iaka), He MEHIII BaXK-
AUBUMH € PeTyAaTOpHi rmocaimoBHOCTi JAHK, gKi 3a paxyHOK CIIOPiAHEHOCTI
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a0 crernu@ivyHUX 0iAKiB BUKOPHCTOBYIOTHCS OAS BMHUKAHHS / BUMHKAHHS
TpaHCKpUILIi (OuB. po3niau S5, 6) 9k mepiuoi cramii ekcrpecii reHa. OTxe,
BH3HaA4YEHHS I'eHa MOXKHa CPOPMYAIOBATH TaK: 2eH — ye dinaunra JHK, sika
€ HeobxioHoro i docmamHbor0 0Nt NOBHOUIHHO20 CUHMeE3Y PYHKYIOHATLHOL
monexynu PHK. [linaaka [IHK, gka Mmozke BBa>kaTHCS I'€HOM, Ma€ MiCTH-
TH KOAYyI0Yy IIOCAIOBHICTH, A€ 3amnucaHa iHdopMallid Ipo IPOAYKT,
a TakoXK IIeBHUU HalIp PeryAaSTOPHUX EAeMEHTIB IIOCAITOBHOCTI, Bifx
AKHUX 3aA€KUTH 3aIlyCK / OAOKYBaHHS ITPOIIECY TPAHCKPHIILLT, IIIAIX 39U-
TyBaHH4 iHdopMarlii Tomo. 3rifHO 3 BU3HAYEHHIM MiKHapPOIHOTO KOH-
copuiymy oHTOAOTII mocaigoBHOcTed (Sequence Ontology Consortium),
reH — Ile “meBHa BH3HaueHa 30Ha mocaigoBHocTi [HK, gaka Bimmosimae
OAMHUIII CHAAKOBOCTI Ta acolliioBaHa 3 PETYAITOPHUMHU MOiASHKaMHU,
OiASTHKaMH, 10 TPAHCKPHUOYyIOThCHd, Ta / abo iHIMMMH (PYHKIIIOHAABHUMU
MIAHKAMH IIOCAITOBHOCTI”.

OpHuM i3 HalBasKAUBIIIIHNX THIIB IIPOAYKTIB TPaHCKPHIILi reHiB € MPHK —
matpuyHi PHK (messenger RNA, mRNA), aki BUKOPHUCTOBYIOTBCS OaAi
K MaTPHUIL AT CUHTe3y OiAKIB (IIiAmaroTbCd TPaAHCALLl, OUB. Po3mia 8).
Y npoMy BHNAOKy OiAOK € KiHIIEBHM MNpPOAYKTOM I'eHa, SKHH, BiAIOBigHO,
Ha3UBaeTbCcd OiAKOBHM. KpiM TOrO, MOCHTL BEAHMKA KiABKICTH T€HIB KOMY€E
pizHOMaHiTHI Moaekyan PHK, ski He migmaroTbCs TPAHCASLIL (€ KiHIIEBUMH
nponykramu): pPHK — pubocomHi PHK (ribosome RNA, rRNA, posmia 8);
mPHK — tpaHcroptHi PHK (transfer RNA, tRNA, poszia 8); MaaeHBKi griepHi
PHK (small nuclear RNA, snRNA, po3xia 7); maseHbKi saepiieBi PHK (small
nucleolar RNA, snoRNA, po3aia 8); mikpo-PHK (micro RNA, miRNA, po3mia 6),
Mmoaekyau PHK, gki € KoMnmoHeHTaMu aesgKux (pepMmeHTiB; iHmri Buau PHK,
He [AS BCIiX i3 IKHUX 3'9COBaHO ixXHi (PYHKIII].

T'ernomu

JHK, 1110 MicTUTBCHI y KAITHUHI, — 1Ie He TiABKU I'€HU: IIPUHANWMHiI MaloTb
OyTH 3'emHyI0Yi MiKIMeHHiI OiAdHKU. Cyxynuicme nocnidoenocmeit JHK
Yy 2annoionomy Habopi daHoz20 opzaHizmy Ha3ueaemwvcst 2eHomom. Ha cro-
TOMHI MOBHICTIO po3mIn(poBaHi mocaimoBHocTi Oiabire 600 mporapioTHd-
Hux i 80 eykapioTHYHUX I'eHOMIB. ['OAOBHA BiAMIHHICTE MiK HUMH II0AL-
rae B TOMY, III0 B IIPOKAPIiOTUYHHUX MeHOMAaxX KOAYIOYi IIOCAiZIOBHOCTI cTa-
HOBA4TB 10 95 %, Toai 9K 4YacTKa KOAYIOUHMX IOCAIOBHOCTEH y reHoMax
eykapioTiB He IepeBunrye 3 %. Po3Mipu neskux reHOMIB i OIliHKa KiABKO-
cTi 0iAKOBHUX I'eHiB y IXHbOMY CKAa/li HaBe/eHi B Taba. 4.1.
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Tabnuys 4.1. Po3MipH reHOMIiB i KiABKiCTH 0IAKOBHX r'eHiB JesIKHX OpraHismis

. KiapkicTh . .
Po3mip XDOMOCOM KiapkicThb
Opranizm reHOMYy (faozsex A b6iakoBHX
napH OCHOB 4 reHiB
OHK)*
Bakrepiodar @X-174 5 386 1 10
Baxkrepia Escherichia coli 4,6-106 1 4 100
Acxobier . 1,2:107 16 6 700
Saccharomyces cerevisiae
Hewmarona Caenorhabditis elegans 108 6 20 000
ITaomoBa mymika Drosophila 1,3-108 4 14 000
melanogaster
Kypka Gallus gallus 109 33 13 000
Murina Mus musculus 3,3-10° 20 22 000
Aronuna Homo sapiens 3,2:109 23 21 000
Miroxonapiaapna JJHK aroquHuM 16 569 1 37

* [1as eyKapioTiB HaBeAEHO KiABKICTb XPOMOCOM y ranaoimHomy Habopi

Ipoxapiomuuni ii eipycui 2zenomu. CxeMy opraHizarlii omHOro 3 HarmIpoc-
Timwux (i mepuioro 3 BHBYEHHX) I'€HOMIB — reHoMy Oakrepiodara (X-174
(caim ynTaTn “di-gecars’) — mokazaHo Ha puc. 4.3. l'eHoM noOymoBaHUH
HaA3BHUYAHHO “€KOHOMHO”: OeCdTh TEeHIB (OOMH i3 HUX mOae aBa pi3Hi
TPAHCKPUIITH) 3a¥iMalOTh MPaAKTUYHO BCIO HUpKyadpHy JHK OakTtepio-
¢ara. Biavmore Toro, gekiabka reHiB HEepPEKPUBAIOTBCHA 34 PAXYHOK BUKO-
pUcCTaHHS Pi3HUX paMoK 3uuTyBaHHda: reHu A i C ta C i D nepekpuBa-
I0ThCS CBOiMHU KiHIgMU, reHu B, K i E noBHicTIO 3HaXondThcd y MexXKax
iHIux re”iB; Tpu reHu — A, C i K — BHKOPUCTOBYIOTE yCi TPHU MOXKAHUBI
paMKu 34uTyBaHHA Ha onHi¥ miaguni /JIHK (3BuuaiiHo, y JaHOMYy BHUIIaJ-
Ky BCi TPU paMKU € BiIKpUTHUMH). JBUIIle HEePEKPUTTHI I'€HIiB 3a PaxyHOK
BUKOPHCTAHHS Pi3HUX PaMOK 34YUTYBaHHS CIIOCTEPIraeThbCd TaKOXK A
KiabKOX iHIMMX O6akTepiodariB, npoTe iHOAI 3ycTpidaeThCd B €yKapioTiB.
3arasoMm reHomMu BipyciB i bakTepiocariB mobymoBaHi 3a MOAIOHUM €KO-
HOMHHM ITPHUHIIUIIOM: IIOPiBHSIHO HEBEAMKA KiABKICThH I'€HiB, MiHiMaabHa
KiapkicTh Mixkrennoi JJHK.

Y reHomi npokapioTHIHOI KAITHHHM KiapKicts JJHK i reHiB 3HAYHO 3pocC-
Tae, ase 30epiraeTbCsad MPUHIAIT €EKOHOMIYHOCTI MIOZI0 BUKOPUCTAHHA OiAb-
IITIOCTi TIOCAITOBHOCTEH OAd KOAyBaHHA TeHeTH4YHOoi iHdopwmauii. Hampu-
KAaan, reHoM Escherichia coli mpencTaBAeHHUE OOHIEID MUPKYASIPHOIO MOAE-
Kynoro [JHK (6akTepiaAbHOIO XpPOMOCOMOIO) JOBXKHHOIO 4,6 MAH I1ap OCHOB.
Bau3ssko 90 % wmiei [IHK npumnagae Ha Komytodi rmocaigoBHocti ~4100 6iako-
Bux retiB i ~120 reniB PHK, m1o He TpaHcatoeTbcda. CepenHi po3Mip rexHa
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ckaanaerbed 3 950 map oCHOB, cepeHsl HOBXKUHA MIiKTE€HHOI OIATHKH —
118 map ocHoB. I[IpoTe, MiXKT'€HHi 30HH MalOTh JOCUTH HEPIBHOMIpHHUH pPO3-
IIOMIiA 32 IOBKUHOIO, gKa Bapitoe Bix O go 1 tuc. 730 nap oCHOB.

3981-136

4497-136

1001-2284

2931-3917

2395-2922

Puc. 4.3. 'enom Gakrepiodara pX-174.
ITo3HaYeHO MMOYATOK i KiHEIlh KOKHOTO IeHa,
3arasbHa goBxuHa [JHK - 5386 nap ocHOB

[MpubausHo % TPaHCKPUMILIWHUX OAWHUILL E. coli MiCTATH OOWH T€H,
pelItTa peaaidye xapakTepHUH nas OakTepii (i TIABKYU A HUX) OIIEPOHHUN
IPUHIMUII OpraHisallii reHeTHYHOoro Matepiasy. OnepoH ssBasg€ COOOI0 KAac-
TEep TaK 3BaHUX CMPYKMYpPHUX 2eHi8, Ha SKHX CHHTE3YETHCS OOHA MOAE-
kyaa MPHK, 1m0 mae KiapbKa (Ha KOXKEH CTPYKTYPHHH TI'€H) IIOCAITOBHHUX
(ki He TepeKpPUBAIOTHCS) BIAKPUTUX PAMOK 3YHUTYBAHHS A TPAHCAAIL
BiANOBiAHUX OiAKIB (OMB. HNPUKAQOU OpTraHizallii Ta peryadilii omepoHiB
Yy po3miai 5). Y mMexkax ollepoHa 3rpyloBaHi CTPYKTYPHI I'eHH, SKi BiAIIOBI-
[JAIOTh 32 CHUHTe3 0iAKiB, 3aAy4YE€HHUX [0 OJHOTO AQHITIOXKKA O0iOXiMIYHHX
epeTBOpPeHb (pepMeHTH cuHTedy abo merpapmailii meBHOI crioayku). Kpim
CTPYKTYPHUX T€HIiB OIE€pPOH Ma€ PEryASTOPHi MiAGHKH, 3a paxyHOK SIKUX
3AIMCHIOETHCH PETYASIliS TPAaHCKPUIILi ollepoHa dK miaoro. Y reHomi E.
coli mictuThcd ~650 TaKUX OAUHHUIB TPAHCKPHIIILII.

XapakTepHOI0 OCOOAHBICTIO OakTepili € HAasgBHICTb Y KAITHHI, Iopsdan i3
OakTepiaAbHOI0 XPOMOCOMOIO, HEBEAUKHNX aBTOHOMHHX €A€MEHTIB T€HOMY —
nnasmio. [aazmiga € UpKyAspHO MoaeKyaoro [AHK (rumoBuii poamip
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~3 THC. IIap OCHOB), sIKA MICTHUTBH KiAbKa I'€HIB i PENAIKyeTbCS He3aAeKHO
Big OakTepiaabHOi XpoMocoMu. [Iaa3zMigu HIMPOKO BUKOPHUCTOBYIOTHCS SK
3py4YHUH IHCTPYMEHT MOAEKYASIPHO-0i0AOTIYHUX TOCAI/ZKEHD (IuB. po3mia 11).

Hupkyagapra [JHK 6akrepiaabHOI XpOMOCOMHU iCHY€ y KAITHHI ¥ BHUTASAL
KOMIIAEKCY 3 Oiankamu. lla B3aeMomis € 4OCUTh AUHAMIYHOIO, i IPAKTUYHO
BeCh OaKTepiaAbHHI I'eHOM (IO MPUHIIUIIOBO Bipi3HsSE HOTo Big eyKapio-
TUYHOTO T€HOMY, AUB. HUKYe) IepedyBae B IIOTEHIIHHO TPaHCKPHUIIITiHHO-
aKTHBHOMY CTaHi: TeHU ¥ OIIEPOHU € 00'€KTaMHU HIBUAKOI OIlepaTUBHOI pe-
TyAdlIlii y BiAIOBiAL Ha 3MiHy 30BHIIIHIX YMOB.

Eyxapiomuuni 2eHomu MICTSTb 3HAYHO OiabIlly KiabKicTh [JHK mopiBHS-
HO 3 TeHOMaMHU ITPOKapioTiB (AuB. TabA. 4.1), mpuyoMy epeBazKHa YacTUHA
miei JJHK mpencraBaeHa IIOCAIIOBHOCTSMU, ITII0 HE € KOAYIOYUMHU. Y TOMY
4HCAI TPUOAU3HO IIOAOBHHA €YKapPiOTHUYHOTO I'€HOMY — II€ IIOCAiOBHOCTI,
IIpeAcTaBA€Hi OaraTbMa KOITiIMH (ITOCAITOBHOCTI, 1110 IIOBTOPIOIOTHCH). Eyka-
piorrmysa [JHK icHye y KAITHHHOMY SIApi V CKAIi XpOMOCOM, KOXKHA XPOMO-
coMa MICTHUTH OHY TiraHTCBHKY AiHiIHHY Moaekyay JHK. IlocaimoBHOCTI, 1110
IIOBTOPIOIOTHCS, 30CEPEIKEHI Ha KIHIEIX XPOMOCOM (TeaOMepH) i B 30HAX
IIPUKPINIAEHHT XPOMOCOM [I0 BEPETEHA IIOAiAY IIPU MiT03i (LIEHTpOoMepH).

XapaKTepHOI0 03HAKOIO T€HIB €yKapioTiB (Ha BiAMIiHYy Bif IIpoKapioTiB)
€ Mo3aiyHu¥ NPUHIMNI OyJ0BH KOAYIOYOi YACTHHH: BAACHE KOAylOYa dac-
THHA — 1€ TIOCAIZIOBHICTH OKPEMHX 3MICTOBHHUX MIASHOK — €K30HI8 (exon),
po3miaeHUX 0e33MiCTOBHUMH HmMpoHamu (intron). YacTo eK30HH BiAIOBi-
JAIOTh OKPEMUM CTPYKTYPHHUM AOMEHAM MYABTUIOMEHHHX OiAKiB: €BOAIO-
LifiHe 30upaHHg 0ianka 3 KyOHKiB-IOMEHIB MOXKe 3QiHCHIOBATHUCH IIAIXOM
nepeTacyBaHHS €K30HIiB Ha piBHI JIHK. Be33MicToBHUMH iHTPOHU € B TO-
My CEHCIi, III0 He MIiCTATh iH(popMallil ITpo KiHIIEeBUY IIPOAYKT, are B MeKax
IHTPOHIB YacTO PO3TalllOBaHi BaXKAWBi peryadaTopHi aiagauku. [Ipu Tpanc-
kpunuii moaekyaa PHK cuHTE3yeTbCa CyLIABHO (HEPBHUHHUH IIPOAYKT
TPaAHCKPUIILii — IEPBUHHUN TPAHCKPHUIT — MICTUTHL €K30HU Ta IHTPOHH).
OTke, HEOOXIMHHUM €eTarioM €KCIIPEeCii reHa € Ipollec cnaiicuHzy (po3mia 7) —
BUpi3aHHS IHTPOHIB 1 3IIMBaHHA €K30HIB y KIiHIIEBUH TPAHCKPUIT, SKHUHI
MoO3Ke OyTH BUKOPHUCTAHUH 9K MaTpHUIld Oad 6iaKkoBoro cuHTe3dy. [Ipu 11b0-
My CHAQHCHHT MOzKe OyTH CHpAMOBAHUU Pi3HUMH HIAgxaMu (puc. 4.4) —
anbmepHamMuU8HUIL CnaiiCUH2, — YHACAIJOK 4YOI'0 YTBOPIOIOTHCS Pi3HI KiH-
11eBi IPOAYKTH — Pi3Hi 6iakK. TakKMM YHHOM, aAbTepHATHUBHUMN criAaliCHUHT
MOXKHA iHTepHpeTyBaTH SIK MEXaHIi3M “TIepeKpUTTd’ €yKapiOTHIHUX T'€HiB.
[HImuY BUNaAOK HEePEKPHUTTI TIeHIiB y reHOMaxX eyKapioTiB MoB'a3aHUN
3 MOXKAHWBICTIO PO3TalllyBaHHS I'eHa (31 cCBOiMH iHTpOHaAMH Ta €K30HaMH)
y MeKaxX IiHTpOHa IHIIIOTO IeHa. B okpeMHX BUIIagKax CIIOCTEPIiraeThbCs
TaKOK IEPEKPUTTS BIIKPUTUX PaMOK 3UUTYBaHHS.
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€K30H iHTpOH
[} T T, I T B T
TpaHCKpHIILLis,
l CIIAQHCHHT

— m m
ol

Puc. 4.4. Mo3aiyHa OynoBa KOAYIO4I0l YJACTHHHU I'eHa
Ta CXeMa YTBOPEHHS Pi3HUX KiHIEBUX IIPOAYKTIB
YHAaCAIOK aAbT€PHATHUBHOI'O CIIAAHCHHTY

¥Yci reHn 6araToKAITHHHOTO OPraHi3My MOXKHA PO3MIANTH Ha ABi TPYIIH:
1) renu, Big 9KUX 3aAeXaTh II€BHI yHiBepcaAbHi (PYyHKIII Ta Ki aKTHUBHI
B ycCiX KAiTHMHaX, — “reHH momMalrHboro rocnogapcrtBa” (housekeeping
genes); 2) reHH, 110 CHEeIUMIYHO aKTUBYIOTECH Yy KAITHHAX IIEBHOIO THILY, —
“rerm poskomri” (luxury genes). 3araapHOIO O3HAKOIO TE€HIB IIepIIOi
TPyHHu € po3TalllyBaHHS B IXHIX peryadTopHUX 3oHax CpG-ocmpisuyis
(CpG-islands) — miagHOK i3 migBHUIEHUM BMicTOM AuHYKAeoTHOiB CpG
(xkorTakTiB TUIY CG MIiX ImapaMH OCHOB, AUB. po3xia 3). Bmict nux mu-
HYKAETHIIB B €YKapPiOTHYHUX TeHOMaX IIPHUOAN3HO V II'ATh pPa3iB MEHIIH 3a
OUYiKyBaHHM YHACAIIOK METHAYBaHHS LUTO3HMHY B ckKaani CpG-KOHTaKTy:
SmC (5-MeTHAIIUTO3UH) CIOHTAHHO IIePETBOPIOETHCS Ha THUMiH. Metu-
AYBaHHS IIUTO3UHY B PETYAATOPHHUX MOiASHKAX € OJAHUM i3 MexXaHi3MiB
pernpecii reHiB (ouB. po3mia 6). BigmoBigHOo, reHH, 110 36€piraloTh CBOIO
aKTHUBHICTBL y OIABIIIOCTI KAITHH, MICTATH HEMETUABOBAHI JUHYKAECOTHUIU
CpG, BMicT gkux 30epiraeTbca Ha BHCOKoMY piBHIi (masg JHK Bumagko-
Boi mocaimoBHOCTi i3 40 % GC-map o4dikyBaHUNU BMICT AUHYKACOTUIIB
CpG cranoButh 4 %).

TunioBe 3HadeHHd BMicTy GC-mtap B eyKapioTHYHHUX I'eHOMaX — OAU3BKO
40 % (y reroMmi aronuHU — 41 %). [IpoTe crocrepiraroTbcsl Bapiallii AOKaAb-
HOoro GC-Bmicty B mmmpokux Mexkax — Big 30 mo 60 %; 3ycrpidaroTbes
¥ IOCHUTH MOBTi MIASHKHU (00 KiABKOX MIABMOHIB IIap OCHOB) 3 aHOMAaAbHHM
BMictroM GC-map. 3araabHa TEHAEHINA IIPH ILILOMYy Taka: BHCOKHH BMICT
GC-mmap KOPEAIOE 3 BHCOKOIO IIIABHICTIO I'€HiB, 3MEHIIIEHOIO MOBXKHHOIO iH-
TPOHIB 1 HU3BKOIO HIIABHICTIO IIOCAITOBHOCTEH, 1110 TIOBTOPIOIOTHCH.
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Cepen eykapioTH4HUX reHiB 25-50 % € yHiKaaABHUMHU (IIpeACTaBAEHI
B I'€HOMi €IMHOIO KOIIi€l0), pelITa HaAeXKaThb OO0 POAHUH I'EHIB, III0 CKAaAA-
IOTBhCS 3 KiABKOX KOIIiHf, IK IIPaBUAO, He imeHTHYHUX. BiamoBigHi (roMoao-
riuai ase He imeHTHYHI) O6iAKM cRaamaroTh poauHy 0iakiB. Kiabka poamH
(mpoTeiHKiHA3K, TPAHCKPHIILIHHI (PaKTOpPU IIEBHOIO THILY, iMyHOTAOOYAiHH)
MIiCTSTEb COTHI 0iAKiB, OiABIIIICTbL POOAUH CKAQIAETHCS 3 KiabKOX (mo 30) 6ia-
KiB. 'enu Takoi poauHu 4acTo ob0'eqHaAHI B TEHOMI B KAACTEPHU — PO3TAIIIO-
BaHi Iops y MEeBHIiM XpOMOCOMi (KAACTepU IeHiB TEIIAOBOI'O IIOKY, TA00i-
HOBIi renu). Caif 3ayBasKHUTH, 110 TaKUH KAACTEP HE € OIIEPOHOM — KOXKEH
TeH IIiaaeThbCa PETyASIii SK OKpeMa OAWHUIE TpaHCKpuIilii. Hanpukaan,
KAAcTep TeHiB [-Cy0OAUHUIN reMOrAOOiHY MICTUTBL MOMOAOTIYHI T€HHU, SIKi
aKTHUBYIOTHCA Ha II€BHUX CTAisX iHAWBIAYaABHOTO PO3BUTKY (pHC. 4.5).

€ Y Y vp o B
e H — } I R
EmGpion Vrpobuuii IlceBmoren Hopocanii
PO3BHTOK opraHism

l J
~60 000 nmap ocHOB

Puc. 4.5. Kaacrep B-rao6iny B 16-if XpoMOCOMi AIOJUHU
(kO3KeH r'eH MIiCTUTB IHTPOHH). YKa3aHO cTail pO3BUTKY,
Ha 9KHUX BiANIOBiZIHI TeHU € aKTUBHUMH

B-I'robiHOBHE KAQcTep MICTHUTBH TAKOK HEAKTHUBHHUE nceedozeH. [IceBmore-
HU — II€ IIOCAiJOBHOCTi, TOMOAOTIYHi II€BHUM IeHaM, ase He €KCIIPECYIOTHCS.
Jo Takoi ne3akTuBallii reHa MO3Ke MPU3BECTU MyTallid, sKa IOPYLIYE iHillia-
LIiI0 TPaAHCKPHIILii, CIIAAMCHUHI, BUKAMKA€E HEBYACHY TepMiHAaIlil0 TOIIO.
[Ticas me3akTuBAallil IICeBOOTeH mepectae OyTH 06'€KTOM Bimbopy, i B HbOMY
HaKOIINYYETHCH BEAMKA KIABKICTbL MyTallifi. 3po3yMino, 1110 B IEPILy Yepry
IICEBIOTeHN BHUHHUKAIOTH CaMe€ B KAacTepax — KOAWU € KiabKa KOIIiM reHa,
1 ITOITKO/I3KEHHST O/THOTO 3 HUX He MIPUBOIUTE 10 (PpaTarbHUX HACAIIKIB.

TunoBo 03HAKOI0 €yKapioOTHYHHX I'€HOMIB € HadBHICTb KiABKOX THUIIIB
FeHHUX KAAaCTepiB, 1110 IOBTOPIOIOThCS OaraTo pasiB. Cepen 6iAKOBHX I'eHiB
IIe CTOCYETHCSI T'€HiB TiCTOHIB — CTPYKTYPHUX OiAKiB XpOMAaTHHY (OeTaAb-
Hillle ATUMEThCS Yy HACTYIITHOMY IIiApo3iAi). 'eHU II'aTH MOAEKYA TiCTOHIB
3aBXKIU 3rPYIIOBaHi B KaacTep (KOXKEH I'eH — OKpeMa OAWHUIA TPaHCKPH-
naii), arkud moBToproeTbesa no 100 paziB. [HIIUM IIPUKAQIOM KAACTEPIB,
LII0 TIOBTOPIOIOTHCsI, € TeHu pubocomHoi PHK (puc. 4.6, Tunm pubocoMHUX
PHK mo3HagaroTh 3a iXHBOIO KOHCTAHTOIO CE€QUMEHTAallii, AUB. po3mia 8).
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Y upoMy BHUIIQAKY KAACTEP € OOMHUIIECI0 TPAHCKPHIILiI, NIepBUHHUN
TPAHCKPHUNT IIAAEThCd Oaal “mo3piBaHHIO” — dYacTKOBi#l merpagartii
3 yrBopeHHAM okpeMux Moaekya pPHK. Takuii TangeMHHE mmoBTop pubo-
COMHOTI0 KAAcTepa € SAeplieBUM OpraHi3aToOpoM — 30HOIO, 1€ YTBOPIOETHCH
anepue (Micue 30upanna pudocom). 'enn pPHK 1e omHoro tumy — SS -
TAKOXK TaH/IEMHO IIOBTOPIOIOTHCS B IiHIIOMY MicIli reHoMy. Takoxk 3i0paHi
B TaHIEMHI Kaactepu dactuHa reHiB TPHK i masenpkux ssnepumx PHK.

188 5,88 288

— —
>

~11 000 nmap ocHoB, 100-1000 nmoBTOpPiB

Puc. 4.6. Kaacrep reniB pubocomuux PHK,
KUY IOBTOPIOETHECS B 30HI s1eplIeBOro opraHizaropa.
YepBoHa CTpiAKa IT03HAYaEe MEPBUHHUHN TPAHCKPUIIT

3arasbHa KIABKICTBH I'€HIB y I'€eHOMaxX BUIIMX €YKapioTiB Bapiioe IIpH-
6amn3HO Big 20 no 30 Tuc. (taba. 4.1). Tak, y reHOMi AIOAWHHU KiABKIiCTB Oia-
KOBUX T€HIiB CTaHOBUTL 21 THC., IIle KiAbKa THCHY TeHiB kKoayioTh PHK,
dKa He IignaeTbcd TpaHcadllii. HaBeneMo K IIpUKAal KiabKa 3araAbHUX
XapaKTEePUCTUK OIAKOBHX I'eHiB AIOQUHU:
o CepenHilt po3mip reHa (ypaxoByrouu iHTpoHH) — 100 THC. ITap OC-
HOB (MakcuMyM — 2 MaH 400-THc.).
o CepenHiti po3Mip koayrw4doi yactuHu — 1 tuc. 400 map OCHOB
(MmakcumyMm — 80 THC.).
o CepenHiti po3mip ek3oHa — 150 rtap oCHOB.
e CepenHs KiABKICTBH €K30HIB — 9 (MakcumyMm — 178).
e Cepenuiii po3mip iHTpPoOHa — S THC. Hap OCHOB (MAaKCUMyM -—
820 Ttuc.).
3araAbHOI0 TEHAEHIIIEI0, IO CIIOCTEPIraeThCd B TE€HOMi AIOIUHH,
€ HagBHICTb IIOPiBHSIHO KOPOTKUX €K30HIB, PO3MIA€HUX OJOBTUMU iHTPOHA-
Mu. [Ipuban3HUY po3nomia GiAKIB AIOAHMHU (CYKYIIHICTB yCiX 0iAKiB opraHi-
3My HA3UBAETHCA NPOMEoMOM) 3a IXHIMU (QPYHKIISIMH 300pakeHO Ha
puc. 4.7. Ylk BunHO 3 puc. 4.8, KOAyI0Yi II0OCALTOBHOCTI ITUX I'eHiB 3afiMaloTh
autre ~1,5 % reHomy. Pemra npunagaiooTs Ha MixkreHHy [JHK (oe micTaTs-
Cd TAaKOXK PEryAdTOPHi MiAgHKH), iHTpoHH (~34 %) i, Oiabllle IIOAOBUHU Te-
HOMY, — Ha IIOCAITOBHOCTI, 1110 IIOBTOPIOIOTHCH.
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TpancmopT

ITuToCcKeaeT Inmi + HeBimomi

CHruaAbHa
TpaHCAYKUia

PepmMeHTH

B3aemoaia 3

3axucr / IMyHHA HyKAeiHOBKMK KHCAOTaMH

cHcTeMa
Peryaaunis KAITHHHOTO IIHKAY
daxkTOopH 36HPAHHS
OiAKOBHX CTPYKTYP

Puc. 4.7. Poznioaia 6GiAKiB IIpoTeOMY AIOAHMHU 3a (PYHKITISIMHU

IToBTOPH

/

/

MixreHHa
OHK

~

Ex3oHnn

\

InTponn

Puc. 4.8. BimHocHUI BMICT ITIOCAiOBHOCTEH
Pi3HUX TUIIIB Yy T€HOMI AIOAVMHU

OCHOBHI TUIIU NIOBTOPIB, IPHUCYTHI B I'€HOMi BUIIIUX €YKapPioTiB:

1. IlcesdozeHu — Bix 1 M0 KiABKOX THCSY y I'€HOMIi AIOIMHH.

2. TanOemHi nosmopu. [Jo 1IbOro KAacy NOBTOPIB MOXKHA BiTHECTU TaH-
[EeMHi IIOBTOPH I'€HHUX KAACTEPiB, dKi BxKe 3raayBaasucs Buie. Kpim Toro,
[0 TaHAEMHHUX IIOBTOPIB BiHOCATHL OAraTOKpaTHI IIOBTOPU KOPOTKHUX I10-
CAifOBHOCTEH MO IIicTb—BiciM map ocHoB y TeaoMepax (TTAGGG y amogu-
HY) i moBTOpPHU (-cateaiTHoi [JHK y meHTpoMepax (OoBxKHWHa IIOBTOPY Ba-
pitoe Bim 7 map ocHOB y napo3odian mo 200 map OCHOB Yy CCaBIB,
y AroauHU — 171 napa ocHoB). [Io BchoMy I'eHOMY PO3IIOAiA€HiI TAKOXK Tak
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3BaHi npocti noBTopu (SSR, simple sequence repeats, ~3 % y reHomi
ArOOVHY). 3a3BUYall BUOIAGIOTH wMikpocamesnimu — 1-15 map OCHOB,
10 HOBTOPIOIOTHECA Bim 10 mo KiAbKOX TuCAY pasiB, i MiHicamenimu —
15-500 nmap ocHOB, gKi nopTopioloThcd A0 100 pasziB. Y reHoMi AOAUHU
e npuHatiMHi 30 Tuc. MiHi- Ta 200 THC. MiKpocaTeAITHUX AOKYCIB.

3. CeamermHi oynnikauyii — BeAUKi 0A0KU moBxKUHOIO 1-200 TuHC. map
OCHOB, $Ki XapaKTepHU3yIOTbCHd BHCOKHUM CTYIIE€HEM TI'OMOAOTii (6AM3BbKO
S % y reHoMi aronuHU). IMOBipHO, cerMeHTHI AyIAikalii € IpooyKTOM
HOPYILIEHHS XpoMocoM. YacrTiile 3yCTpidailoThCs B IIEPUILEHTPOMEPHHUX
i cybTeAOMepHHX 30HAX.

4. IHmepcnepcHi (MOOLIbHI) enemeHmu, 3OATHI [0 IIEPEMIIIEHHS Ta
PO3MHOXKEHHA B MexKax reHoMmy (~44 % y reHowmi aAroguHHU). 3HaYHA 9aCTH-
Ha TaKHUX IIOCAIOBHOCTEH € pe3yAbTaTOM KOAHIIIHBOI aKTHUBHOCTI MOOiABL-
HUX €AEMEHTIB (TaKuX, 110 BTPATHUAHU 3[JATHICTD [0 IIePEMIIIeHHd), ase ae-
dAKi 30epiraroTh CBOI0 aKTUBHICTH A0ci. OCHOBHI THIHU MOOIABHUX €AeMEH-
TiB y T€HOMi AIOAVMHHU (MEXaHi3MHU IXHBOTO IIepPEMIIIeHHS NeTaAbHIIlle PO3-
TA9IaTUMYThECS B po3ziai 10):

o JTHK-Tpancmnozonu (3 %) — mepeMillieHHs 30iHCHIOETHCS IIIASTXOM BHPi-
3auH4g giasaku [JHK i3 HactyriHUM BOyZOBYBaHHSM ii B iHIIIE MicIte.

e LTR-perpono3onu (8 %) — K i Aad iHIIUX ABOX TUIIIB MOOIABHUX
€AEMEHTIB, ITepeMIllleHHs BimOyBaeThCd depe3 IMIPOMiKHY MOAEKY-
Ay PHK: Ha eaeMeHTi mOCAIIOBHOCTI (AKUNM MiCTHUTBH MOBTi KiHIIEBI
noBTopu — Long Terminal Repeats — i KiabKa reHiB, 30KpemMa Ir'eH
3BOPOTHOI TPAHCKPHUIITA3HU) 3OIHCHIOETHCS TPAHCKPHUIIIiT; MOAE-
kyaa PHK mpamye mo muromaa3Mu, e BigOyBaeThCSa 380pOMHA
mparckpunyis — cunre3d [JHK na PHK-maTpuii 3a momomororo
3BopoTHOI TpaHckpuntasu (PHK-3arexxkna JIHK-tioaimepasa). JITHK
IIOBEPTAETHCH 10 AApa, A€ BOYIOBYETHCI B T€HOM.

e Mo0GiabHi eaemenTn LINE (Long INterspersed Elements, 20 %)
MICTATh KiAbKa I€HiB, BKAIOYAIOYH I'€eH 3BOPOTHOI TpaHCKpHUIITa-
3u. Ha BinMminy Bizm LTR-peTpono3oHiB, 3BOPOTHA TPaAHCKPUIIILiI
3IMCHIOETHCS B dApi. Y T€HOMi AIOAVWHU IIPUCYTHI TPU POSUHU
TaKUX E€AEMEHTIB, OolHA 3 HHUX € aKTHUBHOIO i CAYIYE OCHOBHHUM
JZKePEeAOM 3BOPOTHOI TPAHCKPUIITA3U Y KAITHHI.

e MobGiarHi eaemenTn SINE (Short INterspersed Elements, 13 %) —
KopotKi (100400 rmap ocHOB) 6€33MiCTOBHI €AEMEHTH, IKi BHKOPHUC-
TOBYIOTH [as IiepeMiiieHHa cucreMy LINE. [lo 1iporo kaacy Haase-
KUTE 1 Alu-IoBTOp (BiA HA3BU BIiAIIOBIAHOI peCTPUKTA3H, IKa 374aT-
Ha CriefuigHo TigpoaidyBaTH el eAEMEHT IT0CAIZIOBHOCTI).
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Mo0iabHI eaeMeHTH PO3IOoAiAeHI B I'eHOMi HEPiBHOMIPHO: € MOBTI MiASH-
Ky, 1o Ha 90 % craamaroTbCda 3 IIUX €AEMEHTIB, 1 Taki, me iHTepcrepcHi
€AeMEHTH BiACyTHi. 3araaoM CIIOCTEPIraeThbCcsl HEraTHBHA KOPEASIlid MixK
HIABHICTIO TeHiB i MOOIABHUX eaeMeHTiB. BUHATKOM i3 11i€i 3aKOHOMIpHOCTI
€ O3UTHBHA KOPEASIlid MiXK LIABHICTIO TeHiB i eaemeHTIB THITy SINE.

I'enom mimoxomndpiii i xnoponnacmie — aBTOHOMHHH €AEMEHT €yKa-
pioTruHOro reHomy. LlupkyasipHa (K IIpaBHAO) MOAEKyAA MiTOXOHIPiaAb-
Hoi /IHK MmicTuTh Bimg 6 THC. IO 2 MAH. IIap OCHOB i meBHUM Habip reHiB
(pPHK, TPHK, neskux 0iakiB). MiTOXOHApPiaAbHI T€HHM MICTATH iHTPOHU (ase
He y ccaBliB). Po3Mip MiTOXOHAPIiaABHOTO T€HOMY 3HHXKYETBCS B XOIi €BO-
arortii. Hupkyasapaa [HK xaopomaacTiB Oiabllla 3a po3MipoM — MiCTHUTH
a0 200 Tuc. map OCHOB, XAOPOIAACTHHH reHoM Koaye a0 ~100 6iakiB.

MouaekyasipHa opraHisailiss XpoMaTHHY

3araavHa poBxkuHa [JHK y aapi eyKapioTHYHOI KAITHHU CTaHOBUTH
6am3bko 2 M. Taka kiabkicTe JJHK BuMarae ii miiabHOI yIIakKOBKH, sIKa
3yMOBAIOE TOTaAbHE MNPUTHIYEeHHS (PYHKIIOHAABHUX aKTHUBHOCTEH y Oi-
ABIIIY yacTuHiI reHoMy. Aae Hpu 1poMy ynakoBka [IHK y rKaiTHHHOMY
anpi Ma€e OO3BOASITH BHUOIPKOBY aKTHBAII0 II€BHUX MiASHOK Y II€BHi
MoMeHTH 4dacy. Lli aapTepHaTHUBHI 3aBOaHHA BUPINIYIOTECSI 3aBASIKH TO-
My, o JJHK icHye B KAITHHHOMY g4pi y BUTAFGAl CKAQHOT'O HyKAE€OIIPO-
TEIHOBOI'O KOMIIAEKCY — XPOMAMUHY.

Ha mnepromy piBHi opranizamnii xpomaruny [AHK ¢dopmye 3a paxyHOK
B3aeMonii 3 6iAKaMU eAeMeHTapHi YTBOPEHHS — HYK/IEeo0CcoMU — i3 Cepel-
HBOIO IIiABHICTIO ogHa HykKaeocoMa Ha 200 map ocHoB. BiakoBuii Komrio-
HEHT HYKAEOCOMH (KOpP) CKAAAETHCH 3 BOCBMHU MOAEKYA KOPOBUX 2ICIMOHIB
H2A, H2B, H3 i H4 — o nBi MoAeKyAu KoxHoro Tuny. Ha apyromy piBHIi
KOMITIaKTH3Aallil 3a y4JacTio JiHKepHUX 2icmoHie H1 yTBoproeThbes didpuaa
ToBuHOIO 30 HM. XpoMmaTuHoBa Gibpusa GopMye NeTAl po3MipoMm
20-200 Tuc. map OCHOB, KiHIIi SKHUX € 3KOPCTKO 3aKPilIA€HHMH Ha CKEAET-
HUX CTPYKTypax s10epH020 MAMPUKCY.

Hyxaeocoma

BiakoBu#fT KOMIOHEHT HYKAEOCOMH — TiCTOHU, dKi € OAHUM 3 Hai-
OiABIII €BOAIOLIITHO KOHCEPBATUBHHUX KaaciB 0iaKiB. Yci KOpoBi rictoHu
(mMictate Bim 102 mo 135 aMiHOKHMCAOTHHX 3aAHIIKIB) MalOTh CIIABHY
cxeMy OyZnoBHU. Y NEePBUHHIH CTPYKTypPi BUAIASIOTH ABi YaCTHHU: I'A00y-
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AgapHY Ta N- KiHIIEBY HEBHOPAAKOBaHY (xBicT) moBxkuHOI0 Bim 20 (H2A)
no 40 (H3) aminokucaoTHUX 3aauIlKiB. icToH H2A Mae Takoxk noMiTHUH
C-KiHIIEBUH XBIiCT MOBXKHHOIO OAM3BKO 15 3aaumkiB. HeBmopsakoBawi
XBOCTH ITPAKTHUYHO HE MICTATH TiApoOoOHUX 3aAMNIKIB, 30aradeHi I103U-
TUBHO 3apsIKEHUMH aMiHOKHCAOTAMH i € cyOcTpaTaMu OAS YHUCAEHHHX
IIOCTTPAHCAAIIIMHNX Moaudikallii (IIpo 1o #TUMeTbCd HUXK4e).

FaobyasipHaA YacTHHA BCiX KOPOBHUX TICTOHIB, y CBOIO 4Yepry, TaKOK
Mae CIIiABHY CTPYKTYpPY. BoHa Burasgnae sk xapakTepHUH TPHUCIIipaAbHUNU
ricroHoBu#i motuB (histone fold), y akomy omHa moBra a-crmipaab aaH-
KOBaHa JABOMAa KOPOTKHUMH (OuB. puc. 3.16, ag). 'icror H3 MmicTuTE Takoxk
JAOOATKOBY O-cIipasb 3 60Ky N-KiHmsg motuBy (aN-cmipaas), a ricron H2B —
nomatkoBy oC-cmipaab. icToHOBHE MOTHB He opmye rimpocgobHOro
dnapa, 3aeKpaHOBaHOTO BiJl PO3YMHHHKA, — 3HAYHA KiABKICTH rigpodob-
HUX 3aAUIIKIB ONIMHAETHCS Ha IOBEPXHi. YHACAILOK IIHOTO OJHA MOAEKY-
Aa KOPOBOTO TiCTOHY HE MOXKE iCHyBaTH 9K OKPEeMHU rao0yadapHUi 6iaok
y BOOHOMY cepemoBHIli. MiHiMaABHUMHU CTabIABHUMH CTPYKTYPHUMHU
onuHUIEMH € rereponuMepu H2A-H2B Ta H3-H4 (MaroTh nozibHy CTpyK-
TYpy, IIpeacTaBaeHy Ha puc. 3.16, a). [IBa riCTOHOBI MOTHBH (POPMYIOTh
Yy CKAai AMMepiB LIiAbHE TigpodoOHe Sapo, a creludidyHicTh (hopMyBaH-
HS AUMEPIB 3aA€XUTH BiJ HagBHOCTI gopaTkoBux oN- Ta aC-cmoipaseit
y ricrornax H3 Ta H2B BiagnoBigHoO.

Ha noBepxHi AuMepy po3TallloBaHiI TPU 30HU CKYIIUE€HHSI II03UTHBHO
3apA/KEHUX aMiHOKHCAOTHUX 3aAMUIIKIB, dKi, BiITIOBiTHO OO0 €AEKTpoCcTa-
TUYHOTO MeXaHi3My, 3aaTHi BlaemomniaTu 3 [JHK. ¥ mexkax KOKHOTO TaKo-
ro calita € NpUHANUMHI OOWH 3aAUNIOK apriHiHy, 9KWUH Bigirpae HalBazK-
AuBimy poab y B3aemonii 3 JJTHK. Pazom mi Tpu caliTu CTBOPIOIOTH HAAT-
dopmy mag 3B'alyBaHHda giagHku [AHK posxkmuHOIO 27-28 map OCHOB
(~ 2,5 BuTKa noABiliHOI cripaai, puc. 3.16, a).

[Ba rereponuMmepu H3-H4 B3aemoaioTh Mixk cob60i0 3a paxyHOK yTBO-
PEHHS YOTHUPHUCITIPAABHOIO ITy4YKa MiXK TiCTOHOBUMH MOTHBAMH IBOX MO-
aekyA H3. VY pesyaprati popmyerbes Terpamep (H3-H4), — nmeHTpasbHU
KOMIIAEKC y CTPYKTYpi HyKAaeocoMH (pHuc. 4.9). CTpyKTypa TeTpaMepy Ha-
ragye IiKOBY, SKa XapaKTEPU3YETHCH XipaAbHICTIO — YTBOPIOE €AEMEHT
AiBOi cripaai. Bick cumerpii TeTpaMepHOro KOMIIAEKCY (dKa BoOgHOYAC
€ 1 Biccto cumMmerpii Bciel HYKAEOCOMH) HNPOXOOHUTE depes3 iHTepdelc Mixk
oBoMa MoaeKyaamMu H3.

AHaAOTIYHUM 3a CBOEIO CTPYKTYPOIO YOTUPUCIIIpAABHUH IIy4OK MiXK TicTO-
HOBUMHU MOTHBaMu MoaeKyA H4 Ta H2B 3abesrneuye B3aeMoilo MixK TeT-
pamepom (H3-H4), i mumepom H2A-H2B. Takum uuHOM, “migkoBa” TeTpame-
Py CHUMETPHUYHO IIPOAOBKY€EThbCA ABoMa aumepamvu H2A-H2B B o6uaBa 0okwH,
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pe3yabTaToM 4Horo € yrBopeHHd okramepy (H2A-H2B-H3-H4),. OTxe, raoby-
ASIpHI YaCTUHU TiCTOHIB yTBOPIOIOTH OKTaMEpPHHH KOMIIAEKC, HKUH
i cCAy>KUTH 0iAKOBUM KOpPOM HykKaeocoMu (puc. 4.10). Ha raoGyaspHitt mo-
BEPXHi OKTaMEpPY iCHy€ CBOEPIAHUU TPEK ITIO3UTHUBHO 3apAAKEHHUX aMiHO-
KHCAOTHHX 3aAHIIKIB, SKHUH BUKOPUCTOBYETBCS OAS B3a€EMOIl 3 HYKA€O-
comHomo [IHK noBxkuHo0 145 nmap ocHOB.

Puc. 4.9. Terpamep ricroris (H3-H4)2 y komnaekci 3 THK
y craani Hykaeocomu (1KXS5)

OxkpeMma HyKAaeocoMa (HYKIeo0COMHA KOP-UaCmMUHKA) — OKTaMep TiCTOHIB
+ 145 nap ocHoB [IHK — Moxke OyTH BHAy4YEHA 3 XPOMAaTHHY 3a JOIIOMOI'0IO
MIiKpPOKOKOBOi HyKA€asHu: BOHa pPOOUTH ABoAaHIroroBuil po3piz y JHK,
a OCKIABKM OIUH i3 AaHIOTIB HykAaeocoMHoi /IHK 3aBxkam B3aeMmofi€ 3 Ti-
croHamu (puc. 4.10), moctymmHOIO Oad Hykaeasu € aumre [JHK 3a mexamu
HyKAeocoMmu. Y xpomatuHi gcsa JHK dopmye HykaeocoMu i3 cepeqHBOIO
HIIABHICTIO ofHa HyKAeocoMa Ha 200 map OCHOB, CyCimHI HyKAeocOMU
3'elHaHI MiXKHYKA€OCOMHUMU JiHKepHumu (linker) miagukamu. Hykaeoco-
mHa JIHK pasom 3 AlHKEPHOIO OiASHKOIO CKAAOalOTh TaK 3BaHUU HYyK/eo-
comHUll noemop, NOBXKHUHa gKoro (cepeaHe 3HadeHHs 200 map ocHOB) Ba-
Pilo€e 9K y310BXK ITOAIHYKAEOCOMHOTO AAQHITIOTa, TaK i 3aA€KHO Bi PyHKIL-
OHAaABHOTO CTaHy, TUILY KAITHUH TOILO.

Bick cumMmeTpii HYKA€OCOMH IIPOXOAUTH YE€PE3 LIEHTPAABHY TOYKY HYK-
aeocomHoi [IHK, vy aKiii BeAMKH# KOAO0OK IOABIMHOI cmipaai € 3BepHe-
HUM [0 [IOBEPXHI OKTaMepy ricToHiB (puc. 4.10). IHK-ricroHOBi B3aemoaii
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3MiHCHIOIOTHCS B IMO3ULIAX, A€ MAaACHBKHH KOAOOOK KOHTAKTYE 3 IIOBEPXHEIO
OKTaMepy: caMe TyT peaanidyrorbcd B3aemoqii [IHK i3 mo3UTHBHO 3apsaske-
HUMH cadiTaMM Ha ITOBEPXHi TiCTOHOBHX MOTHUBIB (mopiBH. puc. 3.16, a;
4.9, 4.10). dx BugHo 3 puc. 4.10, ayraeocomHa JHK € 3HAYHO BUTHYTOIO
Ha MOBEPXHi OKTaMepy TiCTOHIB i dbopMye MalzKe ijeasbHy AiBy CyIHepCIIi-
pasb i3 pamiycom 41,9 A i kpokom 25,9 A. Ilenrpaarni 133 mapu ocHOB
Takoi cyrnepcriipaai gaioTh 1,67 BUTKa, peurra Hykaeocomuoi JIHK (aBi mi-
ASTHKY TI0 CiM I1ap OCHOB Ha BXOi/BUXOi) € IPAKTUYHO ITPSIMOIO i IIPOCTO
IIPOMOBIKYE Xii HYKAEOCOMHOI cymepcIipaai. 3po3ymiso, 110 3HAYHUH BH-
ruH HykaeocoMHOiI [IHK morpebye eHepreTHYHHUX BHUTPAT, 9Ki KOMIIEHCY-
10Tbca JIHK-TicTOHOBUMH B3a€MOIIIMH.

Puc. 4.10. CTpyKTypa HyKA€OCOMH Yy ABOX IpoeKuiax (1KX5)

Crpykrypa HykKaeocoMHoi [JTHK 3ymoBaeHa ii B3aeMomiero i3 rao0Oyadp-
HOIO YaCTHHOIO OKTaMepy ricToHiB. N-KiHIeBi xBocTH ricToHiB H3 Ta H2B
BUXOAATh 3a Me€Xi HYKA€OCOMHU 4depe3 KaHaau, c(poOpMOBaHi MaA€HbKUMHU
KOAOOKaMM [BOX AYIIAEKCIB CyCiIHIX BHTKIB HYKA€OCOMHOI cyIepcIipaai
(puc. 4.10). diaguaKu XBOCTiB, 6€3I0CEpPEenHBO PO3TAIIOBAHUX y KaHaAaX,

118



Po30in 4. OpraHisania AHK y KAITHHaX: T€HOMH Ta CTPYKTypa XpPOMAaTHHY

€ TIO3UTUBHO 3apaIKE€HHMH i, TAKMM YHUHOM, JOAATKOBO CKPIMAIOIOTH CYy-
cinui BuUTKHU cynepcripaai. N-kiHneBi xBocTu rictroHiB H4 i H2A Takox
B3a€EMO/IiIOTh 3 MAA€HBKHM >KOAOOKOM 30BHi HYKAEOCOMHOI cymepcripaai.
OcobauBe wMmiciie — Bxony / Buxoay HykaeocoMmHoi [HK (puc. 4.10) -
3aiimae HadmoBmuY N-kiHieBuH xBicT ricrory H3. IlosuTuBHO 3apsmxke-
Hu#t xBicT H3 crabisizye cTpyKTypy HYKAEOCOMH B IIiMf 30Hi, A€ criocTepi-
raeThCsd HaWBUIIIA HIIABHICTE HeTaTUBHUX 3ap4aaiB THK.
3HauHa YacTUHA TiCTOHOBUX XBOCTIB IIPOCTO BUXOAUTH 34 MEXKi HYKA€O-
coMHU. 3aBAFKHU CBOIM CTPYKTYpHifl AabiABHOCTI BOHH O6epyTh ydacThb
B opradisaliii xpoMaTUHy Ha HAOHYKACOCOMHOMY pPiBHI, a TaKOXK Bimirpa-
IOTh Ba3KAHUBY POAB IAAT(OPMHU A 3B'd3yBaHHS Pi3HOMAHITHHUX OiAKiB, III0
3aA€KUTH Bil IIOCTTPAHCASIIMHIX MoaudgiKallifi XBOCTIiB (IMB. HUKYE).
AHaAi3 CTPYKTYPH HYKAECOCOMHU Ta MOAEKYASIPHHX MexaHi3MiB ii cTabiai-
3a11ii 103BoAsIE C(POPMYAIOBATH TaKi ITOAOKEHHSI:
e EaektpocraruyHi B3aemonii mixk /IHK i ricroramu 3a ¢iziosoriu-
HUX YMOB € [yzKe MIIIHUMH — OCTaTo4YHe pyHHYyBaHHSI HYKA€OCOMU
in vitro BinOyBaeTbCcsa IIpU KOHIIEHTpAIllil coai 2 moab/A. TobTo 3a
dizioaoriyHNX yMOB 3B'sl3yBaHH4 ricToHiB 3 /IHK € HeobopoTHUM
(HeMO3KAMBa piBHOBara Mix 3B'S3aHUMH Ta AUCOILIHOBaHUMHU Ti-
croHaMmu). Xo4a CTPYKTypa HYKAEOCOMH BiAIIOBigae MiHIMyMy Bi-
ABHOI eHeprii, IIbOTO MiHIMyMY HEMOXKAWBO JOCATTH 3a PO3YMHUH
IIPOMIXKOK Yacy: TiCTOHU IIBHAKO ¥ 6e3aanHo 3B'a3yroThed 3 JJHK
06e3 momaabinoi mucortiarii. [as peaaizanii piBHOBa*KHHUX YMOB
JHK-ricToHOBOi B3aemMozil in vivo y XpOMaTHHI iCHYIOTb NPOMINKHI
aKyenmopu TiCTOHIB, L0 BUKOHYIOTH POAb (PaKTOpPIiB 30UpaH-
Hs / pyHHYBaHHS HyKaeocoM. lli akiienTopu MaloTb CIIOPigHe-
HICTb [0 TICTOHIB [eNI0 MEHIIy, Hi’K CIIOpigHEHIiCTh TiCTOHIB A0
JHK (puc. 4.11), mo # 3abe3nedyye MOXKAUBICTH PiBHOBAXKHOTO
obMminy ricronamu Mixk /IHK i mpoMizKHUMH aKIlelITOpaMH i3 3Cy-
BoM 11i€i piBHOBaru B 6ik JJHK-ricCTOHOBHX KOMIIAEKCIB.
e HesBaxkaroun Ha MinHicTk JHK-ricToHOBUX B3aEMOIil, TUMYaCO-
Be MOPYLIEHHd iX Ha KiHIgx HykKaeocoMmHoi [ITHK € moxkauBuM 3a
¢izioaoriyHUX YMOB: 3 OHOTO OOKY, B3a€EMO/Iil HA KiHIIEBUX [TiAd-
HKax € 0iAbII cAaOKHUMU, HiXK y IIEHTPAABHIH 9YacTUHI HYKAEOCOM-
Hoi [IHK; 3 iHIIOTO — BHCOKA TI'yCTUHA HEraTHBHOTO 3apdany (KOH-
TakKT MiXX CYCiIHIMH BUTKaMU HYKAEOCOMHOI cyIlepclipaai) me-
crabiaizye Hykaeocomy JHK Ha Buxomi 3 HykaeocoMmu. Lle mpuBo-
OUTH A0 THMYAaCOBOI'O YacCTKOBOI'O PO3KPYyUyBaHHSI HYKA€OCOMHOL
JHK Ha KIiHIIEIX, III0 € OAHUM i3 TOAOBHUX IIAGXIB CTPYKTYPHOI
OUHaMiKH HYKA€OCOM.
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e HagBHICTL HNPOMIKHUX AKIIEITOPIB TiCTOHIB POOHUTH MOXKAWBUM
obmin nuMmepamu H2A-H2B Mixk pisHUMH HyKA€OCOMaMM: THMYa-
COBE BHJIAACHHH JUMEPIB € iHIINM Ba*KAUBHUM IIAGIXOM CTPYKTYP-
HOI AUHaMiKU XpOMaTHHY.

ABumna eHeprisa

TicToun
Q Biaok-aknentop
-] OHK ricTouis
[ g O G

3

L W S

r O It o

Puc. 4.11. PoAb IpOMIZKHUX aKIIEIITOPIiB TiCTOHIB
y 30UpaHHi HYKACOCOMH:
[HCOIliallis TiICTOHIB € IPAaKTUYHO 3a00POHEHO0
3a (piziororiuHoi i0HHOI CHAW;
Yy IIPUCYTHOCTI akIlenTopa B3aemosid ricroHiB 3 JTHK
cTae pPiBHOBAIKHOIO

e Hes3Baxkaruu Ha Te, mo [JHK-rictoHoBi B3aeMmonii B HyKaeocoMi
€ HeCIleIM(pivHUMH 11040 HocAifoBHOCTI mmap ocHoB [IHK (eaekTpo-
cratuyHi B3aemonii Mixk ¢pocharamu JHK i HOZUTHBHUMH aMiHO-
KHCAOTHHUMH 3aAUIIKAMH), Y XPOMAaTHHI CIOCTepiraeThbcd (PeHOo-
MEH Nepe8a’KH020 NO3UYI08AHHSI HYKA€OCOM BiTHOCHO ITOCAiLOB-
HocTi. OCHOBHOIO ITPUYMHOIO ITO3UIIIIOBAHHS HYKAEOCOM € 3aA€K-
HicTh Bim mocaimoBHOcTi 3matHocTi JAHK mo medopmariitt, aki cyii-
POBOIKYIOTE (POPMYBaHHSI HYKA€OCOMHU (OUB. po3mdia 3). Y pe3yab-
TaTi HyKAeocoMa “obupae” Taky miagHKy, ne BuruH [IHK nmorpebye
MEHIIUX €eHEepPreTHYHUX BUTpaT. lle IpUBOAUTE [0 BaXKAUBHUX
QYHKIIIOHAABHUX HACAIZIKIB — MU(EPEHIIIHHOTO eKCIIOHyBaHHS Ti-
assaHOK [AHK no mii peryagropHuxX ¢dakTopiB (po3zmia 0).

o [Ipu (pyHKIIIOHYBaHHI XpoMaTHHY BUHHKAE HEOOXiAHICTb y 3MiHaxX
3ra]aHOro0 BUIIlE €KCIIOHYBaHHS / eKpaHyBaHHS [E€BHUX MiATHOK
JHK — pemnosurtitoBanHi HykaeocoMm. Minnicts [AHK-ricroHOBHUX
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B3a€EMO/Iili He MO03BOASE CIIOHTAHHOI'O 3CYBY HYKAEOCOM Y3I0BIK
JHK, mo 3ymoBatoe motrpedy B ocobauBux ATP-3aaeskHHUX Moae-
KYASIPHUX IPUCTPOSIX, SKi 3AiMCHIOIOTH TaKe PEIIO3UIliI0OBaHHS, —
dakTOpax PeMOMEAIOBAHHS XPOMaTHUHY (po3mia 6), 110 TaKOXK MO-
KyTb BUCTYIIATH (paKTOpaMH 30UpaHHda / pyHHyBaHHS HYKA€OCOM.

Iocmmpancaayiiini modudikayii zicmonosux x6ocmis

HeBnopsaakoBaHi XBOCTH KOPOBHUX TiCTOHIB € CyOCTpaToM A KOBaA€H-
THHUX T[OCTTPAHCAAIIIMHUX MoOmudiKamiid, IKUM IIOJaoThCd KOHKPETHI
(raki, 10 MarOTh KOHKPETHY MO3UILI0 V CKAAl ITOAIIEIITHIHOTO AQHIIOTA)
aMiHOKHCAOTHI 3aAHUIIKH IIEBHOTO THUILY.

OcHoOBHI TUITN TUX MoaMdikaliii HaBeqeHO HA puc. 4.12:

+ HAT
AlleTHAIOBAHHSA: Lys-NH, —» Lys-NH-(H:-CH3
HD (o]

+ HMT *
Lys-NH; —p Lys-NH,-CH,

MeTHAIOBaAHHA: NH. HMT NH-CH
” 2 ” 3
Arg-NH-C:+ =P Arg-NH-C;+
NH, NH,
HK 2—
®ochopHAIOBAHHA: Ser-OH =¥ Ser-0-PO,
HP

Puc. 4.12. ITocTrpaHcaaniiiHi moaudikallil aMiHOKHCAOTHHX 3aAHIIKIB
y ricToHax ([IoKa3aHOo AMIIEe XiMidHi 'PYIIH ¥ CKAAi 3aAHNIIIKIB,
gaKi 6e3nocepenHbo MonudikyroTecs). HAT — ricroH-aneruarpancdepasa,
HD - ricrou-geartetuaasza, HMT - ricroH-meTuaTpancdepasa,
HK - ricron-kinasa, HP — ricron-docdaraza

e AuyemunroeaHHst 3aAMIIKIB Lys — IepeHeCeHHd 3aAHIIKY OLITOBOL
KUCAOTH (aueTaTy) Ha amiHorpyny Lys. Peakiiia kaTaaizyeTbcd 2i-
cmoH-auyemunmparcgepazamu (HAT, Histone AcetylTransferase),
Pi3Hi iXHI THUIIM MalOTh EBHY CHEIU@IYHICTH 00 3aAHMIKIB-
MilieHeH. PesyapraToM peakilii € 3HUKHEHHS IMO3UTHBHOIO 3apdamgy
Ha 3aAMLIKYy Lys (puc. 4.12). ALleTHAIOBAHHA € JUHAMIi4YHOIO MO-
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oudikaiiero: ricroH-gearerusasu (HD, Histone Deacetylase, mo-
3Ha4YarThCcd TakoK 9K HDAC) 3miliCHIOIOTE BiIIIEIACHHS alleTaT-
HUX 3aAWMOIKIB. [IBa THUOHW (PEepMEHTIB-aHTAroHICTIB MHiATPUMYIOTH
EBHUM OUHAMIYHUHE TOMeocTas aleTHAIOBaHHS / ealleTHAIOBaH-
He, 3CYHYTHH y TOH 49U iHIIU OiK y ITIEBHUX MIATHKAX XPOMATHHY.

e MemunroeaHHst 3aAUIIKIB Lys Ta Arg — nepeHeCeHHs MEeTHABHOL
rpynu (ogHiei, 1Box abo Tphox) Ha amiHorpyny Lys abo Ha ryani-
OUHOBY IpyIly Arg, IO3UTUBHUH 3apsi/ IIPU IIbOMY 3aAHMIAETHCS.
Peaknia kartaaidyerbcsa ricToH-MeTuaTpaHcdepaszamu (HMT,
Histone MethylTransferase), KoxxHa 3 9KUX € CIEIUQIIHOIO II10-
o0 3aauniky-minieHi. Ha BigMiHy BiZf alleTHAIOBaHHSI, METUA-
IOBaHH4 € ayzKe cTabiAbHOIO y dyaci momudikailiero. MeTuaroBaHi
riCTOHH 3aMiHIOIOTBCSA HAa HEMETHABOBAHI AyXKe IIOBIABHO — iMoO-
BipHO, AWIIIE OIASIXOM 3aMiHU Ha TiCTOHH, CHHTE30BaHi de novo.

o docopunroeanHst 3aAUIIKIB Ser — nmepeHeceHHs ocdaTHOTo 3a-
anmiky Ha OH-rpymy Ser. Peakilia KaTaai3yeTbCs TiCTOH-KiHa30l0
(HK, Histone Kinase), BigiernaenHusa ¢gocgarty — pocdarasoro.

KoukpeTHi 3aAHUIIKH, 110 MOAN(DIKYIOThCS, ITOKa3aHo Ha puc. 4.13.

Cepen ycix momudikarliti, AUIIIe IIPO alleTUAIOBAHHS MOXKHA CKa3aTH,
110 BOHO YiTKO KOPEAIOE 3 TPAHCKPUIIIIHHOIO aKTUBHICTIO: TinmepaleTn-
ABOBAHi TICTOHH TIIPUCYTHI B aKTHUBHHUX [OiA9HKaxX XpOMaTHHY,
Yy PEIpecoBaHUX IiATPUMYEThCH AealleTHABOBaHUM craryc. [HIni momu-
dikamii BmAnBaIoTh Ha (PYHKI[IOHAABHHUUN CTaH CKAA[HIIIEe: METHAIOBAH-
HS OLHOT'O 3aAMWIIKY MOXKE BUKAWKATH PENPECcilo TpaHCKpPHIILii, iHII0TO
(gepe3 KianbKa aMiHOKHCAOT Bi[ IIEPIIIOr0 B TOMY CAMOMY XBOCTi) — CyIIPOBO-
IKyBaTHu akTuBallio; ¢ochopusroBanHgd H3-Serl0 Kopearoe 3 akTHUBa-
mi€lo TPaHCKPHUIILii, ase TaKOK CYIIPOBOIAXKYE TillepKOHAEHCAIlII0 XPO-
MaTHHY IIPHU IIepexXxoni 1o MiTo3sy.

OCKIABKH alleTHAIOBAHHS YHCA€HHHUX 3aAUIIKIB Lys (puc. 4.13) mpuso-
OUTH [0 CYTTEBOIO IIOHMIKEHHSI IIO3UTUBHOIO 3apsiAy XBOCTIB, AUIIE alle-
THUAIOBaHHSI MO3Ke 0e3IIocepelHbO BIIAMBATH Ha B3aeMofiro XBocTiB i3 JIHK.
Ile He BUKAMKAE 3MiH CTPYKTYPU HYKAEOCOMHU (KA IIPAKTHYHO HE 3aA€KUTH
BiJ XBOCTIB), ane 3MiHIOE XapaKTep CTPYKTYPHOI JUHAMIKU K HYKA€OCOMH,
Tak i XpoMaTHHOBOI (piOpHAM Ha HATHYKAEOCOMHOMY PiBHIi ii opraHizartii.

OgHaK TOAOBHUM MEXaHiI3MOM BIAWBY MOAH(MPIKOBAHUX TiCTOHOBHUX
XBOCTIB Ha (PYHKIIIOHAABHHH CTaH XPOMATHUHY € cneuyudpiuHe 6ni3HaAHHS
moodudpiroeanux xeocmie iHwumMu 6inkamu: PETyAdTOpaMH, (PaKTOpamMH
TpaHcKpuIiii, ¢pepMeHTaMu TOmIO. TaK, ameTHUAROBAHI 3aAWMIKU Lys yrri3-
HAIOTBCH OCOOAMBHUM CTPYKTYPHUM OAOKOM TaKHX OiAKIB — 6pomodomeHOM.
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[HmIMit 6A0K — XpomooomeH — yIi3Hae MeTHAbOBaHi Lys. icToHOBi XBoC-
TH CAYTYIOTH CBOEPIIHUMHU MMAATPOPMAaMHU A 30UPaHHS Pi3HOMAaHITHUX
0IAKOBHX KOMIIAEKCIB, CKAQ SIKHX 3aA€XKUTH BiJ matepHy Moaudikamii
— posnomiAy HeBHUX MOAM(IiKOBaAaHUX I'PyIl o XBoctaxX. CHiBBiAHOIIIEH-
Ha MixX matepHoM Mmoaudikariii i HabopoM 0OiAKiB, SKi BHIi3HAIOTH Ta-
KU ITaTepH, III0 Y CBOIO YEePry Mae€ IeBHi (PYHKIIOHAABHI HACAIOAKH, Ha-
3UBAIOTh 2iCMOHO6UM KOOOM.

H3

H2A

Puc. 4.13. KiHIieBi XBOCTH TiCTOHIB y CTPYKTYpPi HyKaeocomu (1KXS5)

Ta ixui Mmogudikariii. KoaropoMm BuaiseHo o ogaomy N-KiHIIEBOMYy XBOCTY
KOZKHOTO TiCTOHY, a Takoxk C-KiHneBui — ricrony H2A (ropsz i3 N-kinmem H3).
CrpiaoukaMU BKa3aHO alleTHAIOBAaHHS (Y€pPBOHi), METHAIOBAHHS (3€A€HI)

i bochopraroBaHHS (0AQKWUTHI) 3aAUIIKIB IEBHOIO THILY,

SKi 3a¥iMaroTh II€BHI MTO3UIli] B ITOAITIEITHAHUX AQHIIOTaX

Hanpuraan, ¢ochopusroBanuga H3-Serl0 i3 ogHOYacHUM aneTHA-
oBaHHAM H3-Lysl4 cynmpoBoIXKyeTBCH aKTHBAII€I0 TPaAHCKPHIIIii, mea-
netuatoBanHsa H3-Lys14 i3 ogHoYacHUM MeTHArOBaHHAM H3-Lys9 - perm-
peciero. lle auiie HEBEAMYKHI €A€MEHT TAKOIo KOMy: 3p0o3yMiao, IO pi3-
HOMAaHITHHX KOMOiHaIll MoandiKoBaHUX 3aAUIIKIB Ha BOCBMH TiCTOHO-
BUX XBocTax (puc. 4.13) moxke OyTH BeAHKa KiAbKicTb. OcTaTo4He 3'SCy-
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BaHHS TiICTOHOBOTO KOy IIle JaA€KO He 3aBeplueHo. IleBHi Horo 3akKoHO-
MIipHOCTI Ta IHIII TPUKAAOH 3aAy4YE€HHS TiCTOHOBOIO KOAY A0 PEeryAsIii
TPaHCKPUIILil HaBeAeHi y po3aiai 6.

TI'icmon H1

OpHa MoA€KyAa II'STOro TiCTOHY — AlHKepHoro ricrony H1 — B3aeMonmie 3
KOXKHOIO HYKAEO0COMOIO y XpoMaTuHi. [Ipore 119 B3aemomisa, Ha BiIMiHY Bif
KOPOBHX TICTOHIB, € JUHAMIYHOIO: CIIOCTEPIraeThCs MIBUAKWUN OOMIH AiH-
KEPHUX TICTOHIB MiK XpOMAaTHHOM Ta IXHIM IIyAOM Y S1pi.

GH1

Puc. 4.14. Cxema 6ynoBu ricrouny H1
i cTpyKTypa #oro raobyaspHoro gomeny GH1
(1HST, anaaor ricrony H1 3 epurpoiuTiB nraxis,
10 ITO3HAYaeThCd aK HS)

3a cBo€r0 CcTpPyKTypoio rictoH H1 (MoHOMepHU# 6iAOK) CYyTTEBO Biapis3-
HI€TbCA Bil KOPOBUX TicToHiB (puc. 4.14). Moaekyaa H1 wMicTuth
N-kiHIIeBUE HEBIOPSAKOBAaHUM XBicT, rao0yasapHuii nomen GH1 i moBruid,
30aradyeHuil IIO3UTHUBHO 3apdaKEHUMH 3aAduIlKaM (HacaMmiepen Lys)
C-kiH1leBUH XBicT HOBXKHUHOIO NpubOAn3HO 100 aMiHOKHMCAOTHHX 3aAHIIKIB
(mpubAM3HO IIOAOBHHA MOAEKYAH). [AoOyagpHUH [oMeH (IpHOAM3HO
80 aMiHOKHCAOT) HAaA€KHUTH /10 TaK 3BaHOI POAUHU “CITipaAbHUX i3 KPUAB-
nem” (winged helix) [IHK-3B'a3yBaAbHUX GiAKiB.

Ha moBepxHi moOMeHY iCHyIOTH ABa MOKAWBI caiitu B3aemomii 3 [JHK,
gKi (popMylOTBECS KAacTepaMHU O3UTHUBHO 3apsiI?KEHUX aMiHOKHCAOT i AO-
Kaai3oBaHi Ha NIPOTHAEXKHUX OOKax Trao0yau. BiamoBimHo, raobyagpHUH
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[IOoMeH B3aemogie 3 HykaeocoMmHoro JIHK Ha BuUXOi 3 HyKA€OCOMHU, iMOBIip-
HO, MiXX ABOMAa CyCimHIMH BUTKaMu (puc. 4.15, a), romaTkoBo ctabiaidyro-
41 HYKAEOCOMHY cyIlepcripasb. C-kiHneBui# xBict H1 B3aemomie 3 oboma
AlHKepaMH, II0 BUXOOSTDH 3 HyYKAGOCOMHU. Y Pe3yAbTaTi OBl AIHKEpPHI MIASHKHU
(moBxkmHOIO 10 10-30 TIAap OCHOB) YTBOPIOIOTH cmebnonodibny cmpyrk-
mypy Ha BUXOJi 3 HyKAeocoMH (puc. 4.15, 0).

GH1
a - AiHKep 6
C-xinneBu# xBicT
GH1
HyKAeOocOMa

Puc. 4.15. Cxema B3aemonii raobyagapHoro nomeny GH1 (a)
Ta misoro TiICTOHY H1 (6) i3 HykaeocoMorO

Haonykaeocomna ynaxoexa xpomamunogoi Giopuru

Y xpoMaTHUHI HYKAEOCOMHU 3'€lHAHI AIHKepaMH OOBXKHUHOKI ~50 map oc-
HOB. JIKII10 AiHKep (Y ITOAIHYKAEOCOMHOMY AaHII03i 0e3 ricrorny H1) mpocto
npoaoBkye xin HykaeocoMHoi /IHK mo mpsimiii, HYyKA€OCOMU y CKAQi IMO-
ATHYKA€O0COMHOI HUTKHU MalOTh OyTH PO3TallIoBaHi 3ur3arom (puc. 4.16, a).

Came Takuil BUTAS Ma€ AeKOMIIaKTH30BaHa (gkino BixcyTHit H1 i3a
HU3bKOI 10HHOI CHAH) IIOAIHyKA€OCOMHa (pibpmaa ITifi MiKPOCKOIIOM (€AE€KT-
POHHHUM YU aTOMHO-CHAOBHM). TOBIIIMHA TAKOI'O 3UI3aly JOPiBHIOE IIPUOAN3-
HOo 30 HM. [ToAiHykA€OCOMHUM 3UT3ar MoxKe KOHAeHCcyBaTucd (puc. 4.16, 6).
Ymoea rondencauii (HeoOXximHa, ase HemocTaTHd) — (piziororiuHa ioHHA
cuaa (KpiM OOMHOBaA€HTHHUX MAalOTh OyTH HPHUCYTHIMH OBOBAAEHTHI KaTio-
HU) [IAS 3HUXKEHHS €AEKTPOCTATHYHOI'O PO3IITOBXYBaHHA MixK HYKAEOCO-
MaMU. Paxmop kondeHcayii (ii pylIilfiHa cria) — HEBIIOPSAKOBaHI XBOCTU
KOPOBUX TiCTOHIB: Aa0iABHI TO3UTHBHO 3apdizKE€Hi XBOCTH e(EKTHBHO
“smrnBaroTs” (pibpuay, B3aemomitouu 3 JIHK cycigHix Hykaeocom.

Y mpucyTHOCTI ricrory H1 koMnakTHa xpoMaTHHOBa (pibpHaa TOBIIU-
Horo 30 HM cTae 3HaA4YHO cTabiabHINIOK. KAloWoBa poab y 1Li#t crabiaizartii
HaAEXUTH CcTebAy, 110 POPMYETHCS YHACAIIOK B3aeMonii 3 ricroHom H1
[IBOX AIHKEPHHX MIASHOK Ha BHXOi 3 HYKAEOCOMH: 3a PaxXxyHOK cTebaa
CyCimHi HYKA€OCOMH 3HAYHO 30AWXKYIOTBCH, IO CIIPHUSE KOHIEHCAIlii
(puc. 4.17). Orxe, ipucyTHicTh H1 HabAuKae HyKA€OCOMHU OHA 0 OJ-
HOI y ckaazi pibpuAH, YUM CHpHs€E “3IIMBAHHIO” [TUX HYKA€OCOM XBOCTaMU
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KOPOBHX TiCTOHIB. | HaBIaku, KoMIakTH3allisa piOpHUAN 3a y4acTIo XBOC-
TiB KOPOBHUX TiCTOHIB CIIpUsi€ 3B'a3yBaHHIO H1 i3 HabAWKEeHUMHU y IpOC-
TOPi AiASHKaMH AIHKepPiB.

Puc. 4.16. 3ursarononibna KoH®Iryparlis oAiHyKA€OCOMHOI HUTKH (Q)
i CTPYKTypa KOMIIAKTH30BAHOTO €AEMEHTa TaKOl HUTKH
Yy KpUCTarax TeTpaHycaeocoM (6, 1ZBB)

+ H1

Puc. 4.17. Poab H1-3aaexxHoro crebaa Ha BUXOi 3 HYKACOCOMH
y crabiaizaliii KOMIIAKTHOTO CTaHy XpOMaTHHOBOI pibpran.

OTke, CyIIepCTPyKTypa KoHaeHcoBaHoi gibpuau ToBimHOKW 30 HM SB-
Asie coOOI0 TPUBHUMIpHUH 3UI3ar HYKAEOCOM, 3'€IHAHUX IIPAKTUYHO IIPH-
MUMHU — 0€3 BUTHHIB — AlHKepaMH, dKi CIpPsIMOBaHi BcepeauHy (piOpHAH.
Ycepenuni micTaTeca TakoxX i ricroHu H1; cymicua gig H1 i xBocTiB KOpO-
BUX TiCTOHIB HiATPUMYy€ KOMIIAKTHUH cTaH Qibpuau.

d®i6pusa ToBmmHOIO 30 HM — OCHOBHa (opMa iCHyBaHHA iHTepdas-
HOrO XpOMAaTHHY. AA€ y XPOMAaTHHI iCHye 3Ha4dHa Te€TEPOTeHHICTH 3a
CTymeHeM KoHpAeHcamii. 3 omgHoro 60Ky, mepeayMOBOIO aKTHBAaIlil oKpe-
MHUX OIATHOK XPOMAaTHUHY € AeKoHAeHcanida gibpuau. dakTopamMu Takoi
LeKOoHeHcallii € 3HMUXKeHHd chnopigHeHocTi no [JHK xBocTiB KOpOBHX
TiCTOHIB YHACAiIOK IXHBOTO AalleTHUAIOBAHHS (3HUXKEHHS II03UTHBHOTI'O
3apsay) i TuMmdyacoBa auconianisg H1. Hduconianii H1 copusie aieruaro-
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BaHHY XBOCTIiB KOPOBHUX TiCTOHIB, a TAaKOX MOCTTPAHCAALINHI Momudi-
Kanii camoro H1, 30kpema ¢occopusroBanHs. [JeKoHaeHcallisa Qidopuau
Ta anuconianisg H1 crBopioroTk MoxkAauBicTE B3aemopii 3 JIHK pizHOMAaHI-
THHUX HETICTOHOBHUX O0iAKiB, L0 BPEIITi-pemIT i BUKAMKAE aKTHUBAILiIO
TpaHCKPUIIi (IUB. po3aia 6).

3 iHmIoro OOKy, y perrpecoBaHUX OIATHKAaX XpoMaTHHOBA (pibpuaa mMoxke
OyTH 9K HOOaTKOBO cTabiAi30BaHOIO B KOMIIAKTHOMY CTaHi, Tak i ImiggaBa-
THUCH KOMIIAKTH3allil BHIIOTO IOPsSAKy. YacTHHaA XpoMaTHHY, 110 30epirae
CTaH IIiABUINEHOI KOMIIaKTH3allil mpoTdrom iHTepdasu, Ha3HUBAETHCH
2emepoxpomamunom (pelITa XpOMaTHHY, A€ B IPHUHIIUII MOXKe Big0yBa-
TUCH aKTHUBallid TPAHCKPHUIILii, ITI03HAYAETHCS K eYyxpomamuH). YTBO-
PEHHSI TeTepPOXPOMAaTHHY 3OiMCHIOBATHCH, TOAOBHUM YHUHOM, V MIASHKAaX,
III0 MICTSTH IIOBTOPH — y LEHTPOMEPaX, TeAOMepaxX, 30HaX KOHIIEHTpPAIlii
MOOIABHUX eAeMeHTIB. [leTaal CTPYKTYPH HeTepOXPOMATHHY 3aAHIIAIOTHCS
He3'sICOBAaHUMH, MEXaHi3MH BCTAHOBAEHHS Ta IiATPUMAaHHA HEAKTHBHOTO
KOH/IEHCOBAHOT'O CTaHY I'eTePOXPOMATHHY PO3TAIIAIOTHECS B PO3IiAi 6.

Ilemavoei domenu xpomamuny ma A0epHUti Mampuxc

Ha nHacrtynmHOMy piBHI CTPYyKTYpHOI opraHizallii y KAITMHHOMY sapi
xXpoMaTHHOBa (pibpuaa popMye meTai, KiHIl IKHUX € JKOPCTKO 3aKPillA€HU-
MU Ha CKEAETHUX CTPYKTYypax KAITHHHOIO sapa — sI0epHOMY MAMPUKCL
(puc. 4.18). OckiabKH OCHOBH IeTAl ikcyroTbcsa Ha wmatpukci, JHK
V CKAQJIi IETAL Ma€ TOIIOAOTIUHI OOMEXKEeHHsI, TOOTO € eKBiBaAEHTHOIO IIUPKY-
ASIpHiN (nuB. po3mia 3). OgHa metad, 110 MicTuTh Big 20 mo 200 Tuc. map
ocuHoB /ITHK (ommH abo KiAbKa T€HiB), 4YaCTO PO3TASIIAETHCSA SIK BaXKAUBUH
€AEMEHT PETYASIIil ITPOIEeCiB TPAHCKPUIILIL Ta peraikartii.

I3 biakaMu MaTpHUKCy B3aeMomitoTh miaguku [IHK moBzxkunor Bix 300 oo
1 THc. map OCHOB — miAgHKM, acownirioBaHi 3 MmaTtpukcom (MAR, Matrix
Associated Regions). BoHu He MaioTh MiK COO0I0 TOMOAOTII OO0 ITOCAIZO-
BHOCTi, 9yacTo € 30araueHmmu Ha AT-mmapu. BBazkaerbcd, mio OiAbIIICTH
dyHKIIIOHAABHHUX IIPOIECiB, sKi BigOyBaroTbca Ha [JHK, po3moymHaeThCA
caMe Ha MaTpHKCi, TobTo Ha MAR.

Anepuuii MaTpuUKC — Ile¢ cUcCTeMa OiAKOBHX QisaMeHTIB, sgKa Qopmye
CTPYKTYpHUH Kapkac gnpa. Ha mnepudepii sapa posraroBaHa ocobamuBa
JacTUHa MaTPHKCY, acollifioBaHa i3 BHYTPIIIHBOIO SIAEPHOI0 MEMOPaHOIO —
sidepHa namiHa. PinaMeHTH AaMiHU TPOTATHYTI Big ofHiel aaepHOI HOpH 10
iHITIO] i ITO3UIIIOHYIOTE IIOPOBI KOMIIAEKCH y ITAOLIMHI MeMOpanu. [ToaBitiHa
danepHa MeMOpaHa, dAepHi mopu ¥ aAaMiHa YTBOPIOIOTH €AMHY CHCTEMY —
s0epHull KoHeepm. Bim aamiHM BcepeguHy dnpa MIPOTATHYTI ¢iaaMeHTU
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BHYTPIIIHBOTO SIEPHOTO MaTPUKCY. 3 AaMiHOIO B3aeMo/i€ 3HAYHA YacTUHA
reTepOXpOMAaTHHY, 30KpeMa LIEHTPOMEPH Ta TEAOMEPH XpoMocoM. Eyxpo-
MaTHHOBA YaCTUHA XPOMOCOMHU “3BUCaE” BCEpPEAUHY Aapa, A€ XPOMaTHHOBIL
IIETAl 3aKpillAIOIOTBCSA Ha BHYTPIIIHIM 4YacCTHHI MaTpPHUKCY. Y Pe3yAbTarTi
XpoMocoMa 3afiMa€e MeBHY 30HY B 00'eMi gapa — XpoOMOCOMHY mepumopiro.

IIeTAs
xpoma’runono‘i
Gi6puan

\

PdirameHT Hisstuka,
SAEPHOTO acoliHoBaHa 3
MaTpHKCY maTpukcom (MAR)

Puc. 4.18. Cxema IeTAbOBOI opraHizaltii XxpoMaTHHY

Yce, nipo 110 HIIAOCH BHIIE, CTOCYETBCS OpraHisallii XpoMaTHHYy Ta Xpo-
MocoM B iHTepdazHomy sapi. Koan kaiTHHa BCTymnae B IIPOLIEC MiTO3Y, IIic-
Ag pernaikanii [JHK modmHaeTbCs yTBOPEHHS HAAKOMIIAKTHOI MITOTHYHOI
XPOMOCOMH, HeTaAl CTPYKTYpHOI opraHizallii Kol 3aANNIAIOThCA HEIOCTAT-
HBO 3po3yMiauMu. OQHOYACHO 3 KOMITAKTH3AIlE€I0 XPOMaTUHOBOI pibpuAn
JaCTHHA AAMIHH “PO3YHMHSIETHCS” Pa30oM i3 sAepHOI0 MeMOpaHoro, iHIIa Ja-
CTHUHA, Pa3oM i3 BHYTPILIHIM MaTPHUKCOM, IIePebyI0BYETHCSI 3 YTBOPEHHIM
0IAKOBOTO KapKacy MITOTHYHOI XPOMOCOMH — XPOMOCOMHOIO ckegosoy
(scaffold), 3 axuM 3aAUIIAIOTHECA 3B'I3aHUMU OCHOBH XPOMATHHOBHUX ITETEAD.

KOHTPOABHI SAITUTAHHSA

1. [JatiTe BU3HA4YEHHd KOJIOHA 1 BiOKPUTOI paMKH 34nTyBaHHS. CKIABKHU
icHye KOmOHIB? $IKi IO3UIliI HYKAEOTHAIB y CKAali KOoAOHA € HaMbiABII
i Ha¥iMeHII BU3HAYAaABHUMHU?

2. IIlo Take reH?

3. lllo Take reHOM? Y YoMy IToAdTa€ HaMCyTTEBIillIa BiAMIHHICTbE MiXK Te-
HOMAaMH [IPO- Ta eyKapioTiB?

4. Y yoMy moasira€ NepPeKPHUTTH I'€HIiB y BipycCiB Ta eyKapioTiB?

S. [JatiTe BU3HaA4YEeHHd iHTpOHA i €K30HA.
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6. Slka pi3HUIII MiK KAQCTEPOM I'€HiB i oIlepoHOM?

7. Ha3BiTh OCHOBHI TUIIH NocaimoBHOCTeH [HK, 1110 MTOBTOPIOIOTHCS.

8. 3 gK1X eAeMEHTIB cKaazaeTbCcd HyKaeocoMa? fke miciie B ii cTpyk-
Typi HaaexkuThb OiankaM? Sk oprauizoBana y mpocropi JJHK y Hykaeocowmi?

9. ki B3aemomii cTabiAi3yloTh HYKA€OCOMY? 3a SIKUM HPUHIIHUIIOM Bif-
OyBa€eThCda 30UpaHHA HyKACOCOMH ?

10. ¥ yomy moadrae MexaHi3M IIO3UIIIOBAHHA HYKA€OCOM BiIHOCHO IIO-
caimoBHOoCTI JIHK?

11. Has3BiTb OCHOBHI THUITHU TTOCTTPAHCAAIIHHUX MOauUQiKallifi TiCTOHIB.
AKi aMiHOKHUCAOTHI 3aAWMIKY MiAma0ThCca MomudikaniaM? B gakux gacTu-
HaX MOAEKYA TiCTOHIB IIi 3aAUIIKH PO3TAaIIOBaHi?

12. 9lk opranizoBaHa XpoMaTHHOBA (hidpHraa y IIpocTopi? 3a IKUM OCHOB-
HUM MeXxaHi3MoM (idpraa MignaeTbca KOMIIAKTH3ALLI? Y YOMY II0ASTa€ POAb
ricrony H1?

13. IIlo Take saepHUii MATPHKC i SIKy ydacTh BiH Oepe B opradizarrii
XPOMAaTHHY B KAITUHHOMY sIApi?
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TPAHCKPUIILIS: IIPOKAPIOTU

Down, down, down. There was
nothing else to do.

Lewis Carroll.
Alice's adventures in Wonderland

Tpauckpumnitia (transcription) — nporec cunresy PHK 3 BukopucraHHIM
oxmHoro 3 aaHiroriB /IHK gk maTpwuili, ToOTO “miepenucyBaHHs” ITOCAIJOBHO-
cti HykaeotuaiB [JHK y mocaigoBHicTs HykaeoTuaiB PHK. 3pocranHga aaH-
mrora PHK BinOyBaeThca B HANIpsaMKy Bin 5'- go 3'-kinng. CybcTtparamu pe-
akiii € 3'-kinneBa OH-rpymna pub03u 3poCTarodoro mpaHckpunmy (AaHIIO-
ra PHK, mo cuntesyernbcd) i pubonykaeosuarpudocdaru (rNTP). depmenT,
10 KaTaaisye 1o peakitito — JHK-3anexHa PHK-nonimepasa (DNA depen-
dent RNA Polymerase, RNAP). ITpuctymnaioun 00 po3rasay IPOKapioTHYHOL
CHCTEMU TPAHCKPHUIILIi, CAil 3ayBaKUTH, 1110 MOAEKYASIPHI ME€XaHi3MU CHH-
Te3y PHK € B 0CHOBHOMY CITIABHUMHU OAS BCiX XKUBHUX OPTaHi3MiB.

PHK-tioaimepasa

3azarvruil cyenapin mpanckpunyii 6 baxmepiii

BakrepiaabHa PHK-moaimepasa ckaamaeTbcs 3 KiABKOX OiAKOBHUX CyO-
ONWHUIL Ta ICHye, 3aA€KHO Bia cramii TpaHCKpHIIi, y ABoX dopmMmax:
1) Kkop-gpepmerm (core enzyme) y CKAani CyOOAMHUI, IO ITO3HAYAIOTHCS
4K o (aBi korrii), B, B' Ta ®; 2) 2onogpepmerm (holoenzyme) — KoMIAeKC KOp-
depmenTty i3 cybomuuuneo 6. Kop-dpepMeHT Mae MOCHUTH BHCOKY HeCIIe-
nudivay cnopigHeHicTs o JHK, 110 mo3Boasie oMy mpaifoBaTé Ha pis-
HOMAaHITHHUX TTOCAiTOBHOCTAX. [losgBa cybOMMHUIL G V CKAai roAodpepMeH-
Ty IIPUBOAUTE [0 3HUXKEHHSl 3aTaAbHOI HecIellnivyHoil criopiiHeHOoCTi, aae
IIpU bOMY BHHHUKAE CneyugpiuHa CIIOPiIHEHICTh M0 OCOOAMBHUX MiASHOK,
3 IKUX TPAHCKPHUIILS Ma€ PO3IMOYHHATHUCA — NPOMOomopig (promoters).
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3a paxyHOK IILOI'O ToAOPEPMEHT Ma€ 3MOIY e(eKTHBHO IepebuparTu
(rasixoM 3B'd3yBaHHA Ta IMIBUAKOI Aucollialliil) pisHOMaHITHI AiATHKU
JHK, 3aificHIo0uM IOUIYK IIPOMOTOpA, B3a€EMOJis 3 SKHM € MiITHIIIOIO.
OTke, CyOOOMHULIT G BUKOHYE POAb 3A2A/lbH020 haKkmopa Hiyiayii TpaHc-
Kpurmiii. Pi3Hi mpoMoTOopH po3pi3HAIOTHECHA 3a CIOPIAHEHICTIO A0 roaodep-
MEHTy (cusnioro npomomopa). BiarosinHo, ymi3HaHHS CAAOKHX ITPOMOTOPIB
3aA€XKHUTDH Bifl JOJATKOBUX, CHEIN(PIYHUX AT JAHOI'O I'eHa YH TPYyHU re-
HiB, pakTOpiB iHimiaIiil (IUB. HUKYE).
Pobouwnii tmka PHK-10AiMepasu cKkaamaeTbes 3 HACTYITHUX CTAIiH.
o TIniyiauis TPAHCKPHUIIIi, KA TAKOXK € 0araToCTamiiHUM IIpoIlie-
coM (puc. 5.1):

(o]

3B'd13yBaHHS TOAO(PEPMEHTY 3 IIPOMOTOPOM. Y pe3yabTati ¢op-
MYETBCS 3aKpumuil Komniekc, y ckaaai sskoro [IHK 36epirae
dopMmy moaBiHiHOI crripaai;

AOKaABbHE IIAABA€HHS IIOABIHHOI cIlipasi 3 yTBOpPEHHSIM 8i0-
Kpumozo Komnsexcy — po3xoakeHHs aaHiroriB /IHK, sake mo-
3BOASIE BUKOPHUCTOBYBATH OAWH 3 HUX K MaTPHILIIO;
BKAIOUEHHS MEPIITUX ABOX HYKAEOTUIIB 10 MoaeKyau PHK (cuH-
Te3 nepuroro gocdomiedipHOro 3B'9A3Ky B aKTUBHOMY IIEHTPI
noaiMepasu) — HaHIOBIABHIIIIA CTAis ITPOLIECY;

3pOCTaHHS I[I€PBHHHOI'0O KOPOTKOI'O TPAHCKPUITY — IIPHUEN-
HaHHA 8-9 HyKaeoTuaiB. [licag IIFOTO € MOXKAWBOIO abOpTHUBHA
iHiIiaiisa (BU3BOAEHHS KOPOTKOIO TPAHCKPUIITY), TOOTO He-
Baasa crpoba iHiriarii;

B iHIOIOMY BHIIQAKY BiIOYBA€ETBCH OUUULEHHS NPOMOMOPA —
aucomialliss o-gakropa, SKa MapKye HOepexim a0 eAoHrarri
TPaHCKPUIILLii.

e EnoHzauyis TPAHCKPHIILii, ¥ KOKHOMY €AeMEHTapHOMY aKTi sIKOi
(eaoHrauifHOMYy IMKAi) BinOyBaeThCcs IIPUEAHAHHSA YEProBOIO HY-
raeotuny no 3'-kinng PHK i mepecyBaHHa Kop-bepMeHTY Ha
OIVH HYKAEOTHU] Y3I0BXK MaTpHULll (mpaHCcioKayis).

o Tepminauis TPAHCKPUIILII ITpM BHOi3HAHHI IIoAiMepas30i0 crieria-
ABHOT'O CHUTHaAy TepMiHallii (0coOAMBOIoO eaeMeHTa IIOCAiIOBHOC-
Ti), KOAU BinOyBaeThCd BHU3BOAEHHH TPAHCKPUIITY. [laai Kop-
depMeHT 3HOBY B3aEMOI€ 3 G-CyOOAMHUIIEIO i 3aiHCHIOE HOBUH
IIOLIYK IIpOoMOTOpa.

CyTTEBOIO OCOOAMBICTIO ITPOKAPIOTUYHOI CHCTEMHU TPAHCKPHUIILi 6iaKo-
BHUX TeHiB € Te, o MoaekKyaa MPHK 3B'a3yerbcs 3 pubocomamu Gesroce-
peaHbo ITim yac TpaHcKpuilil — TpaHckpuniia MPHK i OinkoBuii cuHTe3
(po3mia 8) € egUHUM IIPOLIECOM.
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IpoMOTOp
N~ BaKpHTHH KOMIIAEKC

——

/
xop-dpepmeHT ¢

aaPp'w
BinkpHTHH KOMIAEKC
‘/\_/"\: YTBOpPEHHA IepLIOro ’
3B'A3KY

( 3pocranHA
° "‘.\: NEepPBHHHOTO

TPAaHCKPHIITY

7 \: OuyHLUIEeHHS MPOMOTOpA,
A IHO4YaTOK eAOHTraluii

PHK ¢

Puc. 5.1. Ixiuiamia Tpasnckpumilii 6akrepiasbaoio PHK-1mioaiMmepa3zoro

Cmpyxmypa PHK-noaimepasu

[Bi cybommHUII 0 B3aEMOIIIOTH MiXK C000I0 B CKAami KOp-(hepMeHTY
O6akrepiaabHoi PHK-moaimepasm (puc. 5.2), BHUKOHYIOUH CTPYKTYPHY
POAB: BOHU CIIPULIOTHh YTPUMAaHHIO pa3oM iHIIUX YacTUH pepMeHTy. [IBi
BeAUKi cybomuuuIl — B i B' — dpopMmyroTh XapakTepHi “mieaerrn” (popma
Haraye TaKO¥X KAIIIHIO Kpaba), y IIAHHI MiXK SKUMHU 3 (PpEpMEHTOM B3a-
emoxmie [IHK, posrammoBana “Huzkue” (downstream) y HanrpgaMKy pPyXy I10-
AiMepasu Bi TOYKH, gKa B JaHUM MOMEHT 3HAXOAUTHCH B aKTUBHOMY
neHtpi. Illeaenn € pPyXAUBUMH €A€MEHTaMH, 30aTHUMU pPO3MHKATU-
cd /3aMHKaTHUCA i 9Yac poOOTH moAiMepasH.

I'amboKO B mIiAMHI MiX mieaenamu, AiBopyd Bim F-cmipaai (F bridge
helix), o 306pazkeHa Ha puc. 5.2 (HaaeXUTb n0 Halibiabiroi cybomu-
HuUlli B'), po3TanroBaHuil KaTaAITUIHHUN aKTUBHUM HEHTP: 3 3aAUIIKUA ASp
(Takok HaaexkaThb 10 f'), 10 yTPUMYIOTE KAIOYOBHH A KaTaaily ioH Mg2*
(puc. 5.3). CTPyKTYpHi €eAEMEHTH, sIKi OTOYYIOTh aKTUBHUI IIEHTD, 3a0e3I1edy-
IOTh B3a€EMOJIIO IToAiMepasu 3 HeMaTpudHUM AaHIiroroM [JHK (migrpumyroan
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Horo posmaaBAeHU#l cTaH), ABoAaHIoroBum riopuaom [JHK-PHK, cripus-
IOTE ITomiAy monBiiHOL cripaai JJHK HuzKYe Biff aKTUBHOTO LIEHTPY, OIIAY
noxagitinoi cripaai [IHK-PHK ri6bpuma Ta BigHOBAEHHIO ITOABIHHOI cripaai
JHK BuIne (upstream) akTUBHOTO LEHTPY. Bix akTUBHOrO EHTPY, A€ Mic-
TuThcsa 3'-KiHenps PHK, 1o 3pocrae, PHK BuxomuTh 3a MexXi moAiMmepasHo-
ro KOMIIAEKCY 4Yepe3 CHelliaabHUH KaHaa. [HIIuMi, Tak 3BaHUN emopuHHUl
KaHa, HO3BOALE HYKAeo3uATpUudocaTaM HOTPANAITH OO0 TOYKH 3POC-
TaHHa PHK. 3araspHy cxeMmy OymoBH IoaiMepas3u B Kommaekci 3 JJHK
i PHK min gyac eaoHraltii TpaHCKpHIILil HaBeAeHO Ha pUC. 5.4.

HanmpsaMmox pyxy

Puc. 5.2. Crpykrypa PHK-nnoaimepasu Thermus thermophilus (1IW7)

Omnucani pyucH CTPYKTypPHOI opraHizailii 6akrepiaabHoi PHK-mmoaiMmepasu
(pyxAuBi IIeaemny, akKTUBHUH LeHTP 3 ioHOoM Mg2*, KaHaAu OAS BUXOLY
PHK i 3axogy NTP) € 3araapuumu nag ycix PHK-tioaimepas. Lle cTrocyeTbca
HE TIABKH I'OMOAOTIYHHX €YKaPiOTHYHUX IIoAIMepas (DuB. po3mia 6). Jdeaki
OakTepioharu (3a3Bu4ail (parv BUKOPHUCTOBYIOTH II0AIMEpa3y KAITHHH-
xasdgina) maroTh BaacHi PHK-noaimepasy, 1110 € MOHOMEpHUMH Oinkamu 6e3
TOMOAOTII B aMiHOKHUCAOTHIM ITOCAIZOBHOCTI M0 CyOOAMHUIL OGakTepiaabHOL
noaimepasu (puc. 5.5). [IpocToTa MOHOMEPHHUX MOAIMepa3 (dKa poOUTH IX
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3pyYHUM O0'€KTOM MOCAiMKEeHB) 3yMOBA€HA THM, III0 BOHHU MAalOTh yIIi3Ha-
BaTH AUIIIE KiAbKa IIPOMOTOPIB paroBUX I'eHiB. AAe BKa3aHi BUIIE 3arasb-
Hi pucu cTpykKTypHOiI opranizaiii PHK-moaimepas ta 6a30Bi IIpHHIIUIIH
dyHKITIOHyBaHHS 30epiratoThCd i A HUX.

2+
@ Mg
Asp

F-cnipaas

Puc. 5.3. AktuBHUi 1eHTp nopsasy i3 F-cripaasaro
y ckaani PHK-noaimepasu Thermus aquaticus (1HQM).
OpieHTaria noaimepasu mpubAU3HO Taka caMa, K Ha puc. 5.2

MaTpHYHHH
AaHmor THK

NTP

Puc. 5.4. Cxema oprasizaliii moaiMepa3HOro KOMIIAEKCY
(y po3pisi) mizm gac eaoHrarii TpaHCKpUITILii

Y crpykTypi roaocpepmeHTy OakrepiasbHOi PHK-moaimMepasm mpucyTHS
[oaTKoBa CcyOonuHUI 6. BoHaA Mae MyABTHIOMEHHY CTPYKTYpPY (pHcC. 5.2)
i 3mificHIOE pPiI3HOMAaHITHI B3aeMomili 3 oboMa BEAMKHMH CyOOIMHUIIIMU
(B iP"): dircye meBHE ITOAOXKEHHS IIIEAEII, B3AEMOIE 3 aKTUBHUM IIEHTPOM
i oro oroueHHAM. Po3ramniyBaHHS G-pakTopa Ha MIOBEPXHI IIOAIMEpPAa3HOTO
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KOMIIAEKCY 03BOoAdE€ MoMy 3[iMiCHIOBATH BIIi3HaHHA IIpoMoTtopa. Kpim Toro,
JacTHHA G B3aeMoie 3 kaHaaoM Buxony PHK (mopiBH. puc. 5.2 i 5.4), 6ao-
KyIO4M HOro: aucolliallid ¢ € HeoOXimHoIo mas Buxoay cuHTe3oBaHoi PHK,
TOOTO ALl BIABHOTO PyXY ITOAIMEpPa3U B3/I0BXK MaTpPHILII ITi/] Yac eAOHTall].

Puc. 5.5. CtpykTypa eAoHTaIlifiHOT0 KOMIIAEKCY
moHoMepHoi PHK-moaimepasu 6akrepiocara T7 (1MSW).
Marpuunwnii aaxiror [IHK — Tremuo-cuniit, PHK — uepBona

Inirriartist TpaHCK MLl

3posymino, 1o PHK-mmoaimepasa Mmoxke OyTu opieHToBaHa BinHocHo JHK
aBoMa criocobaMu: KOXKHIH i3 IIMX OpieHTAalli#l Oye BiAIoBiAaTH aBa MOXKAH-
Bl HapsAMKH pyxXy PepMeHTy IpH TpaHCKpuIlii. BinnmosinHo, oguH i3 aBox
AauroriB JJHK Oyme obupatucd 9K MampuuHuili — TOH, 3 SKOTO 3YUTYETHCS
iHdopmartis B HanpsaMKy 3'-5' i Ha IKOMY CHHTE3yEThCSI KOMIIAEMEHTAPHUH
aaHIor PHK y mpoTuaesxkHoMy HanpsMKy 5'-3' (puc. 5.6).

ITocaimoBHicTh aaHIora [JHK, akuili € KoMIIAeMeHTapHUM MaTpPUYHO-
My, 30iraetTbcsa 3 mocaigoBHicTio PHK, mo cuHTe3yeThbes. Tomy came 1eit
HEMaTPUYHUH AQHIIOT HA3UBAaIOTh KOOyruum abo 3MiCmosHUM, i caMme
HOT0 MOCAIJOBHICTh, MPUHWHATO HABOAUTH AK IIOCAIJOBHICTH JAaHOI'O reHa
(MaTpuYHUN AQHIIOT HAa3UBaIOTh, BiANOBiAHO, aHTHKoAyouuM). Hykaeo-
THUO KOAYIOUOTO AQHIIOTa, IKUM BiAIOBimae craproBoMy Hykaeotuny PHK
(gacrinre nypmHOBHH), IO3HAYAETBCA SK +1, HACTYOHI HYKACOTHUIAH
(41 mapu OCHOB) y HAIPSIMKYy PYyXy IloAiMepasu HyMepylOTh i3 IO3Ha4-
Koo “+”: +2, +3 i T.A. Y 3BOPOTHOMY HANPSMKY (AiBOpydY Ha pHUC. S5.0)
HYKA€OTHIU HYMEPYIOTh i3 I03HAYKOIO “~” (MOoYMHAaIo4u 3 —1).
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6’0

-35 -10
OOEECEOCOO0 0000000

3 — - /j\ F

KonyrouHi (3MiCTOBHHH) AaHIIOT

AHTHKOAYIOYHH (AaHTH3MiCTOBHHII) AaHIfOT
12-14 map ocHOB

Puc. 5.6. Tunosuii npomotop E. coli. 3eaeHa crpiaka
IIO3HA4Ya€ CTapT TPAHCKPHIILII BcepearHi PO3IAaBACHOI 30HH

TumnoBuii GakTepiasbHHE ITPOMOTOP (PHUC S5.6) CKAQIAETHCS i3 ABOX eAe-
MEHTIB TIOCAIJOBHOCTI, SIKi 3HaXOAAThCSI Ha BimcTaHi mpubanzuo —10 i-35
Bim crapToBoi Touku. KoHceHCcycHa (y3araabHeHa OAd Pi3HHUX IIPOMOTOPIB)
IOCAIJOBHICTE eaeMeHTa —35 Mae BUTASH TgrTs4G78A65Cs4A45 (IHICAAMU TIO-
3HA4YE€HO YaCTOTy AaHOI IapH OCHOB y Bizmcorkax). IlocaimoBHICTE eaeMeH-
Ta —10 (HasuBaeTbcsa Takoxk O0okcoM IIpubHoy (David Pribnow) — Pribnow
box): TgoAgsTa5A60As50T96. BapiabeAbHICTb OCAIIOBHOCTEH BH3HA4YAE Pi3HY
edpekTUBHICTD iHimianii — cuay npomortopiB. Came eaementu —-35 i —10
Oe3rocepeHBO BITI3HAIOTHCH G-(PaKTOPOM IIPU iHIIiaIll TPaHCKPHUIILLI.
HaBeneHi OCAIZOBHOCTI BIIi3HAIOTHCH BapiaHTOM G-(haKTopa 3 MOAEKYAS-
pHoro Baroio 70 k/la (679), aKUM € AOCUTH WLIMPOKO BXKHUBAHUM, aA€ HeE
ennHuM. KiAbKOM iHIIIMM BapiaHTaM G, Hi KOHTPOAEM SIKHMX 3HaXOASITbCH
IIEBHi I'pyIIHd IIPOMOTOPIB, BiAIIOBIAAIOTH iHIII KOHCEHCYCHIi ITOCAIZOBHOCTI
-35 Ta —-10. B3aemonisa 6-¢pakTopa 3 IpoMOTOPOM 4iTKO opieHTye PHK-moAi-
Mepasy BinHocHO [JHK, ToOTO BHM3HA4a€ i CTapTOBY TOYKY TPAHCKPHUIILLI,
i 1 HanTpsaAMOK (BHOip OMHOTO 3 ABOX AQHIIOTIB IK MATPHUYHOTO).

BBaxkaerbcs, 10 CyOOAUHUIIA G YTPUMYE ILIEACIH Y BiIKPUTOMY IIOAO-
JKEeHHi y cKaazi rorodpepMmenTy. lle cnpusge migBUINEHHIO IIBUIKOCTI IU-
cortianii 6iaka Big HenpoMoTopHoi /IHK i rapanHTye HU3BKY e€(PeKTHUBHICTh
TpaHCKpHUNOLii 3 BunaakoBux caktiB Ha [JHK (puc. 5.7). 3a ymM0OBH BHi3-
HaHHA 6-(PaKTOPOM [IBOX €A€MEHTIB IIPOMOTOpA BiIOYyBAETHCS CTPYKTYPHA
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repebygoBa IIOAIMEPA3HOTO KOMIIAEKCY i3 3aMHKaHHSM IIEA€Il. Y Pe3yAb-
Tati JJHK y 30Hi mapu ocHOB +1 IoTpaliasie BCepeqUHy IIIANHU MiXK ITIeAe-
IIaMU — YTBOPIOETHCH 3aKPUTHH KOMIIAEKC.

IlouaTkOBE Ynizuauusa IlnaBA€HHS OunuleHHA

3B'AA3yBaHHS nmpomoTopa: AHK: . ImpomoToOpa:
3aKpPHTHH BiAKPHTHH mo4YaToK
KOMIIAEKC KOMIIAEKC eAOHTaIil

Puc. 5.7. [TocaimoBHicTh noailt mmpwy iHimiarii TpascKpunii

[yxe IIBUAKO 3aKPUTUN KOMIIAEKC II€PETBOPIOETHCS Ha BIAKPUTHUH:
samukanHg [JHK y IMiAmHI OpUBOAUTE OO TOTO, IO MOABiHHA cHipasb He
MOXKE PO3MICTHUTHCHA TaM 3a HEIOCTATHICTIO IIPOCTOPY. Y pe3yAbTaTi Bia-
OyBa€eThCda AOKaAbHE MAaBA€HHA 12-14 map ocHOB (popMyBaHHS TpaHC-
KPHUILIHHOIO MixXypa) y 30Hi Big —7 [0 +5 BIiZHOCHO CTApTOBOI TOYKH (PHC.
5.6, 5.7). BaxkauBUM (paKTOPOM, III0 CIIPHUSIE AOKAABHOMY IIA@BAEHHIO I10-
OBIMHOI chipaal y CKaaai BiZKPUTOTO KOMIIAEKCY, € HAsSBHICTb y IUPKY-
AgpHitt OakTepiaapHit [JHK meBHOro piBHA HeraTHBHOI Hazacmipaaizartii —
HaIlpy>KEHb, 10 MOAETIIYIOTh PO3KPY4yBaHHA AyMAEKca (OHB. po3mia 3).
[MaaBaenna [HK y miiamai PHK-moaimepasu BigOyBaeTbCs 3a pPaxyHOK
B3a€MO/ii ABOX AQHITIOTIB i3 BHYTPIIIHBOIO ITIOBEPXHEIO LIIANHH: HEMAaTPH-
YHUH AQHILIOT 3aXOIIAIOETHCS IIEBHUMH CTPYKTYPHHMU €A€MEHTaMH IT0Ai-
MepasHu, MaTPUYHHUM — ONHHAETHCA B aKTHBHOMY ILEHTpPi. 3a aKTHBHHUM
neutTpom JHK pobuth BUTHH Maiike mig nmpsaMuM Kytom BigHOcHO [IHK,
10 A€KUTDH HUXKYE Bi/l aKTUBHOTO LIEHTDY.

Hactymna, Ha#inioBiABHIIIA cTadisa iHiIialii — cuHTe3 Tnepiioro gocdomie-
dipHoOTO 3B'sA3KY, TOOTO iHilliallisa BaacHe cuHTe3y PHK. 3maTHicTh iHillitoBa-
TH CHUHTE3 HyKAEIHOBOI KHCAOTH — yHiKaabHa BaactuBicts PHK-moaimepasu
(AHK-toaimepaza 3maTHa AHIIIe ITPOLOBXKYBaTU CHUHTE3 YK€ iCHYIOYOro AaH-
1rora, AuB. po3mia 9). IHimiariga cuHTe3y € ay»Ke BaKKO0I0, OCKIABKY IIPH 1IHOMY
[Bi IOPiBHSIHO HEBEAMKI MOAEKYAU — IIEPIIi ABAa HYKAEOTHUIU — MaloTb OyTH
JKOPCTKO 3adiKCOBaHI B aKTHBHOMY IIEHTPI B IIeBHIiH reometpii. Taka dikca-
ITisT 3aA€XKUTH Bifl B3aemo/iti 6-pakTopa 3 aKTUBHUM IIEHTPOM: IIEBHOIO Mi-
poro cybomuHHLA G Bimirpae poab 3'-KiHneBoi giasaku PHK, aka 6epe ydactb
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y CTBOPEHHI caiiTa 3B'd3yBaHHS YEProBOTO HYKAEOTHAY IIPH €AOHTAallil
(muB. HHUXKYE), aAe SKOI IIIe He iCHye IIpH iHilarti.

[aai miporiec HapoIyBaHHS TPAaHCKPUIITY IIPOJOBXKYETHCS IIIE A0 BOCH-
MU—-ZIEB’ITH HYKAEOTHUMIB, SIKi MOXYTh po3MicTUTUca B Mexkax PHK-moai-
Mepas3HOro KOMIIAEKCY [0 BUXOAY B CIIELliaAbHHM KaHaa. Y IIpolleci 3poc-
TaHHS IIBOIO IIE€PBHUHHOIO TPAHCKPHUIITY MOXKAWBE MOro BH3BOAECHHI —
abopTHBHA iHilialig. ¥Y3araai, orodeHHa akTUBHOTrO lieHTPYy PHK-moaime-
pas3u Mae BUCOKY CIIOpigHeHicTh no tumuacosoro PHK-/THK-ribpuaa, 1o
iCHye mif yac TPaHCKPHUIILI] (IuB. puc. 5.4). Are YUM KOPOTIIINM € TiOpHumn,
TUM MEHIIIe B3aEMO/iil BiH peaaidye 3 moaiMepasoro, i THM MEHIII CTabiAb-
HUM BiH €. [lomaTKoBa crabiaizalliss KOPOTKOro Tridpuaa 3aifiCHIOETHCS 3aBIs-
KM B3aeMoflii 3 HUM G-dakTopa.

[pyra npuymHa abopTHBHOI iHimiamii — KOHKypeHIlis MiXk o-¢ak-
TopoMm i PHK 3a kanHaa Buxoxy. Y HpHUHIIUII, ITiCAS 3pOCTaHHS TpPaHC-
Kpunty no 9-10 HykaeoTHOIB O-(pakTop OiAbllle He IOTPibeH — “MaBp
3poOuB cBoi0 crpaBy”’. MoxauBuii nporpamt 3 60oky PHK koHkypeHIrii
3a KaHaA € CBOEPIAHOIO MAATOI0 3a MOIXKAHBICTBL iHiIlifoBaAaTH CHHTE3
IIepIIoro 3B'A3KYy. Y pasi Takoro mporparity roaoepMeHT MOKe ITOBTO-
PUTH CBOIO cIpoO0y iHiIiIoBaTH TPAHCKPHIIILiIO. K0 3K KOHKYPEHILiIO
Burpae PHK, c-dakTop (mmicasg cuHTe3dy 0AM3BKO 12 HYKAEOTHAIB) HapemI-
Ti BHUTICHSIETBCA 3 KOMIIAEKCY (BiAOyBa€ThCH OYHINEHHS I[IPOMOTOPA)
1 PO3MOYUHAETBCS €AOHTAIlid TPAHCKPHUIIIL].

EaoHranis TpaHcKpMnmii

[Tpu eaonranii Tpanckpunitii PHK-mmoaimepaza pyxaeTbcss B3OOBXK Ma-
TPUILLl pa3oM i3 po3naaBaeHUMH 12-14 napaMH OCHOB y TPaHCKPUIIILiN-
HOMYy Mixypi (puc. 5.4, 5.8). [Ipu npoMy Ha KOXKXKHOMY KPOIli IToAiMepasu
oflHa Ilapa OCHOB PYHHYyeThCd IIoIlepeny Mixypa ¥ omHa BiTHOBAIOETHCH
no3any. Posmiaenusa noapitiHoi coipaai [IHK nmepen MiXypoM ITOAETTIIYETE-
ca tak 3BaHO0O G-meraeto PHK-moaimepasm (G-trigger loop, pumc. 5.8).
Y 30Hi Mixypa 3 moaimepasoro 3aBxknau 3B'a3anuit JJHK-PHK-ribpug nos-
JKHWHOIO BiCIM—IEeB’ITbH I1ap OCHOB: BiCiM—IeB’dTh HYKA€OTHUAIB Ha 3'-KiHIIi
PHK 3aay4eHi o yTBOpeHHS MOABIMHOI CIlipaAi 3 MATPUYHUM AAHIIOTOM,
HaCTYIIHI II'ITh-IIIICTh HYKACOTH/IB AOKaAizoBaHi B kaHaai Buxony PHK,
pellTa HyKAEOTHUAIB Ha S5'-KiHII BUXOASTH 3a MEXKi IoAiMepas3HOTo KOM-
naekcy. Ilomiay ribpuga, a otrke, i BimHOBAeHHI0 [JHK-nynaekca, cupuse
L-nteraga (lid loop, puc. 5.8).

139



Cue0n06 A.B. MoAekyAasipHa Gioaoris

5 L-meTAn F-cmipaaes ¢ Lonng

PHK

\
Kanaa NTP .
Buxony PHK 2:32:11:111411

Puc. 5.8. Buxinna KoH(irypaliig cuctTeMy TPaHCKPHIIITi
Ha [10YaTKy €AOHTAllifHOTO [TUKAY

Hagapnaicte JJHK-PHK ribpuaga mpu TPaHCKPHUIILLl € ayKe BasKAHWBOIO
obctaBuHOW. lle#i ribpua icHye 3aBOSKU CIIEU(PIYHHUM B3a€EMOIIAM, AKi
peani3yioTh 3 HUM IIEBHiI €AeMeHTH IlosiMepasu. Bucoka cIIopinHEHiCTH
PHK-nioaimepasu no ribpuna 3abe3rnedye BUCOKY npouecueHnicmes pepMe-
HTY — 3[aTHICTB IIpallloBaTH Ha MaTpuli 0e3 maucomiartii. IHmui dpaxkTop
iABUIIIEHHS IIPOLIECUBHOCTI — B3aEMO/is TPAHCKPHUIITY 3 KAHAAOM BHXOLY
PHK. [ucortiariia moaimepasu, ska 0yaa MOXKAWBOIO i/l 9aC CUHTE3Y Iep-
BHHHOTI'O TPaHCKPHIITY, IIOKU riOpua OyB HELOCTATHHO JOBIHUM (a0OpTHUBHA
iHiIlamig, AUB. BHIIE), ITi/1 9ac eAOHTAallil cTae MaAOMMOBIPHOIO HOII€T0.

Ha puc. 5.8 cxemaTH4HO 300pazkeHO BUXIAHY KOHIrypalliro CHCTeMH Ha
II0YaTKy KOXKHOI'O €AOHTAIlilfHOTO IIUKAY Ilepell 3B'd3yBaHHAM deproBoro NTP.
Caiirr 3B'a3yBaHHS (popmyeThes 3'-KiHIleBUM HykaeoTuaoM PHK, Hecmape-
HHUM HYKA€OTHUZIOM MmatrpudHoro aauiora [JHK (mozradenum gk it+1), ak-
TUBHHUM ILIEHTPOM IIOAIMepas3H Ta Horo oTo4YeHHSM, 30KpeMma F-cmipaasio
(puc. 5.3, 5.8). OH-rpyna nHa 3'-kinmi PHK dikcyeTbca B akKTHBHOMY
IeHTpi nopsy 3 ionom Mg2?* (puc. 5.3, 5.9). NTP norpamnasie no caity 3B'a-
3yBaHHS Yepe3 BTOPUHHUN KaHaA pa3oM 3 ApyTruM ioHom Mg2+.

Hepwuii eman eAOHTAIIMHOIO IIUKAY — 6i06ip i 36'st3yeaHHst HYKAEO-
sunrpudgocdary, sSKe KOHTPOAIOETHCH MAaTpHUIEI0 (HyKAEOTHAOM i+1).
CnopinHenicth ycix gyotupbox Tunis NTP no PHK-noaimepa3su € mocute
HEBHCOKOIO, II0 03BOAdE IM 3[iHiCHIOBATH WHIBUAKE 3B'd3yBaHHA / OU-
comiatito. Peaaizamiga komrnaeMeHTapHUX B3aemozit NTP i3 BimmoBimHUM
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HYKACOTHUZIOM MAaTPHUI (ITosSBa HOBOIO AiraHay B calTi 3B'S3yBaHHA —
KOMIIAEMEHTAPHOI HYKACOTUAHOI IMapu) BUKAUKAE KOH(OpMAaLiliHy 3Mi-
Hy i3 3amukaHHaM NTP Ta xopcTkor ¢ikcailliero cybcTpatiB y akKTHUB-
HOMY IIeHTPi (puc. 5.9, 5.10).

Adpyauii eman — XiMidyHa peakllisi NPUECOHAHHSLI UEP208020 HYKLleomuoy
o 3'-kiHng TpaHcKpunTy (puc. 5.9). 3a ymoBH peaaizamii koMraeMeHTap-
Hux B3aemonitt mixk NTP i HykaeotnnoMm y ckaaai marpuii, NTP xxopctko
dikcyeTbcsl B aKTUBHOMY IIEHTPi B IIEBHiH “HamnpyzkeHi” peakilifiHo-
31aTHIN KoH(QOopMAallii, SKa MOXKe PO3TASIIATHUCS dK iHTepMeIiaT peakitii.

T
NG b [PPPPY

cybcTpaTru G
c

SRS
G T C T A C F’i1~1'rep1v1e,zr.ia'r
cC A G A
P\I\ PJ\ P\I\ P\I\ OH PP

*

NPpOAYKTH

Puc. 5.9. XimiyHa cxema IIpolecy IpUeEaHaHHA HYKACOTHIY

HatiBakauBinty poab y dikcaltii iHTepMmemiaTy BigirparoThk OBa i0HH
Mg2* (oguH yTPUMYETECSI B aKTUBHOMY IIEHTPI 3aB3KAH, iHIITNH, SKUH IOTpa-
ouB Tyau pazoMm 3 NTP — TuMmuacoBo, depe3 B3a€MOMil0 3 ABOMA i3 TPBHOX
3aAUIIKIB Asp akTUBHOrO I1eHTpPY). [lepiuii ioH B3aeMomie 3 a-docdarom
NTP i 3'-OH rpymnor, 3abe3medyroyn 30KpeMma ii ioHizariro (puc. S5.9).
[pyruii ioH cTabiAidye IeBHY HaIpyxKeHYy KOH(OpPMAaIlilo BCiX TphoxX ¢oc-
daTHEX 3asnmKiB. CIIOpPigHEHICTP AKTHUBHOIO IIEHTPY MO0 iHTEepMemiaTy
i KopcTKa ikcallis cyocTpaTiB 3abe3nedye 3HHXKEHHS aKTHUBAIIHHOTO
bap'epa peaxkilii, To6TO I Kartaai3d (muB. po3mia 2). PesyapraTom peakirii
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€ IOOBXKEHUH Ha oauH HyKaeoTun 3'-KiHens PHK i Bigmenaenuii mipo-
docdar. Kpim TOro, yHacAiiok peaxilii 3MiHIOETECHA PO3TAIIlyBaHHSA AiraH-
ny (3'-KiHIg) BiMHOCHO akKTHBHOTO LEeHTPY (puc. 5.9; 5.10).

EAoHramnis

Mg+ F-cnipaas > /\
O
- _\8 o
~ 1 1 1
i i+l i i+ i+ ]

i i+l it2

3B'A3yBaHHA IIpuenunaHHA TpaHcAOKauia
NTP v Hgmeonama ‘\\'
PeazaryBanus '
3 Z i i+l | ? |
P i Hecrabiaxma i 2

3BopoTHHH Xin

Puc. 5.10. [TocainoBHicTE noaili B eaoOHTalifHOMY ITHKAL
(36iabLIeHM (hparmMeHT cxeMH Ha puc. 5.8). I[lokazaHo TakKoxK
aAbTEpPHATHBHUH IIAGX IIPH PeAaryBaHHI IOMHAOK. [IpaBopyd:
eHepreTH4Hi IIpodiai, 1110 BiAIOBiZAIOTE PyXy IOAIMepasu Briepes
BiJHOCHO MaTpPHIi IPU eAoHTrallii (yropi) i Ha3axa NIpu peaaryBaHHi (YHH3Y)

3MmiHa aAiraHay Ta gucolliallis mnipodocdaty CIIpUYHHSIE "PO3MHKAHHL"
CTPYKTYPH B 30HI aKTHBHOI'O LIEHTPY, SIK€ JO3BOASE PyX IoAiMepaswu.
BinOyBaeTbcsa mpemiit eman — mpancnokayis y HalIpsIMKy OIITHMAaAbHO-
0 po3TalllyBaHHS IIOAOBXKEHOI'0o 3'-KiHIF BiJHOCHO aKTHBHOI'O IIEHTPY
(puc. 5.10). Pyx moaimepasu npu TpaHcAoKalii BiOyBaeTbCcsa SIK OMHOMIp-
Ha audy3sid B340BK MAaTPUIl 32 PaxyHOK €Heprii TemAoBHX (PAYKTYyaIliH,
TOOTO MOXKAMBHUM € PyX gK "yrnepen', Tak i "Hazazn'. IlepecyBaHHA 1moaime-
pasu BIIEpel CYHPOBOIXKYEThCA PYHMHYBaHHSAM OAHiel HYKACOTHAHOI IMapH
y ckaani PHK-IHK ri6pupa Ta BigHOoBAeHHAM oaHiel mapu JHK mozamy
Bim TpaHckpunuifiHoro mixypa. OxHodacHO pyHHyeThcs omgHa mnapa IHK
nonepeny Big Mixypa. KO B3ATH OO0 yBary, IO Ha OINEePEeaHbBOMY eTarli
BHAaCAIJOK XiMiuHOI peaxilii BigOyArocss yTBOpeHHd Napu B ribpuzni, To ma-
€MO ITPAKTUYHO i30€HEepreTHYHUH IIpollec — ABi HYyKAEOTHAHI apH yTBO-
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PIOIOTHCS 3aMiCTh ABOX 3pPyHHOBaAHUX. AHAAOTIYHO, II€pPECyBaHHS IIOAi-
Mepasu Hazaz O0yae CynpoBOAXKYBATHUCH PyHHYBaHHSM Hapu B ribpumi
Ha 3'-kinni PHK (3'-kiHIleBUl HyKAeoTH[ HPHU ILILOMY OIHHLETHCH Y BTO-
puHHOMY KaHaai) i mapu JHK mozangy Big Mixypa 3 0JHOYACHHM yTBOPEH-
HaM napu [JHK nonepeny Ta ribpuna nosamny.

PizHHNIg MiXK KiHIIEBUMH pe3yAbTaTaMHU ABOX PyXiB — B €Heprii B3aeMo-
niti PHK-moaimepas3u 3 HyKA€IHOBUMH KHCAOTaMU. Y BUXITHOMY IIpPETpaHC-
AOKaIitHOMY cTaHi (moaoxkeHHs i + 1, puc. 5.10) peaai3yroTbCs IIeBHi HYK-
A€OIIPOTEIHOBI B3a€MO/Iii, 10 3yMOBAIOE 3HaXOIKE€HHSI CHCTEMH B AOKaAb-
HOMy MiHiIMyMi BiABHOI eHeprii. I3 ABOX iHIINX AOKaABHUX MiHIMyMIiB, IIIO
BiTIOBiAIOTH ITOAOKEHHAM I Ta i+ 2, APYTHUH € OiABII TAMOOKHUM, OCKIABKHU
OAd HBOTO PEaAi3yIOTbCH HANUCHPHUSATAUBIIII B3aeMomii MiK aKTUBHHUM
neuatpoM ta 3'-kKiHnem PHK. MakcumyMmu eHeprii (0ap'epu) Mixk MiHiMyMa-
MU Ha puc. 5.10 BigNOBIAAIOTH HPOMIKHHUM CTaHaM IIPU IIepecyBaHHI I10-
AiMepasu (JacTKOBE IOPYILIEHHS B3aEMOiN, KOH(OpMAIliiiHI 3MiHH IIOAi-
Mepasy). Li MakCUMyMHU € JOCHUTb HEBHCOKUMH, TOOTO AETKO JOAAIOTHCH 3a
PaxyHOK TernoBoi eHeprii. OT1ike, ImoaiMepasa CIIOHTAHHO IIE€PEMINTyeThCS
BIIE€pE[, i CUCTEMA ONIUHAETHCHA B OiABII TAMOOKOMY MiHiMyMi BiAbHOI eHeprii
(puc. 5.10), 3BiAKM MOYHUHAETHCA HACTYIIHUH €AOHTALIMHUN ITUKA.

JKII0 HanpsimMok IMepeMillleHHd I[oAiMepa3d BH3HAYAETBHCH ITOAOXKEH-
HAM MiHIMyMiB Ha HIKaai BiABHOI €Heprii, weuodkKicms epeMillleHHs 3aie-
JKUTH Bil BUCOTH MaKCHMYMiB BIiABHOI €HEpPTii: YMM HUXKXYHUM € MaKCUMyM,
THUM A€TIlle BiH J0Aa€ThCs. BucoTa MakCHMyMiB 3aA€KHUTH Bifl IIOCAITOB-
HOCTi map OCHOB y cKAazi ribpuaa, a TakKoK MOKe 3MiHIOBATHUCH IIifl di€I0
nomaTkoBux (pakTopiB (paxkTopu eaoHrarii, mmnuabku B MPHK To1110).

[linxz wac eaoHrarlii 3AiHCHIOETBCA TaKOX peodaz2yeéaHHsi NOMUNOK.
3abe3rmeynuT CTOBIZICOTKOBY TOYHICTH ONIepalliii 3 TaKUMHU HEBEAHKUMH
MOAEKyAaMH, GK HYKAECOTHUOAM, IPAKTUYHO HEMOXKAHWBO. 30KpeMa, IKepe-
AOM (OAHUM i3 OCHOBHUX) IIOMHAKOBOTO IIPUENHAHHA HYKAECOTHIB IIif dac
TPaHCKPpHUILIi € maymomepisi a30TUCTUX OCHOB. CIIOHTaHHI IepebynoBH
€AEKTPOHHUX CHCTEM T'€TEPOIIMKAIB IIPUBOAATDH A0 TOIO, III0 KOXKHAa OCHOBA
iCHye y BUTASIZII ABOX TAyTOMEPHUX POPM: aMiHO- 4H iMiHOopMHU nag A, C;
eHoAabHOI um KeTodpopmu aasg G, U, T (puc. 5.11). PiBHOBara 3cyHyTa B
0ik amMmiHO- Ta KeToopM, sSKi IIPUCYTHI y CKAani IOABIMHHX cHipaaseit
(zuB. puc. 3.1) i gAg IKUX peaai3yroThbcd IIpaBHAA KOMIIAEMEHTAPHOCTI
A-T, G-C. Aae cnaproBaHHS OCHOB ITiIIOPSIAKOBYETHCS iHIIMM IIpaBHUAAM
A MIHOPHHX TayTOMEPHHX (pOopM: HAIlpUKAaz, iMiHopopMa A Ta aMiHO-
¢dopma C yTBOPIOIOTH MizK COOOI0 JBa BOOHEBI 3B'I3KH, III0 MOXKE BiOyTHCH
iz yac yIisHaHHG MaTpHIli HyKAeo3uaTpudocdarom. Toxai micas xiMiuHoL
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peaxilii, y pe3yAbpTaTi IIBUAKOTO IIOBEPHEHHS OO0 MasKOpPHOI TayTOMepHOi
dopmu, y ckaani JJHK-PHK riopuna Ha 3'-KiHII TPAHCKPHUITY 3aAHIINUTH-
Cs HEKOMIIAEMEHTapHa I1apa HyKA€OTHUIiB.

HecrabiabHicTh Tibpuaa Ha 3'-KiHII ¥ BUITQAKY, KOAU IIIOWHO NpHUEIHA-
HUH HYKA€OTH[ € IIOMHAKOBHUM, IIPUBOAUTE [0 3MiHH €HepreTHUYHoro Oa-
AaHCy MiX pisHuMHu nosunigmu PHK-mioaiMepasu BigHOCHO MaTpHILi
(puc. 5.10). HalicnpHUATAHWBIIIOI (TAKOO, IO BiAIIOBiIae HAWHUKIOMY
MiHIMyMy €HeprTii) Telep € IO3UIlid i, OCKIABKH IIPH IILOMY TiOpHI cTae
cTabiAnbHUM IIO BCiHf MOBXHWHI. BianosinHo, BinOyBaeTbCs 3BOPOTHHUU PyX
moAiMepasu 3 BHXOAOM J3'-KiHIId TPaHCKPUIITY y BTOPHHHUN KaHaa. [lpu
bOMY HiIlO OiabIle He (pikcye 3'-KiHelb TPaHCKPHUIITY, i BCi ITO3UILI 110-
3any Bif i (i, +1, 2, ...) € Malike i30eHepreTHYHUMH (Bapiallii 3aaekaThb
Bim cTabiapHOCTI TiOpuma, TOOTO Bif MOCAIZOBHOCTI HyKaeoTHUmiB). OTXKe,
3BOPOTHHH PyX BinOyBaeThbCcad HA HEBH3HAYEHY BHIAIKOBY Bi/ICTAHBb.

NH (0} OH

NH,
A G

N A N N N AN

<’]‘ N/) <’]‘ N/) <’|‘ N/)\NHZ <’i‘ N/)\NHZ

NH, NH o} OH
C U
NN NH NH > SN
,r/&o - ﬁ'/J% hl,/&o ,r/&o
AmMiHo- Imino- KeTo- EHoABHA
¢dopma dopma ¢opma ¢dopma

Puc. 5.11. TayromepHi (hopMHU a30THCTUX OCHOB

Koan 3'-kiHLIEeBUH (pparMeHT TPAHCKPHUIITY OITUHSETHCS Y BTOPUHHOMY
KaHaai, 3 IoAiMepas30i0 B TOMY 3K BTOPHHHOMY KaHaAi B3aeEMoi€ 0COOAMBHH
dakTOp eaoHramii TpaHCKPHIIIii, SKUH MOXKHa Ha3BaTH (PaKTOPOM penda-
TyBaHHd, 1 KUl icHye y aBox BapianTax: GreA Ta GreB (eykapiornyHHM
a”HaaoroMm 1ux (akrtopiB € daxkrop TFIIS, nus posxia 6). Gre-cakTopw,
yepe3 KoHpopmallifiti 3minu PHK-moaimepasu, iHAYKYyIOTh HyKA€a3HY aK-
TUBHICTB ii aKTUBHOTO IIEHTPY. Y pe3yAbTaTi BimOyBaeTbCs BiAlIleAECHHS
3'-KiHIIeBOTO (pparMeHTa TPAHCKPUIITY i B aKTUBHOMY LIEHTPI 3aAHIIAETh-
ca HoBHUH 3'-KiHeIlb (31 cTabiAbHOIO HYKA€OTHUIHOIO I1apol0 ridbpuaa), SKui
BUKOPUCTOBYETBLCH [AS BiTHOBAEHHSI €AOHTAIlifHOTO IIpollecy. 3arasbHa
TOYHICTB MHPOIIECY TPAHCKPHIILI HopiBHIOE mmpubAu3HO 10-¢ (yacTrora mo-
MMAKOBO BKAIOUEHHX HYKAEOTH/IB, 110 3aAHINIalOThCa y cKaadi PHK).
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3 BukaazmeHoro BuaHo, m1o PHK-moaiMmepasa € ogHUM i3 TPUKAQIIB MO-
AEKYASIPHOI MallUMHHU (OAUB. po3mia 2). KoHgpopmauiliHa pyxausicms IOAi-
Mepasu 3abesnedye iii MOXKAUBICTBH iCHYBaTH B KiABKOX CTPYKTYPHHX CTa-
Hax. lli craEn MalOTh Pi3HY CHOPIAHEHICTh A0 NeBHUX airauaiB (NTP, mapu
ocHoB y ckaami PHK-/IHK ribpuma, darropu eaoHrarii). Bzaemooil
3 nizaHO0amu (PIKCYIOTH IIEBHI cTaHU. XiMiUHI peakruyii, IKi KaTaAi3ylOTbhCI
MalllMHOIO, IIPUBOAATE A0 3aMiHU AiraHAiB, a BiAIIOBiZHO — i 10 HIEepeXonay
B IHIINNM CTPYKTYPHUH CcTaH. PyIIiffHOIO CHAOIO Al IEPEMIIEHHI IIoAiMe-
pasu € mennosuil pyx: CTPYKTYPHI OAOKH II0OAIMEPa3HOrO KOMIIAEKCY
pyXaroThbCs BiANIOBIAHO A0 KOHCTPYKIii MaIlIMHU; 3B'd3yBaHHS AIraH/iB
Ta iXH4 3aMiHa BHACAILOK peakIi KaHaAi3yloTh Ii pyXH B II€BHHUX Ha-
npsamax. PeayabTaToM CTPYKTYPHHUX IlepebyZoB € ImepeMillleHHd IIoAiMe-
pas3u B340BX MaTpPHUIli 3 OMHOYACHUM CHHTE30M TPAHCKPHUIITY i3 cepes-
HBOIO MIBUAKICTIO 40 HYKACOTHUIIB/ C.

Tepminanist TpaHCKpUIIITii

Sl yzxe HIinocd, MIBUAKICTE nepecyBaHHa PHK-nioaiMepasu mif 4ac eAoH-
raiji BU3HA4Ya€e€ThCs BHCOTOI0 MaKCHMyMiB BiABHOI eHeprii (auB. puc. 5.10).
jkmo 11i MakcuMyMHu (1o obuaBa OOKM Bim MiHiMyMy, IO BiAIOBimae
nosuilii i + 1 Ha puc. 5.10) 3a NeBHUX NPUYUH BUABAATHCS JOCHUTH BU-

COKHMH, HOAiMCpa3a OITMHHUTBHCA B eHepI‘CTI/I‘-IHiﬁ nacui U 3YIIMHUTBCA
Ha JOCHUTH JOBTUM 4dac.

IOHK CHrHaa TepMiHamii
_:l_

ic

fuc

Uu G

G-C

AU

. C-G

C-G

PHK G-C

C-G
—_—N C-G :
UAAUCCCACAG-CAUUUUUUU

Puc. 5.12. TunoBuii curHaa TepMiHartii
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Cawme 11e # BimOyBaeThcd Il 9yac TepMiHamii TpaHCKpHUNOLii HA IEBHUX
eAeMeHTaX II0CAIIOBHOCTI. [IpOKapioTUYHUN CUZHA/T MEPMIHAYLL ABASIE
coboro iHBepTOBaHUI MOBTOP (MaaiHapoMm — mocainoBHicTs [JHK, mio yu-
TaEThCH OMHAKOBO B 000X AaHIIOTaX y HampsaMKax 5'-3'), 6e3rnocepemsHbo
daarkoBaHu# polyT mocaigoBHICTIO (0AM3BKO 7 HYKAEOTHUMIB). BimmoBimHo,
y MaTpPUYHOMY AAHIIO31 po3TalnoBaHa pPolyA mocaimoBHICTE, a y ckaami
TpaHcKpunty — polyU. IHBepToBaHU#l IIOBTOP y CKAQAi TPAaHCKPHUITY
YTBOPIOE [ABOAAHIIONOBY MINHUABKY (puc. 5.12), a JHK-PHK ri6bpun 3a
IIITHUABKOIO CKAQIAE€THCH 3 IOPiBHAHO MeHI crabiabHux A-U map.

3araspHUH clieHapiH TepMiHallii BUrAsggae HACTYIIHUM YHHOM. IlopiBHAHO
HecTabiALHUEM TiOpUA YCKAQIHIOE E€AOHTAIliI0 TPAHCKPHIIILI, a IIMHABKA —
3BOPOTHUI pyX moaimepasu. Ilim wac 3ynuHKHU moasiMepas3u (IpuOAU3HO
Ha 60 c) 3aiHCHIOIOTBECSI 3YMOBAEHI B3a€MOIIAMHU 31 IIITHUABKOIO CTPYKTYPHI
nepebyIoBU MOAIMepasu, PyHHYBaHHS Ti0puaa, BiIHOBAEHHsS TOABiHHOL
crripaai /IHK i BU3BOA€HHS TPaHCKPHUIITY.

p-dbakTop

Puc. 5.13. p-BasexHa TepMiHallia

Y KiabKOX OakTepiaabHUX OIIEpOHAX TepPMiHAIlid 3aA€KUTH Big Tak 3Ba-
Horo dpakTopa p. Lle#t pakTop (MoHOreKcamep) 3B'a3yerbesa 3 PHK-Tpanc-
Kpunrom y neBHux C-30aradeHux miagHkKax. [licasg IIbOrO IIOYMHAETHCH
ATP-3asekHe nepecyBaHHS p-paKTopa B3I0BXK TPAHCKPUIITY B HAIIPAMKY
5'-3' 31 MIBUAKICTIO, 9Ka € HUXKYOK 3a MIBHAKICTL PyXy moaimepasu. Cur-
Haa TepMiHallii B bOMY BHIIAQIKY, K IIPABHAO, HiYUM HE BiIpi3HSETHCSI Bin
OIMCaHUX BUIIE TepMiHATOPIB i 3yMOBAIOE 3yIIMHKY II0AIMEepas3u. Y pe3yAbTa-
Ti p-pakTOp MOKUHAE IIoAiMepasy i, HPoAOBXKYyHOYH pyx y3mnoBxkK PHK,
py#iHye ribpunHy nonBiiHy cripaab (mpairoe gk eenikasa (helicase) — Tak
Ha3uBarwThcd depMmMeHTH, 10 ATP-3aae’kHO pPyHHYIOTH HOABIMHI cripaai
HYKAE€IHOBUX KHUCAOT). Pe3yApTaToM € KoaalC TPaAHCKPHUIIIHHOTO MixXypa
(BimHOBAEHHS noABiMiHOI cripaai [IHK) i BU3BOA€HHSI TPAaHCKPUIITY.
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Peryasiiist TpaHCKpUIIIIii

3po3yMmiao, 110 T€HU Ta ONEPOHU (OUB. Po3aiA 4) He TPAHCKPUOYIOTHCH
IIOCTiHO, & BMUKAIOThCS / BUMHKAIOTLCH B II€BHI MOMEHTH 3aA€XKHO BifL
30BHIIIHIX YMOB, CTaUill KAITHHHOIO IIMKAY TOIIO. ['OAOBHHUMH eaeMeHTa-
MH, B3a€EMOJis MixK IKHUMM IIPUBOOUTH OO aKTUBAllil 4M pernpecii TpaHc-
KpHUIILii, € TaK 3BaHi yuc- i mpaHc-enemermu. Lluc-eAeMEHTH — 11€ PETYASI-
TOpHi eaeMeHTH nTocaigoBHocTi [JHK, aki dizmuHo 3B'd3aHi 3 JaHUM IeHOM
Y ONIEPOHOM; Vy IIPOKapioTiB dYacTO HAa3UBAIOTBCA onepamopamu
i po3ramoBaHi B 0e3mocepenHiii OAM3BKOCTI O0 TpoMoTopiB. TpaHc-
ereMeHTH — OiAKOBiI (paKTOpU TPAHCKPHIILi, II0 BiABHO AUPYHAYIOTH
(mpaHcopTyIOThCSI) ¥ IIPOCTOPI KAITHHH, OIYKAIOYMW CBIiH YUC-€AEMEHT,
3 IKUM BOHH MAaloTh CIeNU(IYHYy CIOpPigHEHICTh. SKINO 3B'd3yBaHHS
mpaHc-eAEMEHTa 3 OIepaTOpOM MNPHUBOAUTH A0 aKTHUBAllil TPaHCKPHIILLI
(gqacTo 3a paxyHOK HPAMUX 0iAOK-0IAKOBUX B3a€MOIIN TPaHCKPHUIILIHHOTO
¢dakTopa 3 PHK-moaimepasoro, sKi migABUIIYIOTE i CIOpiAHEHICTh M0 HIpo-
MOTOpAa), KaXKyTh, 1110 (PAKTOP € AKMUBAMOPOM i 3AIHAICHIOE NO3UMUBHY pe-
ryaditiro. Jkmio daktTop 0AoKye 3B'a3yBaHHa PHK-moaimepasu (dacrTo 3a
PaxyHOK 3HUKEHHS OOCTYIIHOCTI IIpoMOTOpa), Horo Ha3WBalOTh penpeco-
POM i KaKyTh IIPO HezcamueHy PETYASIIIIO.

Ili 3araAbHi IIPUHIUIIN PETYALIlii, 9Ki, yCKAQIHIOIOYUCH, 30epiraroThes
TaKOXK B €yKapioTiB (po3mia 6), peaaizyroTbca Ha cramii iimiarmii. Kpim Toro,
[AST PETyAdIlii BHKOPUCTOBYIOTBCS 1HIIII MOMEHTH IIPOLECY TPaHCKPHIILLi.
Ha¥iTunosinli MexaHi3MH peryadilii B IpoKapioTUYHUX CHUCTEMaxX IIPOiAlo-
CTPOBAHO HUXKYE Ha KOHKPETHUX IIPUKAAIAX.

Aaxmo3nuii onepon

AarTo3Hu# onepoH (lac-onepoH) E. coli craB y cBi#i yac, 3aBOIKH TOCAIi-
mxenHaMm 2Kakoba i Mono (Francgois Jacob, Jacques Monod), nepuroro ae-
TaABHO BHBYEHOIO CHCTEMOIO PEryAslii TpaHCcKpHuIiii. /1o cKkaaay onepoHa
(puc. 5.14) BXOmdaTh TPHU CTPYKTYPHI I'€HHU, IO KOAYIOTH (PEPMEHTHU, 3aAY-
4eHi o0 yTHai3allil (kaTtaboaizMmy) aAakTo3u. TpaHCKPHUIIILA BCiX TPHOX IeHiB
3AiHCHIOETBCS 3 OLHOI'O IIpOMOTOpa (CHHTE3YEThCS €4HHA, TaK 3BaHa
nosiyucmpoHHa, Mmoaekyaa MPHK, gka mMae Tpu ITOCAIIOBHI BiIKpPUTI paM-
KU 34uTyBaHH4). [IpoMoTOp OTOUYIOTH OBi OLHAKOBi OoIlepaTOpHi MIATHKU
(lac-omiepaTopwH), 1110 MAIOTH CIIOPIAHEHICTE M0 lac-penpecopa, i calT 3B'd-
syBanHa CAP (Catabolite Activator Protein).
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[TpomoTtop lac-omrepoHa € cAaOKUM — Ma€ OJOCUTH HU3BKY BAACHY CIIOPiJ-
HeHicTh 1o PHK-moaimepazu. HaBiTh SKII0 B CEpeNOBUIL € AAKTO03a, aAe
IPUCYTHSI TAKOXK TAIOKO3a (Kpamui xapdoBuii cybcrpat maga Gakrtepii),
TpaHCKpUILid lac-omiepoHa Maiizke He 3OIHCHIOETHCS. 3HUXKEHHS PiBHA
TAIOKO3HU ITPUBOAUTE [0 IiABUIIEHHSI BHYTPIITHHEOKAITUHHOI KOHIIEHTPALLil
cAMP (umkaigyHOrOo azeHosmHMoHOdocdarty), 3B'a3yBaHHsa akoro 3 CAP iH-
AYKye KoH(opMalliliHy IepebynoBy 6iaka Ta mogBy Horo crnenudidHoi
criopiHeHoCTi A0 BignoigHoro cadta Ha JJHK (AuB. CTPYKTYpy KOMIIAEK-
cy Ha puc. 3.13, 6). Bzaemonia CAP i3 PHK-nmoaimepa3soro miacuaroe ii crio-
pinHeHicTs mo npomotopa — CAP pekpyTye moaimepasy, dKa Aaasl po3Iio-
ynHae cuHTe3 MPHK (puc. 5.14).

IIpomoTo
OnepaTtop 1|° P OnepaTtop CTPYKTYpHi reHn
_ ' d [ l |
CAP-caiiT . cAMP
l 3;imxemm ‘
{ piBHs
RNAP TAIOKO3H, CAP
3pOCTaHHSA
piBHss cAMP

2

Pubocomu

Puc. 5.14. [To3uTuBHA peryadilid lac-oriepoHa
KaTaboaiTHUM akTUBaTOPHUM Oiakom CAP

OnucaHuil cueHapid MO3UTHUBHOI peryaduii peaai3yeTbcsa Aule 3a Tiei
yMOBH, LI0 lac-ommepaTopu He B3a€EMOMiIOTH 3 lac-pemnpecopoM. Y pasi
BiZICYTHOCTi AaKTO3M (KOAM BiAIOBiAHI dpepMeHTH ii yTHai3allil HaneBHO
He IIOTPiOHi) rTOMOAMMEPH perpecopa (He3aAeKHO Bil MOXKAWBOI IIPUCYT-
Hocti CAP) 3B'a3yroTbcs 3 oboma omepartopaMu (puc. 5.15, AUB. TaKOXK
puc. 3.22) i mpu IIbOMY B3a€EMOMIIOTH MiXK C00010: YTBOPIOETHCS TETPaMep-
HUM KOMIIAEKC, 1o yTpumye mnetaro IHK (pmc. 5.15). Ycepemmui metai
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po3TaIloBaHUuN IIPOMOTOD, i e abcoAroTHO 3arobirae 3B'I3yBaHHIO 3 HUM
PHK-mmoaimepasu. Koan 3'aBageTBCA AQKTO3a, Ii HEBEAWKA KiABKICTBH IIepe-
TBOPIOETBECS HAa aAOAAKTO3y, dgKa CIPAIlbOBYE SK IHAYKTOP lac-omepoHa:
3B'd3yBaHHS aAOAAKTO3H 3 PEIPECOPOM iHAYKY€E BTPaATy HOro CIIOpigHEHO-
CcTi Ao omepartopa. YHacaimok pywHyBaHHs HeTai PHK-mmoaimepa3sa 3B'a3y-
€TBCS 3 IPOMOTOPOM i OIIEPOH ITOYHMHAE IIPAIIOBATH.

penpecop

Puc. 5.15. HeraTtuBHa peryaditia lac-oriepoHa lac-pernpecopom.
Ha BcTaBKax: CTpyKTypa AUMEpPY pernpecopa B KOMIIAEKCIi 3 onnepaTopoM (a, 1JWL)
i TeTpaMepHHUE KOMIIAEKC i3 ABoMa onepaTtopaMi (6, 1LBG)

Anmumepminayis

Y cucremax aHTUTepMiHallii (KiAbKa reHiB 6akTepiodara A, reHu pubo-
comuoi PHK E. coli akTuBaTOpH TPaAHCKPHIIIi 3arobiraroTh yITi3HAHHIO
PHK-mmoaiMmepa3or CHrHaAiB TepMmiHalii, 10 3HAXOOATHCA BCEpPEeOuHI KO-
OYIO4Y0i YacTUHU reHa. Y BiACyTHOCTI (pakTOpPiB r'eH € HeaKTUBHUM: HadB-
HICTb TE€PMIiHYIOYOI'0 CUTHAAY IIPUBOAUTH OO TEePMiHALl TPaHCKPHUIILi Ta
BU3BOA€HHA HedyHKIIOHaabHOTO PHK-tiponykTy. [As IeBHUX I'eHIiB OMHU-
CaHO OBa MeXaHi3MH aKTHUBallii. Y IepHIoMy BHIAAKy O0iAOK-aKTHBATOPD
ymisHae crnenucigyHuil ca¥iT mepen curHasoM TepwmiHarii y ckaamni MmPHK.
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3B'dA3yI0YHUCH i3 TPAHCKPHUIITOM, 0iAOK B3aemomie Takoxk i3 PHK-moaime-
pasoro i BriAmBae Ha Hel TAKUM YWHOM, III0 TEPMiHATOP CTa€ HEIOMITHUM
nag pepMeHTy (puc. 5.16, g). Y apyroMy BHUNAAKY TPAHCKPUIIILWHUN (pak-
TOp YHi3HAE PETYASTOPHY MIASHKY IOPLL i3 IPOMOTOPOM, B3aEMOMIE 3 IIO-
AiMepa3soro i 3amobirae BOisHaHHIO TepMiHATOpa, III0 MiICTHTBCS Bigpasy 3a
cTapToM TpaHCKpunuii (puc. 5.16, 6).

TepmiHaTOp

TepmiHaTOp

Puc. 5.16. [IBa MexaHi3MH1 aHTHUTEepPMiHAIlii: paKTOp TPAHCKPHUIII]
3arobirae BIisHaHHIO TepMiHaTopa PHK-moaimepasoro

Amenroauyis

[3 BUKOpPHCTAaHHAM CHUTHAAIB TepMiHAIlii IOB'd3aHa TaKOXK CHCTeMa
ameHoauyii (attenuation — mocaabaeHHsI), SKa BUKOPHUCTOBYETHLCH, 30KpeEMa,
OAS PETyAsii akTUBHOCTI TpHUITO(MAHOBOIO ollepoHa (trp-omepoHa) E. coli.
OmnepoH MICTUTB S CTPYKTYPHHUX T'€HIB, IO BiAIIOBiAAIOTH 3a CHHTE3 aMiHO-
kucaotu Trp, nepen HUMH 3HAXOASTHCS IIPOMOTOP, OIlepaTop i AijepHa Io-
CAIIOBHICTE, 3 SIKOI PO3IIOYUHAETHCS TPAHCKPUIILLiA (puc. 5.17, a).

ATeHroalid BUKOPHUCTOBYE Ty OOCTaBHHY, II0 IIPOKApPiOTHYHA TpaHC-
KPHUIIILid TiCHO MOB'sI3aHa 3 TpaHcadllieto. AinepHa yactuHa PHK micTuthb
CTapTOBHUH KOIOH, IO BIIi3HAETHCS PUOOCOMOIO, i HOTUPHU €AeMEHTH II0-
CAiIOBHOCTI: miagHKa 1 MIiCTUTBH ABa CycCigHi TpuntTodaHOBi KOOOHHU, Mdi-
AgHKHU 2-3 i 3—4 € nmomapHO KOMIIAEMEHTapHUMH, 3a OIA9HKOI 4 po3Ta-
mroBaHa 0Airo-U mocAifoBHICTE (puc. 5.17, 6). Otxke, mnuabka 3—4, daaH-
KoBaHa oairo-U, € curHaasoMm TepwmiHallii TpaHckpumiii. Koan KoOHIIEHT-
pauis Trp € Hu3bpkow (€ morpeba B Trp i onepoH mae OyTH aKTHBHUM),
pubocoma 3yIMUHAETHCH Ha TPHUOTOPAHOBUX KOAOHAX MIASHKU 1 (OCKiABL-
KU BigcyTHd # tpunrodania-TPHK). Y mpomMy BUIIAgKy yTBOPIOETHECH
mnuabka 2-3 (miagHKa 3 He 3aAy4YaeTbcd 0 YTBOPEHHS TEPMiHYyHOUOi
mnuapky), i PHK moaimepasa mnpomoBxkye cuHTe3 mnoBHoIiHHOI MPHK.
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PubocoMu 3B'3yIOTBCA 3i CTAPTOBUMH KOJOHAMH, IO BiAIIOBiZAIOTH
CTPYKTYPHHUM IeHaM, i CHHTEe3YIOThCd BiAIoBiaHi 6iAKH.

Y pasi Bucokoro piBHs Trp pubocoMa IIIBUAKO ITPOXOAHUTH Yepe3 MiATH-
Ky 1 Ha miA9HKY 2 i 3yIIMHAETBCA Ha CTOII-KOIOHI. Y pe3yAbTaTi yTBOPIOETHCI
minuabka 3—4 — opmyerbed curHaa TepMinailii, PHK-tioaimepasa 3ynuHse
TPaAHCKPHIILIIO ITiCAST CHHTE3y KOPOTKOI HepyHKIlioHAABHOI AimepHoi PHK.

a 6
IpoOMOTOP CrapToBHH KOZOH
omepartop l 1 2 — 3 - 4 U,
CTpPYyKTYpHi reHu
1 T [T
I,
Ainep
= DBHCOKa
KoHUeHTpauia Trp O
PHK 2E 3 O
Husbka i T ) U
KOHIleHTpanisa Trp 8
'
354
Husbka / BHcoxka
KoHUeHTpauia Trp KoHueHTpauia Trp

Puc. 5.17. (a): Cxema trp-onnepoHa, Ha IKOMY CHHTE3YIOThCS IBa
PHK-IpOAyKTH 32A€3KHO BiJ BHYTPIITHBOKAITHHHOI KOHIeHTpalii Trp. (6):
Ainepna PHK i nBa BapiaHTH cllaploBaHHS OCHOB y ii ckaazi
3aA€KHO BiJl po3TallyBaHHSA pubocoMu

trp-OnepoH mepebyBa€e TaKOXK ITifl KOHTPOAEM trp-pernpecopa. Aaocre-
PHUYHUM PETYAITOPOM pernpecopa € caM Trp: y KOMIIAEKCI 3 HUM peIrpecop
HaOyBae KoH(opMallifiHoi (popMH, 1110 Ma€ BUCOKY CIIOPiAHEHICTH 0 OIle-
patopa. IIpu 3HMKeHHI KoHIlleHTpallii Trp perpecop AUCOILIOE B epeKTHUB-
HicTh iHimiamii TpaHckpumilil migBumngyetrbcd B ~70 pasiB. AreHroallid
€ IOAATKOBUM, MEHII e(PeKTHUBHUM MeXaHi3MOM peryadilii: edoeKTUBHICTh
TpaHCcKpunuii nigBunyersbcd B ~10 paziB y BiacyrHOCcTi Trp 3a paxyHOK
arenroaitii (y npucytHocti Trp ~10 % PHK-mioaimepas moaaroTk CUTHAA TeEP-
MiHallii ¥ IIpoAOBXKYIOTH IpaIloBaTH, y pasi BigcyTHocTi Trp — IpakKTUIHO
Bci). CymicHa fgis aTeHroallii Ta HEraTHUBHOIO KOHTPOAIO 32 PaXyHOK pPeIl-
pecopa 403BoAs€ 3MiHIOBATH aKTUBHICTH onepoHa B ~700 pasiB 3asekHO
Bil BHYTPIITHBOKAITHHHOI KOHIIeHTpalLii Trp.
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Pezyrauia mpanckpunyii 6axkmepiopaza A

[Ticag mpoHUKHEHHd B OakTepiasbHy KaiTHHY aiHiiHa [JHK 6akTtepio-
dara A (oBKUHOIO MMPUOAKU3HO 50 THC. Iap OCHOB) 3aMUKAETHCS B KiAb-
e OakTepiaabHOIO Airazoio (ligase — ATP-3aaexkHuii pepMeHT, 110 KaTa-
Ai3ye yTBOpeHHd (pocdomiedipHOro 3B'93Ky MixK S'- Ta 3'-KiHIIEBUMHU HY-
KaeoTugamu). 'eHom para MicTUTH I'€eHH, IO BiAIIOBiZAIOTH 32 CHUHTE3
OiAKIB FOAOBKH Ta XBocTa (paroBoi YaCTHHKH, peraikaitiro dparosoi [JHK,
Ai3uc 6akTepii, pekoMbiHaio (BOymoByBaHHs daroBoi [JHK y 6akTepia-
ABHUH T€HOM), i KiAbKa PEeryAaSTOPHUX T€HiB, M0 KOAYIOTH (PaKTOpPHU
TpaHcKpunnii (puc. 5.18).

€HH
Fenn penaikamii
pekomOGinarii
| |e
I'enn
rOAiBKH TF'enn

Aisncy

I'enn xBocCTa

Puc. 5.18. lupkyasapaa [JHK 6akrepiocdara A.
CTpir0YKaMH [IO3HAYEHO IIPOMOTOPH Ta HAIIPSIMOK TPAHCKPHIIILI:
3€A€Hi — CHABHI IIPOMOTOPH, YEPBOHI — TaKi, 1110 TOTPebyI0Th aKTHUBALIil

[cHyIOTBH ABa IIASIXU PO3BUTKY para: Ji3o2eHiss — AiHeapu3allis paroBoi
JHK, BOymoByBaHHd ii B OakTepiaabHUII I'eHOM i OAOKyBaHHS OiABIIIOCTI
reHiB (para; si3uc (mcag iHdekIii abo magxoMm Bupizauua garosoi [JHK i3
OakTepiaAbHOTO MeHOMYy Ta ii IUPKyASpHU3allil MicAs Ai3oreHii) — akTUBaIlida
pemaikamnii ¢paroBoi [IHK i cuHTE3y 6iAKiB 000AOHKHU, 30HpaHHS (ParoBHUX
YaCTHHOK Ta PYHHYBaHHS KAITHHH.
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KarogoBy poab y BHOOPi 0OHOTO 3 ABOX IIASXiB BHKOHYIOTH ABa (PaKTO-
pu TpaHckpurnii: 6iA0k Cro i A-perpecop — MPOAYKTH BiAIIOBIIHO TeHiB
cro i cl, m1o MicTaThcd mopyd y dparoBomy rexHowmi (puc. 5.18, 5.19). Bigpazy
nicas indexknii PHK-moaimepasa 3B'I3ye€ThCda 3 ABOMA CHABHUMU IIPOMOTO-
pamu Pr i Po (puc. 5.18), 3 aKux Big0yBa€eThCHa TPAHCKPHIILLST y IIPOTHAE-
KHHUX HallpsiMax Ha reHax cro i N BinnmoBigHo. O0uaBa reHU 3aKiHYYIOTHCSI
TepMiHaTOpaMH, aae MIoHHO 3'aBageTbcsad 06in0K N, BiH 3B'd3yeThbcd
3 TPAHCKPUIITAMH, PEKPYTYE NeKiAbKa OaKTepiaabHUX 0iAKiB, i 11e¥f Kom-
IIAEKC 3ariobirae BITi3HAHHIO TepMiHATOPIB (3a MeXaHi3MOM aHTHUTepMiHa-
mii, nuB. puc. 5.16, a). PHK-ntoaimepasa B IIbOMy BUIAOKy IIPOAOBXKYE
cunresyBaTu noainuctpouny MPHK Ha clll i reHax pekoMmbiHamii (i3 mpo-
motopa Pi) i cll, renax pemnaikaiiii Ta Q (i3 mpomotopa Pg). Ilicaa nworo
MOZKAMBE PO3TaAy>KE€HHS Ha [Ba aAbTepHATHBHI miagxu (puc. 5.20).

PosrasHemo cmodaTKy 1agx aizoredii. I[Ipoaykt reHa cll — akTUBaTOp
TpaHCKpUNLii, akuii 3abe3neuye 3B'a3yBanHsa PHK-mmoaimepasu 3i caabkum
npoMmoTopoM Pgre. I3 1iporo mpomoTopa (y HAIpSMKY, IPOTHAEKHOMY Ha-
OPAMKY TPaHCKPHUIILLI cro, puc. 5.18) TpaHCKPUOYETHCA TeH cl, yHacAigoK
9Oro 3'IBASIETHCS A-perrpecop. Kpim Toro, 6iaok cll akTHBYE reH iHTerpasu
(MicTuThCa cepen reHiB pekoMbOiHallil) — pepMeHTYy, 1110 3abe3reuye BOyI0-
ByBaHHda daroBoi [JHK y reHom kaiTuHU-xa3giHa (ouB. po3mia 10). ITpo-
nykT reHa clll 3axumniae 0inok cll Bim 6akTepiasbHUX ITpoTeas, TOOTO IMia-
BUIIyE€ Yac KUTTS akTuBatopa. OTKe, 3a YMOBU BUCOKOI KOHIIeHTpaIltii cll
BHHUKAE II€BHA KIABKICTb A-pemnpecopa, a ¢paroBa [JTHK BOymoByeTbCS iH-
Terpas3or B OaKTepiaabHUN IeHOM.

Peripecop (romommmep, N-KiHIlEBI yacTHHH 000X CyOOOUHHUIIL B3aEMO-
mitotek 3 [IHK (muB. puc. 3.12, 3.13, a)) Mmae cnopigHeHiCTb [0 ABOX HabO-
piB onepartopiB. OnuH i3 11X HabopiB — oneparopu Or 1,2,3, KOKEH OOB-
JKUHOI0 17 map OCHOB — YaCTKOBO IIepeKpuBae IIpoMoTopu Pr i Prum
(puc. 5.19). IIpomoTop Prm € caabKuM i MOKe BUKOPHCTOBYBATHUCH IOAS
TpaHCKpHUIILii reHa cl TiAbKK 3a ymoBU akTuBallii. [locaimoBHOCTI omnepa-
TOPiB € TOMOAOTIYHHUMU OAHA OAHIN i PO3Pi3HAIOTHCS 3a CIIOPIAHEHICTIO 40
pernpecopa — HaBUIIy CIIOPiHEHICTh Mae aiagHKa Or 1.

[Ipu 3amoBHEHHI LILOTO ollepaTopa pelpecopoM IpoMmoTop Pr rexa cro
Ta BCiX I'€HiB IIpaBOpydY BiZl HHOrO € 3abAokKoBaHUM. C-KiHIIEBI YaCTHHU
OBOX AUMEPIB perpecopa 34aTHi [0 B3a€EMO/ii: 3a HAsIBHOCTI pernpecopa B
caiiti Or 1 mMIBUAKO 3alOBHIOETBCA TaKoxk caiT Or 2. [Hakmie Kaxky4w,
pernpecop kKoonepamusHo B3aeMofi€ 3 miagukamu Or 1,2: #ioro 3B's3yBaH-
Ha 3 [IHK migcuaroeTbess 0in0K-0iAKOBUMEM B3aeMomigaMu auMepiB. [Ipu 3a-
OoBHEHHI omnepatopa Or 2 pemnpecop (dKUH € HETaTUBHUM PETYAITOPOM
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reHa cro) CIpalboBY€E K MO3UTHUBHUM PETYASTOP CBOI'O BAACHOTO reHa cl —
inaykye 3B'a3yBaHHsa PHK-mmoaimepasu 3 mpomoropoMm Prv. CriopimHEHiCTH
penipecopa ao oneparopa Or 3 € HaWHIKYOIO: 115 AiATHKA HEKOOIIEepPaTUBHO
3aIllOBHIOETHCS IIPH 3POCTAaHHI KOHIIEHTpPALlil perpecopa, YHACAiZIOK 49oro
BinOyBaeThcst OAOKyBaHHA reHa cl. TakuM YMHOM aKTHBHICTH reHa cl i KoH-
LeHTpAallisl perpecopa IiATPUMYIOTbCS Ha ONTHUMAaAbHOMY PiBHi 3a IIpUH-
IIMIIOM 3BOPOTHOrO 3B'd3Ky. Ha crapaii aizoreHii TiAbKHM reH cl € aKTUBHUM —
penpecop 0AOKye TakoxK mpoMoTop P (uepe3 Biamomimui omepatopu Oi),
TOOTO TPAHCKPHUIILLiIO BCiX reHiB AiBopyY Bim N.

Ox 3 2 1
I
cI Prum Pr cro

penpecop

C

N
]

17 nmap ocHOB 17 map ocHOB

Puc. 5.19. 3oHa KOHTAKTy MixX renamu cl i cro dara A:
IIPOMOTOPH I'€HiB YaCTKOBO MEePEKPUBAaIOTh TpH omnepaTopu Or 1,2,3,
KOXKEH 3 IKHUX Ma€ CIOpPimHeHicTh 1o penpecopa ta 6iaka Cro

Slkio GakTepid miggaeTbCcsd Ail MyTareHiB, KOAM BUHUKA€E PU3HK 3arubeAi
KAiTHHU (paszom i3 BOymoBaHoo paroBoro [IHK), BinOyBaeTbcs akTHUBAllid
eBHOI 6akTepiaabHOI MpoTeasH, gKa Po3pilae MOAEKYAY pempecopa Mixk ii
N- ta C-KiHIIEBUMH OOMEHaMH. Pe3yApTaToM € IIOpYyIIeHHS AUuMepH3artii
MOHOMEePIB perpecopa i Brpara cropigHeHocti no AHK. YHacAimok 3BiAb-
HeHHda oneparopiB Or Ta Op PHK-mioaimepasa 3B'd3yeThbCsl 3 IIPOMOTOPaAMHU
Pr Ta PL i mouynHae TpaHckpuOyBaTtu reHu cro ta N. To6TO 3HOBY BUHUKAE
cuTyallid, 1110 CIIOCTEPIraeThCs Biipaly micAd iH(EKIlii — CrIpallboBYIOTh TeHU
peraikartii, clli Q. Aae mpu oMy 0iAoK cll IIBHAKO merpanyeThbcd IIpoTea-
3aMM, He BCTUTAlOUYH aKTHUBYBaTH CHHTe3 pelpecopa. Taka cama curyallis
(BMCOKa aKTHUBHICTBH IIpOTea3) MOXKE peaasiyBaTHCS Bimpasy micas iHgexIrii
3a YMOBH 30aradeHHs CEpeNoBUIIA Ha Xap4ioBi pecypcH.
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N cro
[ R
. ‘ _I Penpecia
clra N
I'enn I'enn
pexombGinamii penaikamii

eIl eIl | 0

DO
@ I'enu Ai3HCy

\ Ta 000AOHKH

InTerpanis cl [

[
. A-pemnpecop

™,

Penpecia
crora N

Puc. 5.20. Mepeka peryAaTOpHHX B3a€MOMIN MixK reHamu dara A.
[IpAMOKYyTHHUKM — TPAHCKPHUIITH, OTPUMAaHi 3 BiAIIOBIAHUX T'€HIB,
oBaAHU — ixHi GiAKOBI IIPOAYKTHU

Binok Cro (TaxkoX roMoguMep) HEKOOIIEPATHBHO B3a€EMOJIIE 3 OIIepaTo-
pamu Or 1,2,3, cHOpigHEHICTh OO0 AKHUX 3HUKYETHCSI B HNOpsaakKy 3—2-1.
3amoBHeHHa Ogr 3 Oiakom Cro ocTaTOYHO BHMHKA€E CHUHTE3 perpecopa
3 npomoTtopa Pru. [lozasbiiie 3arioBHEHHA OIIEPATOPIB IIPU 3POCTAHHI KOH-
neHtpawii Cro BUMHKae TPAHCKPHUIIIIO Cro i T'eHiB HpaBoOpyd BiA HBOTO,
TakK caMo sIK i reHiB AiBopyd Big N 3a paxyHOK 3B'ss3yBaHHda Cro 3 orepato-
pamu Or. AAe TOAOBHHH HACAIJOK aKTHBHOCTI Cro IOASITa€ B OsABi 6iaka Q.

[ITe ogyu mpomoTop Pr € HacmpaBzi CHABHUM, ase Bigpasy 3a HUM po3Ta-
mroBaHui TepMiHaTop — PHK-mioaimepasa 3a BincyTHOCTI Q CHHTE3yE 3 IIbOIO
IIpoMOTOpa KOPOTKUH He(YHKIIIOHAABHUN TpaHCKpHUNT. Biaok Q cripariboBye
dK aHTUTEPMIHATOP (3a MeXaHi3MoM, 300pasKeHUM Ha puc. 5.16, 6), 3a6e3-
MIEeYyIOYH JIOAAHHS IILOTO Oap'epa. Y pe3yAbTaTi BimOyBa€eThbCS CHHTE3 IIOAi-
muctpoHHoi MPHK Ha renax aisucy Ta 6iAKiB 000AOHKH (IpaBopyd Bim Q),
i BimOyBa€eThCSI AI3UC KAITHHHU 3 BUXOZIOM (ParoBHUX YaCTUHOK.

Po3rasgHyTa HOCHUTH CKAQHA CHUCTEMAa PETYASIlii TpaHCKPHIILl IopiB-
HSIHO IIPOCTOT0 TeHOMY GakTepiodara A Ja€ yIBA€HHS PO Te, HACKIABKH
YCKAQIHIOETBCH 3araAbHa CHCTEMa pPeryadilii TpaHCKpuHLii y 6akTepiht
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i TUM OiabIrie — B eyKapioTiB. HactipaBai 3k CKAagHICTh 3araAbHUX CHCTEM
BHYTPIITHBOKAITHHHOI peryasii, aKi 3aaexkaTh BiJ TOHKOTO 0araHCY Be-
AUKOI KIiABKOCTi Pi3HOMAHITHHX BIIAUBIB, 3aAHUIIA€TBCH OYyXKE TAAEKOIO
BiZl 0CTATOYHOI'0 PO3yMiHHA.

Hecneyugiuna pezyrayisn 3azarvnozo pisHs mpanckpunyii

[Topsan i3 crierudigHOI0 aKTUBALIIEIO / PEPECIEI0 OKPEMHX T'eHiB, y 0aK-
TepiaAbHINM KAITHMHI 34IMCHIOETBCS HeCHeIlnQidHa PeryaAdlliss 3araabHOTO
PiBHS TpPaHCKPUIILiHHOI akTUBHOCTI. [IprHatiMHi nBa 3arasbHi MexaHi3MU
BUKOPHCTOBYIOTBECH OAG TaKoi peryadiiii. [lepmiuii mos'da3aHui 3 yTBOpPEH-
HAM BIIKPHUTOTO KOMIIAEKCY IIpH iHilliaIii TpaHCKpHIIIl — HeOoOXimHiCTIO
AOKaABHOTO TIAABAEHHS ITOABIHHOI crripaai, sike, y CBOIO UEPTY, ITOAETUIYETb-
c4a HeraTuBHOIO Hajcnipaasizamiero JJHK (po3mia 3). ¥ pe3yabTaTi akTUBHICTH
OaraTbox 6akTepiaAbHUX IIPOMOTOPIB CYTTEBO 3aA€KUTH BiJ PiBHS HEraTHB-
HoI HazcHipaaizallii, 9KuH Bapitoe B pi3HUX adax KAITHHHOI'O ITUKAY ¥ BH-
3HAYAEThCS KOHIIEHTPAIliAMHU OaKTepiaAbHUX TOIIoi30Mepas.

3!

O==0:

P o Y
S

/7 O\

Puc. 5.21. Cxema BTOpHUHHOI cTpyKTypu 6S PHK,
gKa MOXKe BUKOPHCTOBYBAaTHCh gK MaTpuld nad PHK-nioaimepasu.
CTpiAOYKOIO ITO3HAYEHO I0YATOK CHHTE3Y

[pyruii 3araAbHHUH MeXaHi3M PETyALdIlil BHKOPHUCTOBYE OCOOAUBY MOAEKY-
Ay PHK - tak 3Bany 6S PHK nosxunHoo 184 Hykacoruau. Moaekysa PHK
dopMy€e BEAHKY ABOCIIPAaAbHY INITHMABKY 3 KiABKOMa HECIIapeHHMU MTiATH-
Kamu (puc. 5.21). OgHa 3 HecmapeHHX MIASHOK MICTUTh 0AM3BKO 15 map
OCHOB i Haraaye TPaAaHCKPUIILIHHUN Mixyp (IIOpiBH. 3 pHC. 5.6) — came BOHA
cupuiimaeTbcss PHK-mmoaimepasoio sk npomotop. BinbyBaeTbcs edpeKTHBHE
3B'd3yBaHHs, i 9KIII0 BHACAIZIOK HNPUTHiYeHHS 0iOXiMIYHHX CHUHTE3IB (HEmo-
cTaTHOCTI pecypciB) KoHIleHTpallis NTP € HH3BKOIO, IIoaAiMepasa BUABAL-
€ThCA “3aapelrToBaHoI0” i HE3/TATHOIO iHillifoBaTH TpaHcKpwuriiiro Ha /JTHK.

Has Toro, mo6 3BiabHHTHCS Big 6S PHK, moaimepasza mae posmoyatu
“rpaHckpunitio”’, Ha it PHK-maTpuili. Came 11e # BinbyBaeTbCcs IpH Iif-
BuiieHHi KoHIeHTpalii NTP (AHK-zanexHa PHK-1mioaiMmepasa mparliioe sik
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PHK-3a1e2kHQ): 3OiMCHIOETBCS €AOHTAllis TPAaHCKPUIIIl 3 pyHHyBaHHAM
noagitiHoi cripaai PHK, crHTe3 KOPOTKOTO HE(PYHKIIIOHAABHOTO TPaHCKPHII-
Ty Ta 3BiABHEHHS (pepMeHTY, SKUU aai IIIyKae CIIpaBKHill IIPOMOTOP.

KOHTPOABHI SAITUTAHHSA

1. 9k 3a cBoiM ckaamoMm i criopimHeHicTio 0 [JHK po3pi3HsStoTbcsa KOp-
i ronopepmenT OakrepiasbHOoi PHK-moaimepasu? fke 3HaueHHd Mae 114
PI3HUIIS OA4 iHiIiaii TpaHCKPUMIILii?

2. dky 6yZnoBy Mae cTaHOapTHUE OakTepiaAbHUI IIPOMOTOP?

3. UuM po3pi3HAIOTBECA 3aKpUTUH 1 Biggputuii Komiiaekcu PHK-
IHoAiMepasu 3 IPOMOTOPOM?

4. Y arkoMy HaOpsIMKy 3OiHCHIOETBCS 34unuTyBaHHS iH(opwMmarii 3 HK
nig gac Tpaackpunmii? Illo Take 3micToBHUM i aHTHU3MICTOBHUH AQHITIOTH?
Jxuit 3 HUX € MaTpUIHUM?

S. Ky poab Bimirpae o-pakTop B iHiliamii TpaHCKpUIITi?

6. dk 3abe3neuyeTbcsa BHCOKa npoliecuBHicTs PHK-moAiMepasu?

7. 9k opranizoBaHo akTuBHUH 1eHTp PHK-moaimepasu? ki croayku
€ cybcrparamu (0ymiBHUM matepiaaoMm) cuHTely PHK?

8. OmnumriTh OCHOBHI eTammu eaoHrallifiHoro nukay PHK-moaimepaswu.
Yomy pepMeHT pyxaeThbcd B3noBxK [JHK mif yac TpaHCKPHUMIILi?

9. 9lkuM YMHOM 3IiHCHIOETHCS IIPU TPAHCKPHIILI pegaryBaHHS IIOMH-
AOK IIPUENHAHHS HYKACOTHUIIB?

10. 9Kk 3mi¥CHIOETRECS TepMiHAllig TPAHCKPHUIILi y 6akTepii?

11. dxka pi3HUOI MiX yYuc- i MpaHcC-eAEMEHTAMH CUCTEMHU PETryASILii
TPAHCKPHIILIII?

12. OnuiiTh CUCTEMY PETyALIlil AAKTO3HOI'O OIIEPOHA. 9Ky pPOAb y pery-
Agmii BigirpatoTs lac-penpecop i 6iaok CAP?

13. [Ilo Take aHTHUTEPMIiHAITIA?

14. 9k 3aificHIOETECA aTeHAallid B TPUIITO(PAaHOBOMY OIIEPOHi?

15. 3a gkuMH MexaHiZMaMU 34iHCHIOETHCS PETYASIIisl 3araAbHOIO PiBHA
TpaHCKpUILii B 6akTepiaabHIN KAITHHI?

16. OxapakTtepusyiTe cramii KUTTEBOTO IIMKAY OakTrepiodara A.
9IK BinOyBaeThbCs IIEPEMUKAHHSI MiXK Pi3HHUMHU IIAIXaMU PO3BUTKY?

17. Penpecop Gakrepioara A € IMO3UTUBHUM UM HETATUBHUM PETYAs-
TOPOM TPaHCKpPHUIILi reHa cro? ['ena cl?
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Po3oir 6
TPAHCKPUIILIS: EYKAPIOTU

C Tex mop OCTaBUJIM €ro HaBce-
T7a IepenuchiBaTh. BHe 3TOrO IME-
penuchIBaHbs, Ka3ajJoch, Uil HEro
HUYEro He CYLIECTBOBAJIO.

H. I'oconw. Illunens

B eykapioTHuHUX KaiTHHaX PyHKIIOHYIOTE PHK-110AIMEpa3y TPHOX THUIIIB:
e PHK-nonimepa3sa I mpairioe Ha KaacTepax reHiB pubocomuoi PHK
(po3zia 4) i 3aiticHioe cuaTe3 pPHK 18S, 28S Ta 5,8S.
e PHK-nonimepa3sa II TpaHCKpuOye GIAKOBi I'eHH, a TAKOXK T'€HH Ma-
aesbpkux aaepHux PHK Ta inmux PHK, 1110 He TpaHCAIOIOTHCS.
e PHK-nonimepasa III 3aiticuioe cunre3 TPHK, pubocomuoi PHK
5SS i KiABKOX iHININX HU3BKOMOAEKYAIpHUX PHK.

KoxHa 3 1ux roaiMepas MiCTUTh YOTHPHU TOMOAOTIYHI KOpPOBi cybomu-
HUII, SIKi € BOJHOYAC TOMOAOTaMH CyOOAWHHIE o, B i B' mpokapioTmaHOL
noaimepasu (po3mia S5). Kpim Toro, mo ckaamy roaiMepas BXOOATH II'ATh
CITIABHUX [IASl BCiX TPBOX (PEpPMEHTIB CyOOOHHUIIb, & TAKOXK ITIEBHUHU Habip
crierupivHUX CyOOaMHHUNE (Y KiabKocTax S, 3 i 7 gas PHK-moaimepas I, 11
Ta III BignmoBigHO). 3araabHa apXiTEeKTypa eyKapioTUYHUX IIoAiMepa3s (Ha-
ABHICTB IIleAeTl, MixK gakuMmu 3B'a3yerbed [IHK, kanaay Buxoay PHK, BTO-
PHHHOTO KaHaAy [IAS BXOAY HYKA€O3UATpUdOchAaTIB) AyKe CXOxKa Ha TaKy
IpoKapioTH4HOI moaiMepasu. Mix IIpo- Ta eyKapioTUYHUMHU IIoAiMepa3za-
MU CIIOCTEPIraeThbCcsl TAKOXK BHCOKA I'OMOAOTiS BHYTPIIIHLOI IIOBEPXHI IIi-
AUHU IIEAEIl Ta aKTHBHOIO LIEHTPY; CHIIABHUMH € ¥ OCHOBHiI MeXaHi3MH
poboTH IoAiMepas, PO3TAGHYTI y IIOIIEpeAHBOMY po3miai. IIpore BiacyTH4A
TOMOAOTiSI 30BHi: JOMATKOBI [0 YOTHPHOX KOPOBUX CYOOAMHUIL eyKapioTH-
YHHUX IIO0AiMepas CTBOPIOIOTH CIIELHU(IUHy TOBEPXHIO A B3aEMOIi 3 eae-
MEHTaMHU €yKapioTUYHOI CUCTEMHU TPAHCKPHUIILLI.
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PHK-nnoaimepasa II

Cmpyxmypa PHK-noaimepasu I1

PHK-noaimepasa II, ska Bianosigae 3a cuHTe3 MPHK, ckaamaerbca
3 12 cybomuuunp (puc. 6.1). Haitbiabina cyboAMHUIIE (TOMOAOT CYOOIUHU-
i ' mpokapioTH4HOI IoaiMepasmu) popMye, 30KpeMa, aKTUBHUH IIEHTD,
CTPYKTypa i HatibAMIKYe OTOYEHHH FKOr0 € NPaKTUYHO iJeHTUYHUMHU Ta-
KUM OakTepiaAbHOI TToAiMepasu (po3mia 5).

MaTpHuyHHH
y AaHILIOT

eMaTpHYHHH
 AaHILIOT

Puc. 6.1. Ctpykrypa esoHraiifinoro komnaekcy PHK-moaimepasu II (1R9T)

BigmoBigHO, iI€eHTUYHUMHU € ¥ MexaHi3aMu eaoHralii cuHte3ly PHK. Ha
puc. 6.2 1IoKazaHO CTPYKTYPy OTOYEHHS aKTUBHOI'O IEHTPY Ha pPi3HUX
CTaigX €AOHTAlifHOrO IIMKAY (rmopiBH. 3 puc. 5.3, 5.10): Bxig NTP gepes
BTOPUHHUU KaHaa; 3B'a3yBaHHa NTP 3 maTpuliero Ta #ioro gikcailrisa B ak-
THBHOMY LIEHTPi 3aBOIKH ABOM ioHaM Mg2*, gKi yTpUMyIOTBECS TpbOMa 3a-
AUIIKaMHu Asp; KaTaai3 peakdii OpuegqHaHHA HYKACOTHAY OO0 3'-KiHIA
TPaHCKPHUIITY; TPAHCAOKAIlid ITIoAiMepasu Ha OAWH HYKAEOTHI y3I0BXK Ma-
TPHUL, YHACAIIOK 4OI0 CUCTEMA 34aTHA BCTYIIUTH B HOBUH LIMKA €AOHTALTii.

[Tim gyac eaoHrarlii, Tak camMo gK i IAsd OakTepiaabHOI IIOAIMEpasH, 3a
ymoBu HectabiabHocTi PHK-/THK ribpuaa Ha 3'-KiHIII MOXKAWBHUH 3BOPOT-
HUH pyX ImoaiMepasu 3 BUXOZOM 3'-KiHIId TPaHCKPHUIITY ¥ BTOPUHHUM Ka-
Haa. Y OpOMYy BHIAAKYy B3aeMofisa 3 (pakToOpoM TpPaHCKpHIILii TFIIS
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(Transcription Factor S of RNA-polymerase II, anaror 6akTepiasbHUX (hak-
TopiB GreA/B) iHAyKye HyKaea3Hy aKTHUBHICTH, gKa 3abe3rnedye penary-
BaHHS IIOMHAOK IIpU TPaHCKPUILIi (DUB. po3aia S).

OcobauBictio PHK-mmoaimepasu Il (xapakKTepHOIO TiABKU OAs 1€l moaime-
pas3u) € HasgBHICTH y Haiibiabmiol cybomuuuili C-kiHileBoro momeHy — CTD
(C-Terminal Domain). CTD — 11e mOBru# HEBHOPSIAKOBaHUH XBiCT (He ITOKa-
3aHUM Ha puC. 6.1), aMiHOKHMCAOTHA TIOCAIZIOBHICTH SIKOTO € TE€NTalleITUAOM
Tyr-Ser-Pro-Thr-Ser-Pro-Ser, 110 TaHZEMHO NOBTOPIOETbCH 52 pasu. Tpu
3aAUIIIKY Ser y CKAai TenTarenTtuay € cyocrparaMu ¢ocdopuaroBaH-
He / n1edochOPUAIOBAHHS Oad cHeludigHux KiHa3 i docdaras. CTD, akuii
BIIXOOWTH Bi IoAiMepasu obAn3y Bix KaHaay Buxoay MPHK, € maardgopmoro
[ASL 3B'sI3yBaHHA YUCACHHUX OiAKiIB, CIIOPIAHEHICTh IKUX 3aA€KUTH Bil IaTep-
Ha dochopuatoBanHd. 3okpema, CTD Bigirpae KAIOUOBY POABb Y IIEpEMHUKAHHI
MiXK iHIIlIaITiEI0 Ta EAOHTAIlIEI0 TPAHCKPUIILII (IMB. HIDKYE) Ta y 30MpaHHi
eaeMeHTIB cucteMu npouecuHry MPHK (po3aia 7) mix 4ac eaoHrartii.

MaTpuuyHHH
| AaHIIOT

a
PHK

Puc. 6.2. Crazii eaoHranitinoro nukay PHK-moaimepasu II:
(a) — Bxigm NTP mo akTuBHOrO 11eHTpy (1R9T); (6) — BOisHaHHA MaTpHIL
Ta 3B'a3yBa”HHd NTP (1R9S); (6) — nmpeTpaHCcAOKaIliHHUH CTaH MiCAS IPUEAHAHHSI
HyKAeoTHAY o TpaHckpunty (116H); (2) — mocrrpancaokatitinuii cran (1SFO)
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Oas igimianii TpaHckpHUOmii € HeoOXiAHUM 30HMpaHHA Ha IIPOMOTOPI
npeiniviamopnozo komnnerxcy (PIC — Pre-Initiation Complex) 3a ygacTtio mpu-
HatiMHi 12-cybomuumaHoi PHK-moaimepasu I Ta mectn 6a3asbHHX (3arasb-
HHuXx) pakropiB TpaHckpumiii TFIIA, TFIIB, TFIID, TFIIE, TFIIF, TFIIH.

ITpomomop PHK-norimepasu 11

[Tpomorop PHK-moaimepasu II, y3araabHeHy cxemMy SIKOTO 300pazkeHO Ha
puc. 6.3, MOXKe CKAQJATUCd 3 HACTYIIHHUX €AEMEHTIB IIOCAIMOBHOCTI (mAd
KOHKPETHHX ITPOMOTOPIB CIIOCTEPIraroThCcd YMCAEHHI Bapiallii I1iei cxemwu).
ITpoxcumanvhi (mpubanzHo B 30HI —50 ...—200 1map OoCHOB BiTHOCHO CTapTy
TpaHCKpUIILii) Ta ducmanvHi (Oyab-Ae BiTHOCHO CTapTy) PETYAATOPHI eae-
MEHTH MAIOTh CIOPIAHEHICTh M0 CHenu@ivYHUX (PaKTOPiB TPAHCKPHIIILI,
B3aEMO/id 3 SKHMU aKTHUBYE / OAOKy€e 30MpaHHS MPEiHIl[iaTOPHOTO KOM-
IAEKCY. SKINO OUCTAABHUI €AeMEHT ITiZICHAIOE e(peKTHUBHICTE iHiMmialli, #ioro
Ha3WBalOTh eHXaHcepom (enhancer — micHAIOBAadY), SIKIIO HABIIAKUA — CAll-
snieHcepom (silencer — raymrHHUK). Y 30HI CTApTy 3HAXOOUTBCS TaK 3BaHUHU
b6aszanbHUll npomomop, Ha IKOMY, BAacHe, i BigOyBaeThbcs 36upannsa PIC.

-200 + -50 -30 +1 +30
ducTaAbHi eA€MEHTH IIpokCHMaABHi eAeMEeHTH TATA DPE
(e N EEREEREEEE o L I: —
| nr |
A A_ACG
TATAAA YYAN T YY GG TTA

Puc. 6.3. [Ipubau3Ha y3arasbHeHa cxeMa opranisaiiii mpomoropa PHK-mmoaimepasu 11
1 KOHCEHCYCHI ITOCAIJOBHOCTI OCHOBHHUX €AEMEHTIB 623aABHOI0 IIPOMOTOPA

BazaApHHE IIPOMOTOpP MOZKE BKAIOYATU (HEe 0DOB'SI3KOBO) TPHU €AEMEHTH:
TATA-60kc (moynHaeThcd npuban3Ho 3 —30-1 mapu OCHOB), iHiliaTOpHUN
eaeMeHT (Initiator, Inr) 6e3nocepenubo B 30Hi crapty, DPE (Downstream
Promoter Element) Ha Bigcraui nmpubansuo +30 map OCHOB Bim cTapty.
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Ocranni agBa eaemeHTH, Inr Ta DPE, g9k nmpaBuao, IpUCYTHI (9KIIO ITPU-
cyTHi) omHOo4YacHo. Hampukraan, ipubauszHo 14 % mpomMoTopiB mapo3odisu
MicTATB yci Tpu eaeMeHTH, 29 % — Tiabku TATA-60kc, 26 % — Tiapku DPE
pasomMm 3 Inr, 31 % He MiCTITH 3KOHOTO 3 TPHOX EAEMEHTIB. Y OCTAHHEOMY
BUIIQAKY IPOMOTOP BH3HAYAETHCH iHIIUMHU, OIABII CIIENHU(IYHUMU eAe-
MEHTaMH IIOCAINOBHOCTI. 30Kpema, MOOCUTH YacTo 3yCTpidaeThcs Tak
3BaHuii GC-00KC, III0 pPO3TAIllOBaHHH, €K I[IPABHAO, TPOXH BHIIE
(upstream) BinHOCHO noaokeHHs TATA-OOKcy.

basarvii paxmopu mpanckpunyii

[TocAimoBHICTE 30MpPaHHS IIPEIHIIiaTOPHOINO KOMIIAEKCY MOXKe OyTH pi3-
HOIO, aAne BcCi 6a3aabHi (pakTOpHU MaroThk OyTH IpuUcCyTHiMHU y ckaazmi PIC
[AS TIOJAABIIOTO 3aIlyCKy TPaHCKPHIILIi.

TFIID — onuH i3 HallBasKAUBIIINX 0a3aAbHUX (PAKTOPIB, SKUH BU3HAYAE
BIIi3HAHHS CTAaHAAPTHUX €AEMEHTIB 0a3aAbHOTO IPOMOTOpPA (IKIIIO BOHU
npucytHi). OcHoBoro crpykrypu TFIID € TBP (TATA-box Binding Protein)
— 0inok 3i ciermudpivHoO criopinHeHicTio 10 TATA-60kcy. [JOCUTH IIIUPOKHH
B-map y ckaani TBP B3aemomie 3 maaneHBKHM Koao00koM [IHK, Hacaizkom
4Ooro € CcyTTeBa medopMallis IOABIHHOI cmipaai 3 ii po3kpydyBaHHAM Ta
3HAQYHUM BHTUHOM Y IIPOTHAEXKHUH Bin Oiaka Oik (amuB. puc. 3.18). Came
3 IILOTO ITPOTHAEKHOTO OOKY (yCepeauHi BUTHMHY) PO3TAIIOBYIOTBHCS iHIII
0iAKOBI KOMIIOHEHTH IIPEiHIIliaTOPHOTO KOMIIAEKCY, fKi 0OTropTaroThCd
npoMoTopoM (auB. HuXK4Ye). Otxke, BuruH [HK, akuil inaykyereca TBP,
opraHisye mpoMoTOp i 3B'd3aHi 3 HUM €A€MEHTH B €IUHUH KOMIaKTHUN
KOMIIAEKC i miaTpuMye #oro crabiabHiCTh. [JJOCHTH YacTo (ase He 0OOB'S3-
KoBo) 3B'sa3yBaHHsa TFIID iniiroe 36upannsa PIC.

I3 TBP y craazgi TFIID 3B'a3ani Tak 3Baui TBP-acoriitioBaHi ¢aktTopu
(TAFs — TBP Associated Factors) — Bicim abo 0Oiabllie 6iAKiB (KOHKPETHHH
ckaan pakTopiB Bapiroe Oad pisHuUX npomoropiB). TAFs B3aemogirors 3 TBP
i Mmizk coboro, medKi 3 HHUX 34aTHI TakoxK B3aemomistu 3 [IHK. 3okpema,
TAF1150 (abo #ioro anasor, 150 — MoAeKyAdgpHa Bara B KiAOJAABTOHAX) VIIi-
sHae DPE (puc. 6.4), To6To 3abe3neuye 3B'a3yBaHHa TFIID i3 6azasbHUM
IIPOMOTOPOM, yV ckaaai gkoro BincyTHit TATA-Gokc. SIKIIO0 y IIpoMoOTOpi He-
mae Takox i DPE, iumi TAFs 3miticHIOIOTE 0iAOK-0iAKOBI B3aemosil 3 drak-
TOpaMH TPAHCKPUIILi, 1110 3B'd3aHi 3 iHIIIMMHU €A€MEHTaMU IIOCAIJOBHOCTI.
Hanpuraan, GC-00KC yIIi3HAaeThCcsa TpPaHCKPUIILIHHUM dakTopoM Spl
(Specificity protein 1), skuii, y cBoro uepry, pekpyrye TAF;l10, mio crae
komnoHeHToM TFIID uepe3 B3aemogzito 3 TAF250 (puc. 6.4).
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TATA Inr DPE

Puc. 6.4. Bzaemogia TFIID 3 6azasbHuM mpoMoTopoM yepe3 TBP
(axiro mpucyTHitt TATA-60kc), yepe3 onuH 3 TAFs (akiio npucytHiit DPE),
4gepes iHmmi TAF, 1110 B3aemonie 3 TpaHCKPHUIIIHHUM (haKTOpPOM,
3B'a3zanuM i3 GC-60kcom

Binok TAF;250 € mpaktuuHO 0060B'a3k0BUM KommoHeHToM TFIID
(ax i TBP), BUKOHYIOYH POAB OCHOBHOTO (paKTopa 30HUpaHHS, 3 IKUM B3a€-
MomiroThk iHmi TAFs. Kpim Toro, TAF;250 MmicTuTh y cCBoEMy ckaamdi 6pomo-
[OMEH i ricToH-alleTHATPaHc(epasHy aKTUBHICTE (po3mia 4): BiAIIOBiAHO,
34aTeH dK BIIi3HaBaTHU AalleTHABOBAaHi TICTOHM B 30HI IIPOMOTOPIB, Tak
1 3nifiCHIOBATH TaKe alleTUAIOBAHHS.

TFIIA — reTepoguMeEpPHHUI 0iA0K, KO(aKTOp, II0 CTabiAidye KOMIIAEKC
TBP 3 IHK. BignosigHo, 1e#t pakTop MoxKHa O6yAo 6 BBazKaTH Ille OOHUM
TAF. Y cucremax in vitro TFIIA He € HeoOXimHUM mad iHimiamii TpaHCKpHUII-
[ii, mpoTe Horo BiACYTHICTb Y KAITHHAX APLKAXKIB € A€TAABHOIO.

TFIIB — MOHOMEPHUH 0iAOK i3 MYABTHIOMEHHOIO CTPYKTypolo. [IBa
C-kiHneBi gomeHU B3aeMomiroTh i3 JIHK mo obuaBa O0KM Bim caiita
3B'a3yBaHHsa TBP, i3 BHyTpillHbOro OOKYy BUTHHY, AKUH iHAYKYETHCS
nuM OiakoM (puc. 6.5). TakuMm 4uHOM, ABa 0iAKH, 9Ki B3a€MOMIIOTH Ta-
KOXK MixX coboro, 3B'a3yroThcsa 3 [JHK kKoomepaTHBHO, B3a€EMHO ITi/ICHU-
AIOIOYM CIIOPiAHEHICTH A0 Hei.

Ba C-kinneBi nomenHu TFIIB MmaioTh pi3HY CTPYKTYpPY i B3a€EMOMIIOTH
3 pisHuMUu eaemeHTamMu [JHK (MaseHBKUM Ta BEAMKUM KoAoOKammu). Taka
acuMmeTpia (icHyBaHHS [OBOX aAbTEPHATHBHUX BapiaHTIB 3B'd3yBaHHI
3 [ITHK) Bigirpae poab y BH3HaA4YE€HHi HaOpaMKYy TpaHcKpuiii. lle mos’s-
3aHO 3 TUM, 110 N-KiHneBa dyactuHa TFIIB (mpakTuyHO He Ma€ peryaspHoi
BTOPUHHOI cTpyKTypH) B3aemomie 3 PHK-mmoaimepasoro II. Takum 4uHOM,
came TFIIB Bu3Ha4yae moaoxkeHHd roaimepasu Ha [AHK BigmHOCHO cTapto-
BOi TOYKH B OAHIiH i3 ABOX MOXKAUBUX Opi€eHTALlill (hepMeHTY.

Buraruyra N-kinneBa dactuHa TFIIB B3aemomie 3 PHK-moaimepasoro
B 30Hi aKTHUBHOI'O LIEHTPY, ITiCAS II0YATKy TPAHCKPHUIIL] 34iMCHIOE B3aEMOIIl
3 PHK-IHK ri6pumom, a Takoxk 6Aokye KaHaa Buxomy PHK. To6To TFIIB
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IIEBHOIO MipOI0 BHKOHYE (PYHKIIl, aHAAOTIYHI 10 (PyHKIIiH OaKTepiaabHOTO
o-akTopa (po3zxia 5). Bignosiguo, TFIIB mae 6yTu 3BiAbBHEHUM IIPH IIepe-
Xomi Bif iHimiarlii mo eaoHramii TpaHCKPHUILi (IUB. HUXKYeE).

TBP

Puc. 6.5. Komnaexkc i3 /IHK /THK-3B'a3yBaasHOTrO nomeHny TBP
i C-kianenoi yactunu TFIIB y nBox npoekuiax (1D3U)

TFIIF — reteponuMep, B3aemosie 3 PHK-moaimepa3oro II (y 30HI akTUB-
Horo 1eHTpy), 3 [JHK, 3 6azaavuumu dakropamu TFIIE Ta TFIIH. Ilicaa
nepBuHHOTO naaBaeHHd JJHK npwu iximianmii Tpanckpumiii TFIIF 3xiticHioe
B3a€EMOZIl 3 HEMaTPUYHHUM AQHIIOTOM, cTUMyAOe poboty TFIIH (auB. HU-
K4ye), 3anobirae abopruBHil iHimianii. [Ticas 3aBeprunenHs inimiamii TFIIF
pasoM 3 iHmuMHu 6azaabHUMHU (pakTopaMmu aucoliroe Bin PHK-moaimepasu,
ane MOXKE peacolliloBaTH 3 HEI0 IIif] 9ac eAOHrallii — y BUIIAAKy 3yIHHKU
cdepmenty. Moro poab gK akTopa eAOHTAllii TPAHCKPHIIII IoAdTae
Y CTHUMYASIIiI IPOJOBXKEHHS PyXy IIoAiMepasH.

TFIIE — rereponumep, crumyatoe podory TFIIH, Blaemosmie 3 TpaHCKpU-
OIIUHUM MiXypoM IIPpH iHiliaiii TpaHCKPUIILI].

TFIIH — Haibiabmui i3 0a3asbHUX (pakTOpiB, cKaamaeTbcd 3 10 cyo-
ONMHUIIb, MA€ MOAEKYAdpPHY Bary, nopiBHaHy 3 Takoio PHK-moaimepasn.
TFIIH - enuauit 6azasbHUil (pakTop, 1110 Mae pepMeHTAaTUBHI aKTHBHOCTI.
[Tepmia 3 Hux — ATP-3aaexna [JHK-zenikasna (reaikasm — helicases —
depmeHTH, IO PO3KPYYYIOTH NMOABIHHY crripaak). Hactuaa TFIIH B3aemo-
nie 3 [JHK HuK4Ye Big aKTHBHOIO LNEHTPY IIoAiMepasu (10 Xo4y TPaHCKpPU-
riii). ImoBipHO, KOH(OpMaIlitiHi 3MiHH 0iaKa, 3ymMoBAeHi rigpoaizom ATP,
BHKAHKAIOTh 00epTaHHd MOABIMHOI cripaai HABKpPYT CBO€EI OCi, a OCKiABKU
BuIIe Big akTuBHOro 11eHTpy [JHK € XopcTko 3adikcoBaHOIO, TaKe obep-
TaHHS IIPU3BOAUTH A0 AOKAABHOI'O IIAQBAEHHS AyIIA€KCa B 30Hi CTapTOBOI
Touku. PHK-toaimepasa Il € exuHoI0 3 moaimepas, sKa rnorpedye Takoi re-

165



Cue0n06 A.B. MoAekyAasipHa Gioaoris

AiKa3HOi akKTUBHOCTI ITpH iHiwiamii Tpanckpumnmii, — innri PHK-ntoaimepa3su,
eyKapioTH4YHi Ta 0aKTepiaabHi, YTBOPIOIOTH TPAHCKPUIIILHHUN MIiXyp 3aB-
nsky neBHUM [IHK-6iAKOBHM B3aeMoisiM, SKUM CIIPHUS€E€ HeraTHUBHA Hall-
CITipasizamiga (DuB. po3mdia S).

Hpyra depmentaruBHa akTuBHiCTH TFIIH - kinasna, 3a paxyHOK sKOi
saificHIoeThca (pocopmaroBanHg C-kiHieBoro aomeHy PHK-moaimepasn
IPU epexXo/i Bif iHiriarlii qo eaourartii Tpaunckpumiiii. ¥ gedpocdopuaboBa-
Hi¥1 dopwmi (popma A PHK-mmoaimepasu), Ha craznii 30upaHHd MIpeiHiriaTop-
Horo kKommaekcy, CTD B3aemogie 3 6a3aabHUMU (PaKTOpaMH TPaHCKPHIILLIi;
micag dochoprAlOBaHHS [IeBHUX 3aAuNIKIB Ser (popma O PHK-moaime-
pasy) 18 B3aEMO/is HOPYIILYETHCS.

Meodiamop. EdekTrBHE 30HpaHHS MPEiHII[IaTOPHOTO KOMIIAEKCY € MOIK-
AUBOIO AUWIIIE 3a yd4acTi IIe OLHOIO CTPYKTYPHOTO MOAYAS — MeaiaTopy
(mediator), skuit mictuTh moHan 20 cyboAMHUIE (CKAQ Bapiloe Oad Pi3HUX
IIPOMOTOPIiB — TEBHUM MiHiMaAbHU Habip CyOOOHMHUIIL OIOBHIOETHCS
OiapII crienmuiYHUME 32 PaxyHOK B3a€EMOZIl 3 TPAHCKPHUIIILIHHUMU (PaKTO-
pamm). llelt MyAbTHOIAKOBUN KOMIIAEKC Ma€ BUTSTHYTY CTPYKTYPY, SAKY
MOKHA PO3miANTH Ha Tpu dacTuHH: roroBa (h, head), cepemnsa wacTuHa
(m, middle) i xBicr (t, tail). MeniaTop 3mificHIOE AMIlle 0iAOK-OIAKOBI B3a€MO/Iii:
roaoBa ¥ cepe/Hd dacTUHa B3aeMoitoTh 3 PHK-mmoaimepasoro, cepents yac-
THHA Ta XBIiCT — 3i cnenudivHUMHM (PaKTOpaMu TPAHCKPHIILIi, 10 3B'sS3aHi
Ha IIPOKCUMaABHUX 1 AUCTAABHHUX €AEMEHTaX IIpoMoTopa (puc. 6.6).

PakTOPH
rpaHCKpPHIIILil

MeniaTop

Puc. 6.6. Cxema B3a€MHOTO PO3TAIyBAHHS €AEMEHTIB
y cKaazi npeininiaroproro komriaekcy PHK-moaimepasu II.
CTpiAKOIO TO3HAYEHO HAIPAMOK TPAHCKPHUIIITIi
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TakuMm 9uHOM, MeaiaTop € 3acoboM mepenadi “aKTHUBAIlifHUX CUTHaAIB”
3 PETYAdTOPHUX e€AeMeHTIiB mocaimoBHocTi Ha PHK-moaimepasy: 30iablIeH-
HS KiABKOCTi B3aeMoil miicuaroe epeKTHUBHICTD 30upanHs PIC.

Iniyiayisa mpanckpunyii PHK-noaimepasoto 11

306upaHHs MPEiHIiaTOPHOTO KOMIIAEKCY € IIEPIIOIO0 TMOMI€I0 ITPOIECY
igimiarii. Cxemy OyZ0oBH KOMIIAEKCY HaBemeHO Ha puc. 6.6: [THK (6azaan-
HUH IIPOMOTOP) HOBKUHOIO Ipubau3Ho 70 map ocHOB obroprae 0iAKOBi
komnoHeHnTu PIC. Ilpu npomy npomotopHa [HK 3B'a3aHa rOAOBHUM 4HU-
HOM i3 6a3aabHUMHU (PaKTOpaMU TPAHCKPHIILi, He 3 TIoAIMepas30ro: 3a3KUM,
10 POPMYy€ETHCS IIleAeTIaMU IToaiMepasu (puc. 6.1) He J03BOASIE PO3MICTH-
TUCA nABoAaHItoroBiit [IHK y niianHi 1obAn3y Bif aKTUBHOTO LIEHTPY.

Ha mepimmomy erami iHimiaiii yrBoproeTscd 3akpumuil mpeiHiniaTopHAHR
KOMIIAEKC (pHuc. 6.7).

MeaiaTop

Bakpuruii
KOMIIAEKC

|
AokKaAbHe MAABAEHHSA

ATP OHK, cuHTE3
IIEPBHHHOTO

TPAHCKPHITY

Binkpuruii
KOMIIAE€KC

PHK ATP PocchopHAIOBaHHA
l CTD, ouHLIIEeHHSA
npomoTopa
]
a0 ;
@ 4J l EaoHramis

Puc. 6.7. [Iporec ininianii Tpanckpumiiii PHK-ntoaimepa3oro II

HacrymmHa nogmiss — yTBOpeHHS 8i0KpuUmoz0 KOMIIAEKCY — AOKaABHE TIAaB-
aeHHda [1HK 3a paxyHOK reaikasznoi aktuBHocTi TFIIH. Hemarpuunuii aaH-
IIOT ITicAd IILOTO 3axoIAloeThCcs (pakTopoM TFIIF, maTpuuHuii — 3aHypIoO-
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€THCH B aKTHUBHHUH LEHTD, /e B3aEMO/i€ TaKoXK i3 N-KiHIIeBOIO 9aCTUHOIO
TFIIB. IlounHaeThCd CUHTE3 KOPOTKOTO MEPBUHHOIO TPAHCKPHUIITY, KOPO-
TKa TibpuaHa TOABIMHA CIipasb cTabiAidyeThbcd THM caMuM N-KiHIIEBUM
nomeHoMm TFIIB, akuit npu 1iboMy 0A0Kye KaHaa Buxony PHK.

Ha macrynmHOMy KpoIlli cripankoBye KiHaszHa akTuBHicTh TFIIH: Big-
OyBaeThCcs (pochopHAIOBAHHS, sIKE € TOYKOIO IIEpeMUKAaHHS iHiliarii Ha
eaoHraniro. CTD BTpadae 3B'g30K i3 6azaspHUMH (aKToOpaMH TpaHC-
KpuIILii, g9Ki AUCOIIIOIOTH BiA HoAiMepasy — BiAOYBA€TbCS OYHIIIEHHS
npomotopa. PHK-mmoaimepasa npomoBxkye cunte3 PHK, a yactuna 6a3asb-
HUX PaKTOPiB MOXKE 3aAUIIATHCS Ha 0a3aAbHOMY ITpoMOTOpi ¥ iHiIlifo-
BaTU 3B'd3yBaHHS iHIIOI IToAiMepasH.

[Ticas TepmiHaliii TpaHckpumiiii (po3gia 7) PHK-rioaiMepasa 3B'a3yeThcs
3 TFIIF, akuii perpyrye crenudidyny doccarasy — BinmOyBaeTbca medoc-
dopuaroBanua CTD, i moaiMepasa BCcTyae B HOBUM POOOYUH ITHUKA.

PHK-nnoaimepasu I i III

Iniyiayia mpanckpunyii zenie pubocomnoi PHK

CucreMma imimianii Tpanckpumnitii PHK-mmoaimepa3soro I Buragnae s3nagno
npocrimre. [IpoMoTop KOKHOTO KAaacTepa reHiB pubocomHoi PHK (puc. 6.8,
OUB. TAKOXK pHC. 4.0) MICTUTE ABa €A€MEHTHU IIOCAIJOBHOCTI: KOP-€AEMEHT
y 30Hi craproBoi Touku Ta UCE (Upstream Control Element) Ha Biacrani
npuban3Ho 100 map OCHOB Big cTapTy. lHimiailig 3asekuUTb Big IBOX
TpaHckpunuitinux @Qakropie: UBF (Upstream Binding Factor) iSLI1,
OoCTaHHiM nmo3HadaioTh iHozai sk TFIB.

3B'agdyBanHsa UBF e nepeanymoBoro iHiliamii, ase e pakTop HE Mae BU-
COKOI criermuivHOCTI 100 EAEMEHTIB ITPOMOTOPA: BiH 3B'A3yEThCS OyIb-/1e
B Mexkax pubocoMHoro kaacrepa. Jumepu UBF mictate y cBoi#t cTpyKTypi
HMG-06okcu (muB. puc. 3.17), aki copusiors BuruHaMm [IHK. Y pesyabrati
3pOCTa€ iIMOBIPHICTh HAOAMIKEHHSI y MPOCTOPi ABOX €AEMEHTIB IIPOMOTOPA,
3 garkuMu crierudivao B3aemomie SL1. Lle#t dparTop € aHasorom gakrropa
TFIID PHK-nioaimepasu II: BiH mictuth TBP i neBHui# crierudiyamit Habip
acoIrifioBaHuX 3 HUM (PaKTOPiB, Bi IKUX i 3aA€XUTH CrIopimHeHicTs SL1 mo
npoMoTopa pubocomMHOro kKaacrepa. SL1 pekpyrye mo mpomortopa PHK-
noaimepasy I, aka mouynHae cuHTe3 nonepegHuka pPHK.

Otxe, naa PHK-noaimepasu | BUKOHyeTbCa Ta caMa 3aKOHOMIPHICTB,
1o ¥ mass PHK-mmoaimepasu II: He3aaeXHO Bifl IPUCYTHOCTI YU BiCyTHOCTI
TATA-60kcy (aku#t BincyTHi# y npomoTopi RNAPI), TBP mae OyTi 000B'a3-
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KOBHM KOMIIOHEHTOM MPEiHIiaTOPHOr0 KOMIIAEKCY, CIIPHULIOYN OpraHila-
ii mpomotopuoi [JHK HaBKpyr moaimepasu. Llg 3akoHOMipHiCcTH 30epira-
€Tbcda TakoxX i gag PHK-mmoaimepasm II1.

+1
-100 —

UCE Kop Koayroua miaauxa

|

Puc. 6.8. Iximiamnia Tpauckpumniii PHK-moaimepasoro I

Iniyiayia mpanckpunyii PHK-noaimepasoto 111

[TpomoTopu reniB TPHK i 5S pPHK, gaki Tpanckpubyrorbca PHK-moai-
Mmepasoro I, 3HaxoaaThCs BCEpeaUHI KOAYyIOYOoi YacTHHH reHa (puc. 6.9).
[Ba eaemeHTHU nTpoMoTopa reHa TPHK, Tak 3BaHi 60okcHu A i B, ymisHamoTh-
ca ¢akropom TFIIIC, aruit pekpyrye TFIIIB, axkuii, y CBOIO 4epry, BUKAU-
Kae 3B'a3yBaHHA mnoaimepasu. Pakrop TFIIIB micTuTE y CBOEMYy CKAami
TBP i kiabka cnerudivaux gaa PHK-noaimepaswn Il TAFs.

Ycepenuni rena 5S pPHK 3amicts 60kcy B mpucyTHi# iHIIINE ereMeHT —
6okc C, mo BmidHaetbca daktTopom TFIIIA. [daai 1e#i 6iAOK peKpyTye
TFIIIC i dpopmyBaHHS MIpPEiHIIIaTOPHOIO KOMIIAEKCY HPOMOBXKYETBHCS TaK
caMo, 9K i Ha redi TPHK.

Omnmucani noxii BinOyBaroTbCs OAHOKpPATHO. KoAM MOYHMHAETHCS TPaHC-
Kpunilis, nnoaimepasa Buticuae TFIIIC (i TFIIIA), 110 3HaxXoAUTHCH IIOIlEepe-
ny Bim Hei. TFIIIB npu npoMy 3asHUIIaeThbCs Ha MiICIi, PEKPYTYIOYU HOBY
II0AIMepa3y OAT HOBOTO payHAy TPaHCKPHUIILIi.
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— —
Bokc A Boxc B Boxc A Boxc C
I'en TPHK I'en 5S pPHK
TFIIIC ﬂ ﬂ

TFIIIA

TFIIIB

1

1

RNAPIII B_

Puc. 6.9. [ximiania Tpauckpumniii PHK-moaimepasoro III.

MexaHni3Mu akTuBaIiii TpaHCKPWIIIIi

Kiapka mecaTrkiB THUCHY €yKapioTHYHHX TE€HIiB (3p03yMino, L0 HAEeTHCH
TOAOBHHM 4YHHOM IIpOo OiAKOBi reHmu, gki TpaHCKpuOyroTbcd PHK-moai-
Mepasoro II) morpebyroTh mudepeHIiiiHOI akTuBallii / perpecii B meBHi
MOMEHTH 3aA€KHO BiJ TUILy KAITHH, CcTaiii pO3BUTKY, 30BHIIITHIX yMOB
Tollo. YK i B IpoKapioTiB (po3mia S5), KAIOUOBUMH €A€eMEHTaMH CHCTEMU
peryadaiii TpaHCKPUMII € PperyAdTopHi uyucC-eA€eMEHTH IIOCAIJOBHOCTI
(mpokrcuMaabHI ¥ AUCTAaABHI €AEMEHTH IIPOMOTOPIB) i TPaHC-PETYASITOPH —
0iakOBiI mparckpunuyitiHi paxmopu (TP, mix akuMu OygeMo pPo3yMiTH crie-
nudiyHi, He 0a3aabHi, (pakTOpU TpaHCKpHIIii). [IpoTe KiAbKiCTH eyKapio-
TUYHUX I'eHIB € 3HAYHO OIABIIIOIO, i BOHU He 00'€THYIOTHCS B OIIEPOHH, KOAHU
KianpKa reHiB nepeOyBasu O miJg KOHTPOAEM OJHOTO TPAHCKPHUIIIIHHOIO
dakTopa. 3po3yMiso, IO KOXKEH I'eH HE MOXKE KOHTPOAIOBATHCH CBOIM
0co6AuBUM (PAKTOPOM TPAHCKPHUIIILI: (paKTOP TAKOXK € IPOAYKTOM IIE€BHO-
I'o TeHa, SKHUH TaKOoXK Ma€ KOHTPOAIOBATUCH IIEBHUM (PAKTOPOM.

pyrorwo ocobAMBICTIO eyKapioTiB € Ta obcraBuHa, 110 JJHK KaiTHHHOTO
dnapa opraHi3oBaHa y CKAQHI XpOMAaTHHOBI CTPYKTYpH (po3mia 4), TobTO
BHUHHKAE IIpobAeMa MOCTYIIHOCTI PETYASTOPHUX E€AEMEHTIB IOCAiIOBHOCTI
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(a Takoxk 6az3aAbHUX HNPOMOTOPIB) MO TPAHCKPHUIIILIHHUX (PaKTOPIB,
PHK-mioaimepasmu Ta eaemeHTiB ii mpeiHiliaTopHoro kommaekcy. OTKe, akTH-
Ballis TPAHCKPHIIILLi ToTpedye mepedy 0B CTPYKTYPHU XPOMATHHY B HAIIPSIM-
Ky OEeKOHeHcallil XpoMaTHHOBOI (piOpHAN Ta BHU3BOACHHSI YUC-€AEMEHTIB
Big HykaeocoM. [ag peaaizailii Takux 1repeOyaoB € ABa OCHOBHI iHCTpyMe-
HTH, SKi OiI0Th y TiCHI¥ KoopAMHaLii OOAUH 3 OOAHHM: CUCTEMa NOCMMpPAaH-
cnsyitiHux moougpikayitl ricToHiB i ATP-3aaekHI ¢hakmopu pemooeno8aH-
Hsl XpOMAaTHHY, 110 30iHCHIOIOTH PEIO3UIIIIOBAHHS HYKAEOCOM.

Tpanckpunyiini paxmopu

BignoBinaio Ha HEOOXiMHICTE PETYAIOBATH OKPEMO aKTHUBHICTH BEAHKOI
KiABKOCTI TeHiB AiMiTOBaHHMM HabopoM ¢akKTopiB TPaHCKPHUIILi
€ IIPUHIUII MmodynsvHocmi OyIOBU eyKapioTHYHHX IpoMoTopiB. Lle#t
OPUHIUI iAtocTpye puc. 6.10: TpU PEryAaTOpPHi (Hampukaald, MPOKCHUMa-
ABHIi) eAeMEeHTH ITOCAIIOBHOCTI MAIOTh CHOPIMHEHICTh M0 TPHOX TPAHCKPU-
OOIFHUX (PakTopiB, i3 TPHOX IMap TAKOI B3aeMOMii MOXKHA CKAACTHU IICTh
KoMmOiHarli#i. HactmpaBai Takux map 3HaA4YHO Oiablile, i KIABKiCTh MOKAWBHUX
KOMOiHaIli#i — MPaKTUYHO HECKiHYEeHHO BeAMKa. KOXKeH IpPOMOTOp MOKe
MaTHu CBif BAacHHUE Habip MoayaiB, AKHH Bifpi3HSE HOro Bim iHIIIMX MIpo-
MOTOPIB, i, BiATIOBIAHO, BAACHUM HaOip JOCHTH BEAMKOI KiABKOCTiI TpaHC-
KPUILIHHUX PaKTOPiB, MOTPIOHUX AT aKTHUBALli reHa.

AD - akTHBaUiHHHH

AOMeH OHK-3B'a3yI04Hii
Tt
[ 1 [T 1 [ T 1

Puc. 6.10. MoagyAbHHUN OPUHITUII B3a€EMOIIT
TPAHCKPHUIIIIFHIX (paKTOPiB i3 IpoMoTOpaMMU

I3 IpUHIIMIIOM MOAYABHOCTI TiCHO IIOB'A3aHHI NPHHIIUII Koonepamue-
Hocmi B3aeMOil TPAHCKPUIIIHHUX (PaKTOpiB i3 yuc-eAEMEHTaMU, IO
3HaxonaTtbca nopdan. Koxken 3 TP 3a3Buyaili Mae NOPIBHAHO HEBHUCOKY
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CIIOPiAHEHICTh OO0 BIiAIIOBiTHMX €AEMEHTIB IIOCAITOBHOCTi. AAe AKINO IABa
Yuc-eAEMEeHTH po3TallloBaHi nopyd, i Aa TP 3paTHi B3aeMomidTH MiK CO-
0010, CIOPiMHEHICTh KOXKHOTO A0 HUX IIiABUIIyETbCS (puc. 6.11): cTrabiab-
HICTh KOMIIAEKCY 3HA4YHO 3POCTaE (€KCIIOHEHIliaAbHO, AVUB. PiBHAHH4 (1.0))
3aBOIKH CYMi HEBEAUKHX 3HUKEHb BIABHOI eHeprii mpu B3aeMoii KOXKHO-
ro okpemoro Td. Ilpukaag Ha puc. 6.11 mokaszye auilne ooUH “eAeMEH-
TapHU# akT” KOoIepaTUBHOI B3aeMoil KiaAbKoxX T® i3 mpomoTopom.

~ 7\ J

CaalOkKi caiiTH KoomnepaTHuBHA
3B'SI3yBaHHSA B3aeMoOAisa

Puc. 6.11. [Iprkaan KoorrepaTUBHOI B3aeMoil
JBOX TPAHCKPHIILIHHUX hakTopiB i3 /ITHK (1A02)

Kpim ToOro, 6iaplIicTs (pakTopiB TPAHCKPHUIIII MalOTh y CBOIH CTPYK-
Typi IpuHaA¥MHI ABa moMeHU: To#, mo B3aemomie 3 JAHK, i Tak 3BaHui
aktuBanitfinuii (AD, Activation Domain), 9KUii BHKOPUCTOBYETBCS AL
B3aemopii 3 iHmuMHu G6iaAkamu (puc. 6.10). AKTUBaLiHI JOMEHH 3B'SI3YIOTh
0iAKOBiI KOPaKTOPH (KOAKTHBATOPH), V PEe3yAbTATi HA AUCTAABHUX i IIPO-
KCHMaAbHUX €AE€MEHTaxX MPOMOTOpa (POPMYETHCH CKAQIHUN MYABTHOIA-
KOBHUH KOMIIAEKC — eHxaHcocoma (enhanceosome). /1o CKAaay €HXaHCO-
COM YacCTO BXOAATBH TAKOXK TiCTOH-alleTHATpaHcdepasu Ta (paKTopu pe-
MOJEAIOBaHHA XPOMAaTHHY (AUB. HHUXKYE).

Pi3Hi eaeMeHTH €HXaHCOCOMHU [iIOThH CHHEPTridHO, IIiABUIIYIOYH 3ara-
ABHY cTabiAbHICTH KOMIIAEKCY. 3 iHIIIOTO OOKY, BiICYTHICTBH KiABKOX €Ae-
MEHTIiB MOXKe 3YyMOBUTHU necrtabiaizallito Ta po3naj eHXaHCOCOMH, e
criopinHeHicte o [JAHK KOXHOro OKpeMOIro €AeMeHTa € HEBHCOKOIO.
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Ile 3abe3medye OJuHamism aKTHBAIlil: eHXaHcocoMa He € (piKcoBaHOIO,
a 30upaeTbca / po3bUpaeThCca B I€BHI MOMEHTH.

AxTuBauiiigi fomenu TP i KoakKTHBATOPU MAalOTh, ¥ CBOIO YEPry, CIIOPi-
OHEHICTh OO0 MemiaTopy Ta 0a3zasbHHX (PaKTOpPiB TpaHCKpwumlii. Pesyarra-
TOM TaKoOI B3aeMo/ii € e(peKTUBHE 30HMpPaHHS IIPEiHII[iaTOPHOTO KOMIIAEKCY
Ha 06azaabHOMY ITpoMoTOpi (puc. 6.12). Caim 3ayBazKuUTH, III0 E€BHi KOM-
IIOHEHTHU MYABTHOIAKOBHX KOMIIAEKCIB, SIKi 30HMparOThCd Ha IIPOMOTOpPAX,
MOXKYTb, HaBIIaKM, OAOKyBaTH iHilliallifo TPaHCKPHIILII — ToAi IX Ha3uBa-
IOTBH peIrpecopaMi Ta KopelpecopaMu.

IIpokcuMmaAabHi Koayroua
Enxancep €AeMEeHTH TATA ainsgHKA

w I I

WG e
: RS

TFIIB TFIID

TFIIA -
KoakTHBaTOpH o TFIIE

@ OO
TFIIF TFIIH

Emxancep MeaiaTop

IIpokxcumaabHi
€AeMeHTH

Puc. 6.12. Cxema 30MpaHHs KOMIIACKCY aKTHBAIlil TPaHCKPHUIILIil

306HIUNA pezyAAYis AKMUSHOCIT MPAHCKPUNYItiHUX Ppakmopie

AKTHUBHICTh IIEBHOT'O T'€HAa 3aA€KHUTh BiJl HAGBHOCTI Y KAITHHiI II€BHOTO
Habopy akKTHUBATOpPIB / perpecopiB TpaHcKpumiii. BinmoBigHo, reHu ca-
MUX (PaKTOPIB TPAHCKPHIIL] ITepedyBalOTh i KOHTPOAEM CKAQIHUX CHUC-
TEM PETYASILii, III0 MPAaIIoIOTh ITiZl Yac PO3BUTKY Ta AudepeHmiallii KAiTHH.
Y pes3yabTaTi B KAITHHI IEBHOTO THUITY BilOyBa€eTbCAd CHHTE3 CIIEITU(ITHOTO
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Habopy T®, 1m0 mpu3BOAUTE A0 aKTHBAllil crenudivyHoro HabOpy reHiB.
Y Tol ke yac, eKCIIpecis IIEBHOI'0 I'eHa MOXKE OIIEPaTHUBHO KOHTPOAIOBA-
THCS Yy BiAIIOBib HA 30BHIIIHI CUTHAAM IIASXOM 3MiHHU aKTUBHOCTI BiKe
CHHTE30BaHUX TPAHCKPUIIILINHUX (akTopiB. [IBa HaWBasKAUBIII MeXaHi-
3MH TakKoi peryasumii — Bzaemonisa Td meBHoOro THILy 31 CTepOifHUMH Trop-
MOHAMHU Ta KaCKa[u MOCTTPAHCASILIHHUX Moaudikalliil y BiAnoBigb Ha
[iI0 XiMiYHUX CUTHaAIB (CUTHaAbHA TPaHCAYKILisI).

I'opmonoei peuenmopu — TPAHCKPHUIIINHI (PaKTOpH, AaKTHUBHICTb IKHUX
3aA€XUTh Bifl cTepoinHux ropMoHiB. [opMoHOBUY pelieniTop (3a3BU4aii ro-
MOJNMEP) CKAAAEThECH 3 TPhOX CTPYKTYPHHUX noMeHiB: 1) ITHK-3B'a3yBasb-
HUP OOMEH, 1110 Ma€ crelnudidyHy CIIOPiAHEHICTb M0 IMEBHUX €AEMEHTIB II0-
caimoBHocti [IHK (muB. puc. 3.14, 6); 2) akTuBalitnuii nomeH; 3) TOpPMOH-
3B'dA3yBaAbHUU OOMEH. Y BiACYTHOCTI TOPMOHY 0iAOK MIiCTHUTBCS B IIHTOIIAA-
3Mi, e TOPMOH-3B'I3yBaAbBHHN NOMEH B3a€MOZi€ 3 6IAKOM TEIIAOBOTO IIIOKY
hsp90 (po3mia 8), gruii HATPHUMyE HEOOCTPYKTYPOBAHHUH CTaH [AOMEHY.
Y pesyApTaTi TOpPMOHOBUU PELENITOP € iIHAKTUBOBAaHUM (puc. 6.13).

HBD

TOPpMOH

Puc. 6.13. AkTHBAaIlis TOPMOHOBOTO PEILIENITOPa CTEPOITHUM FOPMOHOM.
AD - akruBariinuii, DBD — [ITHK-3B'a3yBasbHHH,
HBD - ropMoH-3B'93yBaAbHUN JOMEHHU.

Koan ropmoH mnpoHUKae B IUTONAA3My, BiH B3aeEMOMi€ 3 TOPMOH-
3B'S3yBaAbHUM JOMeHOM, BuTicHao4yu hsp90, BinOyBaeTbcs ocTaToO4dHE
CTPYKTYPYBaHHA TOPMOHOBOTO PEIENTOPA, i TOH cTae aKTUBHUM — ITPSIMYE
[0 aapa, [e 3B'[a3yeThbcd 3i crienu@igHUM eAeMeHTOM IocAigoBHOCTI. CalT
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3B'3yBaHHS T'OPMOHOBOI'O PELENITOpPA € JOCUTh MAA€HBKHM, a YUM KOpPO-
TIIOIO € MOBXKHWHA caiTa 3B'd3yBaHHY, TUM IMOBIpPHIIIOK € HOTro AOCTYII-
HicTb. ToMy B3aemopis ropmoHoBoro penenrtopa 3 [JHK wacro 3amyckae
Kackajz 30MpaHHA €HXaHCOCOMH: PELEeNTOp PEeKpyTye iHII TPaHCKPHII-
ifiHi pakTOpPHU 3a paxyHOK CBOTO aKTUBAIIHHOIO JOMEHY.

CuznanvHa mpancoyruis. [Iprkaan CUTHAABHOI TpaHCAYKIli HaBeoeHO
Ha pHc. 6.14. BiaAkoBHull TOPMOH HE IIPOHUKAE Y KAITHHY, a 3B'SI3YE€ThCH pe-
LIEITOPOM Ha 30BHIIIHBOMY Oomi MeMbOpanu. PenenTop € romomuMepow,
iy BiACyTHOCTI TOPMOHY ABi CyOOAWHHII BIABHO AWU(PYHAYIOTH Y IIAOIIIMHI
MeMOpaHu. 3B'A3yBaHHS TOPMOHY BUKAWKAE AUMEPH3AIli0, YHACAIIOK YOro
B IIUTONAA3MAaTHUYHOI YACTHHU peLerITopa BHUHHUKAE KiHa3HA aKTHUBHICTB.
Kinaza docopuaroe HeakKTUBHI CyOOAMHUII TPaHCKPHUILIHHOTO (pakTopa.
[Ticas docopraroBaHHA CyOOOUHUIL 00'€AHYIOTHCA B AUMEDP, III0 H aKTH-
Bye Liell pakTop: BiH IIPOHUKAE B AP0, A€ 3HAXOAUTH CHEIM(IIHY IIOCAi-
noBHicTh [ITHK. HaBenmeHa cxema € HaHIpPOCTIIIMM BapiaHTOM CHUT'HAABHOI
TPaHCAYKLi: yacTo IIpuMeMOpaHHa KiHa3a 3allyckKae Kackaz (pocopHAIO-
BaHHS — pocdopualoe 6iA0OK, SKUH HaOyBa€e BHACAINOK IIHOTO KiHA3HOI ak-
TUBHOCTI, 119 HOBa KiHaza ¢ocdopuaioe iHIMI 6ir0K (200 KiAbKa pPiZHUX
0iAKiB, 3aBOIKU 4UOMY S3OiHCHIOETBHCS ITIACHACHHSA CHUTHaAy Ta / abo #oro
PO3raAy>kKeHHd II0 KiABKOX HIAGXaX, CIIPSIMOBAHUX A0 KIABKOX KiHIIEBUX
MillleHel), IIepeTBOPIOIOYM HOro Ha KiHas3y, i Tak masi — mo ¢occopuato-
BaHH4 Ta, BiIIOBIIHO, aKTHUBALIil TPAHCKPUIIIIHHOrO hakTopa.

IIuTomnAaasma |

OiaAkoBHIH
TOpMOH

peuemnrTop

HeakTHBHHH
MOHOMeEP

Puc. 6.14. AkTHuBAalligd TPaHCKPUIIIHHOTO (pakTOopa
y BigmoBigps Ha aito 6iAKOBOTO TOPMOHY
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Auemuaro8ants zicmonie

Hykaeocomu Ta xpomaTuHOBa (ibpHaa B I[iAOMYy BUCTYIAIOTH SIK 3ara-
ABHUH pelpecop I'e€HHOI akKTUBHOCTI. TUM caMMM BOHM JoIloMaraioTh 3a-
0e3reyuTH 3arasbHy iHaAKTHUBAIlilo OiABIIIOCTI MeHiB B e€yKapiOTHYHIH KAai-
THHI, 3a BUHSTKOM THUX, YU aKTUBAIlid 3MiHUCHIOETBCA 3a ydacTio To.
KAr0uoBHM MOMEHTOM MEXaHi3MiB aKTHBAllii € HiABUIIEHHS AOCTYIHOCTI
PETYASITOPHHUX CAHTIB y CKAai IIPOMOTOPIB, III0 3a0e31evyyeThbCsl, 30KpeMa,
crieriupivyHUMU MoAUMIKAIIIMU TiCTOHOBUX XBOCTIB (OuB. po3zaia 4). Cre-
nudivyHa KapTUHa (maTepH) Moaudikalliil Bigirpae Takox i 3BOPOTHY POAb
— y 3AiICHEHHI rapaHTOBaHOI perpecii reTepoXpoMaTUHOBUX MIATHOK.

Cepen iHIUX MomauiKaIlifi alleTUAIOBAHHA 3aAWINKIB Lys (y meBHUX
KOHCEPBATUBHUX IIO3UILiAX, AWB. puc. 4.13) maiizke 3aBXKOU KOPEAIOE
3 aKTUBAIII€I0 TPAHCKPHUIIIII — alleTHUABOBAHI TiCTOH-alleTHATpaHcdepa-
3aMH TiCTOHH aKyMyAIOIOTHCS B aKTUBHUX IIPOMOTOPAX, i HABIIAKU — [id
TiCTOH-AealleTHAa3 IMIPU3BOAUTL MO0 iHakTUBallii. [icToH-aleTuATpaHC-
depasu (HAT) BXoOgsaTh [0 CKAQLYy MYABTHOIAKOBUX KOMIIAEKCIB, dKi Jac-
TO € KOMIIOHeHTaMUu eHxaHcocoM. HAT-kKoMIAeKCH MOXKYTh PEKpyTyBa-
THUCH OO0 IPOMOTOPIB TPAHCKPUNLIHHUMHU (paKTOpaMU YU Ko(paKTopaMu
(Hmanmpuraad, akTUBAILliHUM JOMEHOM TOPMOHOBOTO pellenTopa). 3B'a3y-
BaHHa HAT MoxXe iHOAYKyBaTHUCH iHIIMMHU TiCTOHOBUMHU MOAHMIKAIlSIMH,
cKazkiMo, depe3 BIidHaHHA ocdopuaboBanoro Serl0 ricrouny H3. Kpim
TOro, 9yacto a0 ckaany HAT BxomaTb OpOMOZOMEHHM — CTPYKTYPHI MOIYAI,
dKi MaroTh Crienu@igyHy CHOPiAHEHICTDb 40 alleTUABOBAHUX Ai3UHIB. ToOTO
HAT ymisuarotb Lys, yxke aneruasboBaHi iHmmmu HAT, i 3aificHIOIOTH
alleTUAIOBAaHHS CYCiIHIX HYKA€OCOM, ITiATPUMYIOYH TaKHM YHHOM alle-
THUABOBAaHUH CTATYC IIE€BHOI HIATHKH XPOMAaTHHY.

MexaHi3MH TOAOBHHUX BIIAUBIB alleTUAIOBAHHHI TiCTOHIB Ha CTPYKTYPY
XPOMAaTHHY Ta aKTHUBAlIlil0 TPAHCKPHUIIL{ IOAITAIOTh ¥ HACTYIIHOMY:

e AETHAIOBAHHS CIIpUdE 0eKoHOeHcauyll xpomamuHosoi pibpusu 3a
PaxyHOK 3HHIKEHHS IIO3UTHBHOIO 3apsny T'OAOBHUX (aKTopiB
KOHIeHcalii, SKHUMH € TiCTOHOBi XBOCTH. Y pPe3yAbTaTi 3HUXKYETh-
Cd CIIOPiAHEHICTh alleTHABOBAaHUX HYKAEOCOM OO0 rictroHy H1, mio
naai crpusie nekoHpaeHcaii ¢ibpuam. PosropranHa ¢ibpuau
B TuMuacoBa aucoriailiga H1 cTBoproe “BiKHO MOKAWBOCTI” Oad
3B’I3yBaHHSA PEryAdTopHUX pakTopiB Ha Buxodi [AHK 3 Hykaeo-
COMU Ta 3 MizKHYKA€OCOMHOIO AiHKepHOoIo THK.

e Xoua alleTHAIOBAHHS TiCTOHIB He 3MiHIOE CTPYKTYPY HYKAEOCO-
MH, 3HHKEHHS I[IO3UTHUBHOIO 3apsAy TiCTOHOBHUX XBOCTIB IIPH-
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3BOAUTE 00 Oecmabinizayii Hyk/sieocomu Ha BUXOOl 3 Hel HyKAeo-
coMmHOi JIHK 3a paxyHOK HiABHIIEHHS E€AEKTPOCTATHYHOI'O PO3-
LITOBXyBaHHA MiXK CyCiAHIMHM BHUTKaMHU HYKA€OCOMHOI CyII€pCIIi-
paai (zuB. po3mian 4). Y pe3yabTaTi IOAETHIYETHCS THUMYacoBe
pPyHHYBaHHSI HYKA€OCOM IHIMHUMH (paKTOpaMU: IIepPEeHEeCEHHS Ti-
CTOHIB Ha IIPOMIXKHI aKIEeNITOPU Ta pPoboTa KOMIAEKCIB peMone-
AIOBaHHY XpOMAaTHUHY (OAUB. HUXKYE).

ArleTHABOBaAHI AI3MHOBI 3aAWIIIKH TiCTOHIB MOXKYThH Oe3rnocepen-
HBO BIIi3HaBaTHca (akTopaMHu ¥ Ko(aKTopaMU TPaHCKPUIILL.
Tak, HagBHicTE OpomomomeHy y ckaani TAFy250 (muB. BHIIE)
CIIpHSE MiABUIIEHHIO AOKaabHOI KoHIleHTpalii TFIID y ametua-
bOBaHUX OIATHKAX XPOMAaTHHY.

Aocmynnicmo npomomopie

3anexxkHe Bixm nocaigoBHocTi [JJHK mepeBaskHe MO3UIIIOBAHHS HYKAEO-
coM (po3mia 4) IPU3BOAUTEL A0 AUMPEPEHIINHOTO €KCIIOHYBaHHS MIASHOK
JHK mo mii peryagTopHuX (pakTopiB. 3 0gHOr0 00Ky, Oyab-9Ka MOCAiTOB-
HICTBH IIap OCHOB AUKTYE IIEBHUH “IlepeayCTaHOBACHHUI” PO3MOMAiA HYKAE-
ocoM. 3 iHmoro 60Ky, aKTHBAllid IIPOMOTOPIiB IIPHU3BOAUTE [0 IXHBHOTO
30ifHEeHHT Ha HYKAEOCOMH ab0 3a paxyHOK PENo3UIlil0BaHHs, abo BHa-
CALIOK THMYacOBOTO BHIAAECHHS TiCTOHIB.

Pucynok 6.15 iAIOCTpYE AeTaAbHO AOCAIIKEeHUN NpHUKAa: HPUCYTHICTH
HYKA€O0COM y IpoMOTOpi ApixkmzKkoBoro reHa PHOS, BuBueHy KopHOeprom
3i ciriBaBTOpamMu (Roger D. Kornberg).

0,32 0,18 0,60
PeryaaTopHi
eAeMEHTH TATA-60kC

Puc. 6.15. [To3urii HykaeocoMm (oBaau) y mpoMoTopi reHa PHOS

OPixKIXKIB Saccharomyces cerevisiae Ta piBeHb IXHBOI IIPHUCYTHOCTI ITicas akTHBAIIil

(4Hcaa — yacTKa 9acy, KOAH HyKA€ocoMa IIPUCYTHS)

Y HeaKTHBHOMY CTaHi IPOMOTOP MiCTUTH 3 HYKA€OCOMH y CIIEITUIYHUX
O3UILigX, y Mexkax onHiel 3HaxomuTbcsas TATA-6okc, iHIOI — crierudivyHa
peryagropHa mnocaimoBHicTh. [Ipu akTuBallii nmpomoTopa (LIBOMY II€pPEAYE
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rinepaneTHAIOBaHHS TiCTOHIB) CIIOCTEPIraeTbCcs BTPaTa HYKAECOCOM B YCiX
TPBOX calTax, ase 1id BTpaTa HE € IIOBHOIO B KOAHOMY 3 HHUX. Y Cepen-
HBOMY BTpadaeThbcsa 1,9 HYKA€OCOMH 3 TPBhOX; KOXKHa 3 HYKAEOCOM Bif
0,18 mo 0,6 (cmmeundiyHO OAS IIEBHOI HYKA€OCOMH) YaCTHHH dYacy 30epira-
€TBhCS B aKTUBHOMY IIpoMoTopi. lle o3Hadae, 1110 Ipu akKTHUBAILlil 34iliCHIO-
€ThCd II€EBHA piBHOBara MixX BHIAA€HHSM Ta pepopMyBaHHSIM HYKAE€OCOM.

TuMyacoBe BUOAA€HHS HYKAEOCOM 3 aKTHUBHHX IIPOMOTOPIB € 3araab-
HUM IIpaBUAOM. ToTaAbHUN aHaAi3 pPO3MOMIAY HYKAEOCOM IIO JiASTHKaxX
YCBOT'O T'€HOMY APiK/KIB YKa3ye, IO BiH € HEPiBHOMIpHUM: 1) y MiXKreH-
HUX 30HaxX LIIABHICTh HYKAEOCOM 3MEHIIIEHA IIOPiBHSHO 3 BiAKPUTHUMH paM-
KaMHU 34YHTYBaHHS; 2) PEryASTOpPHI obAacTi, 30KpeMa IIPOMOTOPH, MiCTATh
MEHIIIe HyKA€OCOM, HixK iHIITi MiKT€HHi 30HHU; 3) iCHy€ 3BOPOTHA KOPEASIIig
MiX HOIABHICTIO HYKA€OCOM y IIPOMOTOpPax i piBHEM TPaHCKPHUIIIINHOI ak-
TUBHOCTI BIAIIOBIAHUX I'eHiB.

Komnaexcu pemoderto6ants xpomamuny

[TimBUIIIEHHST JOCTYIIHOCTI IIPOMOTOPIB 3a iXHBOI akTHBALIil ITOTpedye Crie-
IiaAbHHUX MeXaHi3MiB. AmKe 3a (Pi3ioAOTiYHOI i0HHOI CHMAM €AEKTPOCTATHYHI
B3aemoqii /IHK i ricToHiB € may:ke MIITHUMH, i HyKaeocoMma 30epira€ BUCOKY
crabirbHiCTE. Llg CTabIABHICTL NMPAKTHYHO BHKAIOYAE HABITH HEPEMIIIIEHHS
HykAeocoMHu B310BXK [IHK (caaiimuHr): Take HepeMilleHHd ITOTpedye ITOSBU
BHCOKOEHEPreTHYHNX iHTepMeaiaTiB i3 JYacTKOBHM IOPYIIEHHSM B3a€MOZIii
ricroHiB i3 [ITHK. OCKiABKHM TIEpeMIIIeHHS HyKAEOCOM € HEOOXITHUM JIAS €KC-
IIOHyBaHHS peryagaropHux catttiB Ha [JAHK mo mii TpaHCKpHUNIIIHHNX (PaKkTOo-
PiB, Y KAiTHHI iCHye crielliaabHa CHCTEMaA, 1110 CIIPUsIE PEIIO3UIIiI0BAHHIO HYK-
AEOCOM 3a PaxyHOK iHAyYKyBaHHH IIPOMIKHHX CTPYKTypHUX cTaHiB: ATP-
3aA€2KHI KOMIIAEKCH PEMOIEAIOBAHHS XPOMAaTHUHY.

Ha crorozHi ommcaHo BEAMKY KiABKICTB TAaKHUX KOMIIAEKCIB Y OPisKIKIB,
KOMax i ccaBIliB. Yci KoMImaekcu peMogiearoBaHHs (KP) — MyAbTHOIAKOBI KOM-
IIA€KCH JIOCUTHb BEAMKOi MOAEKYASIPHOI Bark — MiCTITb Y CBOEMY CKAai Cy0-
omuHu1to, 110 Mae ATPa3Hy akTuBHicTh. BaacHe ATPasHuili noMeH € mayxke
HoAiOHUM [Ad YCiX KOMIIAGKCIB i Mae BHCOKY romoaorito 3 /IHK-reaikazamu.
3anexKHO Bi HAgBHOCTI OOJATKOBUX CTPYKTYPHUX [OMEHIB PI3HOTO THILY
B CKAQi KaTaaiTuaHOoi cyooauHull, KP momiAgroTs Ha TPU OCHOBHI TPyIIH:

1) Swi/Snf (Switch/Sucrose non-fermenting — Ha3Ba MNOXOAWUTH BiX
nepiroro onucaHoro KP 1iei poanHu, akuil 6yAo BiIKPUTO 9K TPYIy My-
Talifl APixKIXKIB 3 MEBHUMHU OiOXiMiYHHMH HPOsIBaMH) — KOMIIAEKCH CKAa-
namTbed 3 10-15 cyboauHUIb, KaTaAiTHYHA CyOOJUHUIIA MiCTHTH OpPOMO-
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OOMEH, ITif1T Jac [ii KOMIIAEKCY CIIOCTEepPIiraroThbCs Pi3HOMAaHITHI ITPOMIXKHI
CTPYKTYPHi (POPMH HYKAEOCOM.

2) ISWI (Imitation SWItch) — 4-5 cybomuuuIlls, iHAYKYIOTH CAQHWIUHT
HyKAeocoM 6e3 MacHITabHUX 3MiH IXHBOI CTPYKTYPH;

3) CHD (Chromodomain Helicase DNA binding) — MicTaTk XpoMogoMeH
i ricroH-meameTmaasdy, TICHO IIOB’s3aHi 3 ImepebygoBaMH XpPOMAaTUHY
B pEIpecoBaHUX MIASHKaX.

Kpim Toro, € HM3Ka KOMIIAEKCIiB, III0 HE BKAQAIOTHCS B II0 KAacHUDi-
kairiro. KP 3maTHi 3milicHIoOBaTH YHCAEHHI B3aeMomii 3 HYKA€OCOMHOIO
OHK, ricroHOBHMU XBOCTaMM, CHelIH(PIYHUMH Ta 3araAbHUMH (PaKTO-
paMHu TpaHCKPHUILii, TicTOH-aleTHUATpaHcdepaszaMu Touio. [Ipu B3ae-
mopmii 3 HykaeocoMmoio KP i HykaeocoMa 4YiTKO OpPi€HTYIOTHCS BiIHOCHO
onHe omuoro: KP pomuun Swi/Snf oTouyroTs HyKA€OCOMY, 3B'd3yI0o4H il
BCepenuHi TAHO0KOI ITOPOKHUHHA.

OcHogHUll pe3ysibmam aKmueHOCMi 8CLX KOMNJIEKCI8 PemoOest08aHHSL —
peno3uyiroeaHHs Hykseocom. KpiMm Toro, kKommnaekcu ponuHu Swi/Snf mo-
XKyTbhb IHAYKyBaTH IIEPEHECEHHS OKTaMepy TicTOHIB 3 oaHiel miagaaku JHK
Ha ity abo 3 JJTHK Ha nmpoMizKHi aKIIenITOPH TiCTOHIB (OUB. po3mia 4).

Mexanizm 0ii womnnekcie pemoodenroeanHHst 0a3yeTbCA Ha TOMOAOTII
3 [IHK-reaikazamu. He3Bakaroun Ha e, ATPa3na cybomunuiia KP He 3gat-
Ha [iITH K reAikaza — po3BOOUTH ABa AQHITIOTH. [TomibHO M0 reaikas, KOM-
IIAEKCH PEMOJIEAIOBaHHS, BUKOPHUCTOBYIOUU eHeprito rigpoaidy ATP, mepe-
cyBarotbcd B30BxK [IHK, ase 6e3 ii pyiiHyBaHHa. Taka TpaHCAOKAllid Mae
OyTH moB’si3aHa 3 OOHOYACHHM OOepTaHHAM (pepMEHTy HAaBKOAO ITOABiHHOI
criipaai a6o0 HaBIIaKH — IIPOKPYYIYBAaHHAM CITipasi yepe3 dpepMmeHT. OCKiAb-
ku KP npum npomy 3adikcoBaHUiT Ha HYKAEOCOMi, TOOTO B3aeMHe obep-
TaHHS KOMIIAEKCY 1 HYKA€OCOMHU € HEMOXKAUBHUM, PyX KOMIIAEKCY B 0iK Bif
HyKAeocOoMH Oyzie TeHepyBaTH TOPCiHiHy Hampyry (3MiHy TBicTa), IITOBXa-
049U [OAATKOBI BUTKM MHOABIMHOI chipaai BcepenuHy HykaeocoMmHoi /IHK —
JHK mipokpyuyetbcsa depe3 KP (puc. 6.16). Takuii cueHapiii pobotu KoM-
TIAEKCIB PEMOIEAIOBAHHS PO3TAIIAETHCA CHOTOHI IK HANOIABIIT iIMOBIPHUH.

Hampyra, sika CTBOPIOETBECS 3a PaxXyHOK TpPAaHCAOKAIlil KOMIIAEKCY
peMoaeAloBaHHS, MOXe TpaHcpopMyBaTHUCS B 3MiHYy TBicTa B MexXKax
KiH1eBoi mianguku HyraeocoMHoi [IHK. AokaarHa 3miHa TBicTa mudyH-
Oy€ BCEPEONHY HYKAEOCOMH, PE3yABTATOM YOI'0 € IIPOKPYYyBaHHH IIO-
ABiMHOI cripaai o IMoBepxHi OKTaMepy TiCTOHIB, TOOTO 3MiHa HOTO IIO-
3unii (puc. 6.17). Ilpu TakoMy MexaHi3Mi IIepeMillleHHS IIIASIXOM Mmeic-
muHey (twisting) He IOBUHHO CIIOCTEpiraTHCsa BEAHKHUX 3MiH y CTPYKTYPi
HyKAeocoMH ITizy yac ii nmepecyBaHHd. Came 1le ¥ XapaKTepPHO A KOM-
AEKCiB peMoaearoBaHHA TUy [ISWI.
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Hyxaeocoma

oR

@ KomMmnaexc
pPeMoOOeAIOBaHHSA

Puc. 6.16. Mozaeab aii KOMIIAEKCY PEMOEAIOBAHHS
IIAIXOM CTBOpPEHHS TopciiiHoi Hanpyru B [IHK,
gKa BXOOUTH Y HYKAEOCOMY

Kommnaekcu pemopearoBaHHS ponuHH Swi/Snf 3maTHI reHepyBaTu mpo-
MiKHI cTaHU HyKAeocoMH, B akux [IHK € GiabII HOCTYITHOIO A HyKAeas,
3a paxyHOK dopmyBaHHsa retai [JHK Ha moBepxHi okTamMepy TiCTOHIB.
OTke, Ha BiAMIiHY BiJ] IIOIIEPEIHBOIO0 MEeXaHi3My, OAd KOMIIAeKciB Swi/Snf
Hampyra, II0 € pPEe3yAbTaTOM TPAaHCAOKAllil, BHKAHUKAE BUNEMJII08AHHS
(bulging) uyraeocomnuoi [IHK. Taka metTad, iMmoBipHO, pOopMyeThCH Ha KiH-
neBi#t miaguui [JHK y HyRAaeocoMmi ¥ maasi mepecyBaeThCs MO ITOBEPXHI OK-
TaMepy, 110 HPUBOAHUTE 3HOBY 0 3MiHHU IIO3HUIIii HyKA€oCcOMHU (pHucC. 6.17).

[TpomixkHi MeTacTabiAbHI CTaHM HYKA€OCOMH 3 BUIleTAroBaHHAM JIHK
MOXKYTh BimirpaBaTh BazKAHUBY (PYHKILIOHAABHY POAB caMi 1o cobi, OCKiAb-
KM BX€ MOXYTb 3abe3nedyBaTH 3pPOCTAaHHS MOCTYITHOCTI HYKA€OCOMHOL
JHK: ekcrioHyBaHHS II€TAi CTBOPIOE YMOBHU [ad ii “3aXOIIA€eHHS” TpaHC-
KpuniitHuMu ¢akropamu. Kpim Toro, 3HayHa pmecrabisizaris JIHK-
TiCTOHOBUX B3a€EMOJIN y IPOMIKHOMY CTaHi 3 BUIIETAIOBAHHSIM 3HA4YHO
OiABUIIyE IMOBIpHICTE pyHHYBaHHSA HYKACOCOMH: Y IPUCYTHOCTI Swi / Snf
IIPOAEMOHCTPOBAHO II€PEHECEHHS TiCTOHIB Ha iHmy niagaky JHK abo Ha
IIPOMiKHIi II€PEHOCHUKU TiCTOHIB.
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TeBicTHHT
& BuneraAroBaHHSA

Puc. 6.17. [IBa MexaHi3MH 3MiHHU TPaHCAGLIHAHOI MO3UIIII HYKA€OCOMH
B pe3yAbTaTi aKTUBHOCTI KOMIIAEKCIB PEMOAEAIOBAHHS

O6upaBa omnncaHi MexXaHI3MHU [ii KOMIIA€KCIB PEMOZIEAIOBAaHHS PO3IIOYHU-
HaroTbcd 3 miaguku [JHK Ha BxXomi mo HyKaeocomu. BigmoBimHO, 1189 giagH-
Ka Mae O0yTH BiabHOIO Bim ricroHy H1: H1 i KP KOHKypyIOTBH MiK cob010 3a
30HY Bxoay / Buxony HyraeocoMHoi [IHK.

IlInaxu peKkpymyeaHHst Komniekcie pemooentoeaHHst 00 npomomopie.
HacnipaBzai ¢oyHKITIOHAABHI HACAIZKM PEMOAEAIOBAHHS XPOMATHUHY IT€BHUM
KOMIIAEKCOM MOXKYTh OyTH pisHOMaHiTHUMH. Cepen BiIOMHX HHUHiI KOMIIAE-
KciB pemopeatoBaHHsa aunie onuH — NuRD (Nucleosome Remodeling and
Deacetylation), npencraBHuK poauHu CHD — mpaiitoe BUKAIOYHO K KOpeI-
pecop. [ig iHIMX KOMIIAEKCIB pPeMOIeAIOBaHHS IIPU3BOAUTL 200 0 perrpe-
cii, abo mo akTUBAallii — 3aA€XKHO BiJ KOHTEKCTY iHIINX (PYHKITIOHAABHO Ba-
KAVBHX BIIAHUBIB, Y KOOIlepallii 3 SKUMHU IIpallloe€ JaHUN KOMIIAEKC.

Y pasi akruBaiii cucrema ATP-3aAeXKHOTO PEeMOAEAIOBAHHS XPOMATHHY
3aBXKU [IPAIlOE KOOIIEPATUBHO i3 CUCTEMOIO alleTHMAIOBaHHS TicToHiB. Pea-
AI3YIOTBCH pi3HOMAaHITHI crparerii pekpyryBanud KP no mpomoTopiB:

e 3a paxyHok Bzaemonii KP 3 mpanckpunuilinumu gaxmopamu.
AxkTuBania iHimiroerbcsa TP, gruil yIisHae HEBEAUKHUH CcauT
3B'a3yBaHHsa Ha [IHK (HaBiTH Ha IoBepxHi HyKAeocoMH) i Oes-
IIOCEePEenHBO PEKPYTYyE KOMIIAEKC peMoaeAroBaHHs, abo KP pekpy-
TyeTbCS Mi3HINIEe Ha cTanil 30upaHHda eHXaHCcocoMH iHImmu Td.
[Ticag 1boro, 9K ImpaBHAO, IO €HXAHCOCOMH PEKPYTYETHCH Tic-
TOH-alleTUATPaHC(EepPa3ZHUH KOMIIAEKC.
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3a paxyHOK Yni3HaHHs auemunvosaHux Lys OGpoMomoMeHOM,
10 BXOAUTE N0 cKaany KP. OouH i3 npukaagiB, SKUU OETHYE
el i momepenHiyi maaxu pekpyryBaHHsa KP, 3o00paxkeHo Ha
puc. 6.18: HeBeAUKHUH TPaAHCKPUIIILLIHHUN (PaKTOp 3B'A3y€THCS
y IpOMOTOpi ¥ peKpyTye TiCTOH-KiHa3y; KiHasa 3aificHIoe (poc-
dopuaroBanuga Ser-10 ricrouny H3 Ta mucoriroe; ¢dpocdopuabo-
BaHuY Ser-10 i TpaHCcKpUNUiHHUNE ¢akTOop yHIi3HAIOTBHCS Tic-
TOH-alleTHUATPaHCcdepas3o, Bi0OyBAEThCS alleTHUAIOBAHHS Ai3U-
HiB; areTuaboBaHi Lys Ta T® pekpyryiors SWI/SNF (kommiaekc,
10 HAAEXKUTBH M0 poauHu Swi/Snf), akuii, 3ailiCHIOI0OYH pero-
3UIlilOBaHHS HyKAeocoMH, 3BiabHAe TATA-Ookc; BigOyBaeThCs
3B'a3yBanHs TFIID i 30upaHHs OpeiHIilliaTOPHOTO KOMIIAEKCY.

Iamuit mpukaag AuB. Ha puc. 6.19.

KiHa3a

—

PAc
SWI/SNE

"

PAc Ac_Ac Ac

/

HYKA€OCOMH
Ac C C (3

Ec
TFIID -

Puc. 6.18. [TocAimoBHICTE IOAIH IIpH aKTUBAILIT
apixkmazxoBoro npomoropa INO1

3a paxyHOK 83aemo0il 3 bLiKamu s0epHo20 Mampukcy (IuB. po3mia 4),
dKi MOXYTBh PEKPYTyBaTH KOMIIAEKC PEMOJIEAIOBAHHS 1O OCHO-
BU XPOMAaTHUHOBOI METAl — 10 AIASTHOK, acOIl[ifoBaHUX 3 MaTPHUK-
coMm (MAR). Taka giagHKa 9acTO BUKOPHUCTOBYETBCH 9K CBOEPiAHI
“BxXigHi BopoTa” mas pakTOpiB, 10 3a6€3MeUyIoTh PETYAdIlIo aK-
THUBHOCTI B Me¥KaxX IIETAl, e MiCTUTbCA OAHH ab0 KiAbKa I'eHiB.
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e 3a paxyHOK YnizHAHHSI MEeMUIb08aHUX LYys XpOMOLOMEHOM, IKUH
BxXonuth A0 ckaany KP poannuu CHD. KommiaekcwH 11i€i poauHU Mi-
CTATh TAKOXK CTPYKTYPHI MOAYyAi, 34aTHI BIIi3HaBaTH MemMulb08a-

Hi yumosuru (SmC) y AHK.
TakuMm 4YHMHOM, KOMIIAEKCH PEMOJEAIOBAHHS XPOMAaTHHY iHKOPIIOpPOBaHi
B 3araAbHy CHCTEMY pPEryadilii TpaHcKpwuIii. Bouu mpaioioTs y TicHiM
KoolIlepallii 3 TpaHCKPHUIIIHHUMHU (paKTopaMH Ta CHUCTEMOIO IIOCTTpPaHC-

AAIWHUX Moaudikallii ricToHiB.

Poav 6irxie HMG 6 akmusayii mpanckpunuii

Haszpa HMG (muB. Takox po3mia 3) o6'emHye TpH, CTPYKTYpHO abco-
AIOTHO Pi3HIi, poauHH 0iAKiB. Aae BCi BOHU 3afisiHi 4O CHCTEMHU PETyAs-
il TpaHCKpHUIILii B eyKapioTiB.

HMGA — HEeBHOPSOKOBAaHI IOAIMIENITUAM, III0 MICTATH ¥ CBOEMY CKAaji
TpHu Tak 3BaHi AT-raku — eAeMeHTH aMiHOKHUCAOTHOI ITOCAIIOBHOCTI, 34aTHI
BIIi3HABaTH KOPOTKi (YOTUPU-II’ATH IIap OCHOB), YaCTO IIPUCYTHI B IIPOMO-
Topax, AT-30araueni miagsuku JHK (muB. puc. 3.16, 6). HeBnopsakoBaHi
YaCTHHU IIOAINIEIITHIHOIO AQHIIOra, dKi 3'€aHyIoTh AT-raku, mMaroThb CIO-
PiAHEHICTb [0 IEBHUX TPAHCKPUIIINHUX dakTopiB. OTXKe, 3B'd3yBaHHI
HMGA wMoke iHimiroBaTH 30upaHHs eHxaHcocoMu. 'enu HMGA akTuBy-
IOTHCS B PE3yABTATI YUCAEHHUX HIASXiB CUTHAABHOI TPAHCAYKILil.

OpmuH i3 npukaaniB ydacti HMGA B akTuBallii TpaHCKPUIILi HaBeIeHO
Ha puc. 6.19. HMGA 3B'a3yeThCcd B AIHKEPi MixK ABOMAa ITO3UIliHOBaHUMU
HyKA€OCOMaMH y IpoMoTopi p-iHTepdepoHoBoro reHa. Ha mwpomy
“3aponKOBOMYy” €AEMEHTI BiOyBaeTbCs 30MpPaHHS €HXaHCOCOMH, OO0 CKAa-
Oy 9KOi peKpPyTyeTbCs TiCTOH-alleTUATPaHC(epasHUl KOMIIAEKC. AIIETHA-
poBaHi Lys ymizHaroTbca iHimorw HAT, gka mpomoBKye IIPolleC alleTHA-
IOBaHHS, a TAKOXK BiOyBaeTbCcd 30MpPaHHS IIPEiHIIiaTOPHOTO KOMIIAEKCY —
Brarodaroun PHK-moaimepasy II, aae 3a BuuHarkom TFIID. AnerunaboBaHi
Lys Ta iHIIIi KOMIIOHEHTHU eHXaHcocoMHU peKpyTyioTb SWI/SNF, akuii 3Mmi-
HIOE TTO3UILit0 HyKAeocoMHU Il (puc. 6.19), mio 3akpuBasa TATA-6okc. YHac-
AifoK 1poro Hapewrti 3B'a3yerbeda TFIID, i 3ammyckaeThcs TpaHCKPUIILTIA.

Biaku HMGA He 0060B'’3KOBO BHCTYIIAIOTh aKTHUBATOPaMHU TPAHCKPHUII-
il — BOHM MOXKYTb TaKOX OAOKyBaTH CaWTH 3B'S3yBaHHS TPAHCKPHIIILIH-
HUX (PaKTOPIB, CIPUSIOYU PEIIPECii IIeBHUX IIPOMOTOPIB.

HMGB — HeBeAVKi TA0OyAsIpHi OiAKH, 1110 MICTATh OOUH (IPiKIKi, KOMaxH,
pocanHu) abo aBa (xpebetrHi) HMG-6okcu (auB. puc. 3.17). Y KAITHHHUX
anpax ccaBuiB HMGB npucyTHi y 3HauHil KiabKocTi — Ao 10-20 xomi#i
Ha OonHy HykaeocoMy. He amyzke MminHe (Ha HEBEAHMKUN IIPOMIXKOK dacy)
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3B'a3yBaHHs HMG-60okcy 3 MmaseHBKUM 3k0A00K0M [IHK iHOyKye 3HAYHUH
BuruH Ha ~80° (muB. po3zmia 3). Binmosimuo, 6iaku HMGB € 3araabHUMU
AabisizaTopaMu CTPYKTYPHU XPOMAaTHUHY (IX HA3WBAIOTh TAKOXK apXIiTEKTYP-
HUMH OiAKaMH ab0 XpOMaTHHOBHUMH IIallepOHaMH), 110 JIIOTH 32 MPUHIIH-
oM “ropkHyBcda # mimon”. Ilicag 3B'a3yBanHsa Ta aucomiaii HMGB mozxxe
Hiyoro He BimOyTucs. Aae BUTHH, gKUH iHAyKyeTbcad HMG-60KcoM MoOzke
ab0 TiABUIIUTH CIIOPIAHEHICTH TPAHCKPHUINLHWHUX (pakTopiB, abo momart-
KOBO cTabiAidyBaTu CTPYKTypy eHxaHcocoMmu (puc. 6.20). Jaai HMGB wmo-
Ke abo 3aAUITUTUCEH Y CKAQl €HXaHCOCOMH, abo MUCOIliIoBAaTH, 3aMiHHUB-
ITUCH Ha iHII TpaHCKPUIILiHHI paKTOpH.

ExnxaHcocoMma

Hyrkaeocoma I Hyxaeocoma II

e

HMGA

Puc. 6.19. ITocAifoBHICTE ITOAIH IPU aKTHUBALIl
B-irTepdepoHOBOrO ITPOMOTOPA

Kpim Toro, 6iaku HMGB € koukypeHTamu ricroHy H1: 3B'a3yBaHHS iX i3
JHK Ha BX0oAi 00 HYKAEOCOMH IIOAETIITYE TUMYACOBY AEKOHAEHCAILI0 XPO-
MaTuHOBOI Qibpuau. 3aBasku 3B'a3yBaHHIO 3 JIHK Ha BXoxmi mo HyKaeo-
comu HMGB BucTynae Takoxk 9K KOpPaKTOp KOMIIAEKCIB PEMOIEAIOBAHHS
poauau Swi/Snf: BuruH, 1o ingykyerbcss HMG-60KCOM, IIOAETIIYE BHUIIET-
AoBaHHS [ITHK Ha moBepxHiI HYKAEOCOMH, SIK€ MIrpye BCcepeqUuHYy HYKAE€O-
comHoi [IHK (puc. 6.21). PemomeAroBaHHIO 3a TaKUM MEXaHi3MOM CIIpUsE
He o00oB'a3koBO 0inok HMGB - HMG-60kcu 4YacTo MiICTATBCH TaKOXK
Yy CKAa[li caMHX KOMIIAEKCIB PeMOJIEAIOBAHHSI.
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TpaHCKpHNUiHHi
dakTOopH

Puc. 6.20. 3aayuenng 6iakiB HMGB no 36upaHHS €HXaHCOCOMHU

HMGB
R
> \‘&Q SWI/SNF
HyKA€ocOoMa

H-

Puc. 6.21. 3aayuenna 6iakiB HMGB
10 PEMOIEAIOBAHHSI XPOMATHHY

HMGN - HeBOOPAAKOBAaHI MOAITIENTHIU HOBXKHWHOIO 0AM3BKO 100 amiHO-
KHCAOT. 3a paxyHOK I[O3UTHBHO 3apsIKE€HOI YaCTHMHU AaHIora B3a€MOIi-
101 3 [AHK Bcepenuni Hykaeocomu. HeraTuBHO 3apdiKeHa dacTUHA MOAE-
Kyau KoHKypye 3 JJTHK 3a ricroHoBi xBocTH. Y pe3yabraTti HMGN, akuil Ha-
KOITMYY€ETHCS Y TPAHCKPUIIIIIHHO aKTUBHHUX JIATHKAX, CIIpHI€E NEKOHAEHCa-
ii xpomatuHOBOi pibpuau. B3aemomis HMGN 3 Hykaeocomom — caabka,
ToOTO BiH, 9K i HMGB, Auire Ha KopoTKuii yac miaBuilye noctymHicts JJHK
[Ad IHITUX €AEMEHTIB CUCTEMHU aKTHBALl TPAHCKPHIILIi.
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Eaownrartis PHK-moaiMepasu yepe3 xpomMaTuH

OnwucaHi BUIlle 3MiHH y CTPYKTYPi XpoOMaTHHY CTOCYIOTBCS iHiIriaii
TpaHckpunitii. Ha crazii eaoHramii HykaeocoMa TaKoXK Ma€ CTBOPIOBATH
CyTTE€BI Iepemkonu Aasg npoxonxkeHHda PHK-moaimepasu. Ilpu mnsomy
XPOMAaTHH, HABITh ¥ MeKaX aKTHBHHUX T'€HIiB, y IiAOMYy 30epirae HyKA€O-
COMHY CTPYKTYpPy, Xoda ¥ crocrepiraeTbcd 30imHeHHS Ha rictoH HI1.
B ekcnepuMmeHTax in vitro HagBHICTb HYKAEOCOM y CKAai MaTpHIli 3Ha-
YHO TaAbBMy€ TPaHCKPHUIIiIo. Y TOH Ke yYac, IMIBUAKICTH TPaHCKPHIIILL
in vivo IPakKTUYHO TaKa caMma, gk in vitro Ha BiapHi# JHK. OTtxe, ma-
IOTh iCHyBaTH 0CO0AWBI MeXaHi3MH, KOTpi 3abe3medyroTh “mpo3opicTs”
HyKAeocoM nada PHK-1moaimMmepasu y KAITHHHOMY g4pi.

Ha wmogmeapHitt cucremi in vitro, mo wmictuaa MoHOMepHY PHK-moai-
Mepaly bakrepiodara SP6 i KopoTkKy (227 map ocHoB) JHK-marpwuiio
3 OZIHI€IO0 ITO3UIIHOBAHOI0 HYKAEOCOMOIO, OyAO IOKa3aHO, L0 TiCTOHOBHH
OKTaMep IEepPeHOCUThCI $K IliAe Ha [JIAdHKY [03aay IoAiMepasH
(puc. 6.22). IIpu nbOMy OKTaMep HIKOAW HE BTpadae IIOBHICTIO CBOI'O KOH-
TakTy 3 JJHK: y mporeci nepeHeceHHsI CIIOCTEePiraroThCs iHTepMeaiaTH, sIKi
HaraayloThb IIPOMIiXKHI CTPYKTypH 3 metaeio [ITHK Ha moBepxHi oKTaMepy
IIPU PEMOJEAIOBAHHI HYKA€OCOM (IIOPiBH. puc. 6.17 Ta 6.22).

3a aHaAOTYHUM MEXaHi3MOM i3 IIEpeHEeCEHHAM OKTaMepy 3HOiHCHIOETHCS
IIPOXOMKEHHI depe3 HykaeocoMy eyKapioTudHoi PHK-nioaimepasu III.

IITo crocyerbca PHK-moaimepasn II, ii mpoxomzkeHHda 4depe3 XpOMaTHH
CYIIPOBOIXKYETHCSI UACMKOSUM PYHHYBaHHAM HYKAEOCOM IIOIIEPEAy II0Ai-
Mepasu Ta BiTHOBA€HHSM IX I103a1y:

e B gnpax KAITUH CIIOCTepiraeTbCsl OOCUTH IIBUAKHH, TPAaHCKPUII-
IifiHO-3aAexkHUM 00MiH ricToHiB H2A i H2B mixk XpomaTwHOM Ta
SIEPHUM IIyAOM TiCTOHIB.

e Hyxkaeocomu, ski TpaHckpubymorbcsa PHK-mmoaimepasoro I, Tumyua-
coBo 30imgHeHi Ha ricronu H2A i H2B.

e Bunasennsa numepy ricroniB H2A-H2B PHK-moaimepa3zoro II 6yao
[IPOAEMOHCTPOBAHO HAa MOMEABHIH CUCTEMI in vitro.

¥Y3araai, mopiBuaHo 3 PHK-moaimepazamu III i 6akrepiodpara SP6, masa
PHK-nioaimepasu II HykaeocoMa € 3HAYHO BaroMilllOl0 IIE€PEIIKOIOIO.
I3 11bOTO0 BUIIAMBAIOTH ABa HacAinku. [lo-mepiie, HyKA€OCOMHU Oap’ep Mo-
XK€ BUKOPUCTOBYBATHCS OAS PETyALIlii eKcIpecii MeHiB IIASXOM 3HHIKEHHS
IIBUAKOCTI €AOHTallii 3a paxyHOK Hay3 y poboTi moaiMepasu Ha HYKAEOCO-
Max. [lo-gpyre, HasgBHICTH HyKAEOCOMHOIO 0ap’epa 3yMOBAIOE HEOOXiIHICTH
CIIEIliaAbHUX MEXaHi3MiB IIOAETIIIEHHS €AOHTallii TpaHCKPHUIILL].
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[ITBuakicte TpaHckpumnilii Bcix PHK-moaimepas 3asekuTh BiZf i0HHOI cu-
AW B yMOBaxX HHU3BKOI i0HHOi CHAM HYKA€OCOMa TaAbMy€ ITPOXOIKEHHS
noaimepasu (SP6) abo mosHicTio 3ynuHse ii (PHK-mmoaimepasza II); migBu-
HIEeHHd 10HHOI CHAW A0 PiBHS, TPOXH BHIIOrO 3a (i3ioAoriyHUY (HaAmpu-
Kaan, 300 MMOABL/A), IPU3BOAUTE OO0 3POCTAHHS IIIBUAKOCTI TPaAHCKPHUII-
mii. 3po3yMiao, 1110 HMiABUINEHHS i0HHOI CHAU 3HUIKYE CHOPifHEHICTH TiCTO-
HiB nmo [JHK i TuM camMuM meBHOIO Mipoio mectabirizye Hykaeocomy. Poab
TPOLIKY HiABHUIIEHOI, ¥ ITIOPIBHSIHHI 3 (Pi310AOTIYHOIO, i0HHOI CHAM MOXKYTb
BigirpaBaTu in vivo PaKTOPU E€AOHTAllii TPaHCKPHIILLi, IKi IpalfoloTh IK
IIPOMIXKHI ITEpeHOCHUKU TiCTOHIB (OuUB. puc. 4.11).

OmnmcaHo KiAbKa (PaKTOPIiB eAOHTallil, II0 HOPHUCKOPIOIOTH POOOTY
PHK-moaimepa3su II:

e Elongator — MyAbTHOIAKOBHI KOMIIAGKC, OOHA i3 CyOOOMHUIIE
SJKOr0 € TicToH-aneTuaTpaHcdepaszorw. Komraekc B3aemomie
3 PHK-ntoaimepaszoto Il i 3milficHIOE alleTHAIOBAaHHSI TiCTOHIB ITif
Yyac eAOHTAallii TPaHCKPHUIIIIi.

e FACT (FAcilitates Chromatin Transcription) — ckaagaeTbcs 3 BOX
cybomuuUIlb, onHa 3 grkuxX € HMGB-nonionum 6iakom. FACT
Mae€ OiABUIIEHY CIOPiAHEHICTh A0 AuMepiB ricroHiB H2A-H2B —
BHKOHY€E POAb IIPOMIKHOTO IIEPEHOCHHUKA AUMEDPIB, 3abe3redyoun
iX BUgaAeHHS 3 HyKA€OCOM IIOIIEpeny IIoAiMepasu Ta IIOBEpPHEHHS
[0 XpOMaTHHY I103a1y.

e Spt6 — IPOMIDKHUHY aKIIeNITop 3i cCriopigHeHicTio a0 ricroHiB H3-H4.

Y xXpomaTHHi € TaKOXK IHIII IIepeHOCHUKH TricToHiB. Kpim Toro,
ATP-3ar€3KHi KOMIIAEKCH PEMOIEAIOBAHHS XPOMAaTHHY BUKOHYIOTH POAb
dakTOpiB, IO COPUSIOTH €AOHTAIlil TPAHCKPUIIIIII.

[Tpoxomxkenusa PHK-moaimepasm (9K i Oyab-gKoro iHIloro gepMeHTY,
KOTPHH 3ailicHIOE TpaHcAoKamiro B3moBXK [IHK) 3a ymMoB KopcTKoro 3a-
KpPillA€HHS KiHIIiB MaTpPHIli (OCHOB XpPOMAaTHHOBOI IIeTAl) Mae CTBOpPIOBaTU
IIO3UTHUBHY HaCIlipaaizallilo Imonepeny Ta HeraTUBHY — I103a4y IIoAiMepa-
3HOT'O0 KOMIIAEKCY (ouB. puc. 3.24). Haacnipaaisallisg B mpolieci TpaHCKpPH-
mIii BUHUKaE y 3B’EI3KYy 3 THUM, 10 obeprasbHuil pyx PHK-moaimepasHoro
KOMIIAEKCY HaBKpPYyT IIOABIMHOI cllipaAi 3HAYHO 3araAbMOBAaHUM YHACAIZIOK
MAaCHUBHOCTI KOMIIAEKCY, Y TOMY YHCAL — IIPUCYTHOCTI B MOT0O CKAali JOBTrO-
ro aagmrora PHK, mo cuHTedyeThcd. Y pe3yAbTaTi IPH TPaHCAAIIHHOMY
pyci noaimepasu [JHK 3mymieHa obepTaTHcss HaBKPYT CBO€I OCi, III0 IpH-
3BOUTH /10 TOPCIHHOro mepekpydyBaHHS AYyIIA€KCAa IIOIEepeny IIoAiMepasu
i, BiATIOBiAHO, €EKBiBAA€HTHOTIO PO3KPYUIyBaHHS — I103a/1y.

[TosuTuBHA Hazcmipaailailisa gectabiaizye sigy cynepcripasb HYKAEO-
comHoi [IHK momepeny moaimepasy, II0 CIIpHUd€E Aii IPOMiKHHX II€PEHOC-
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HUKIB TICTOHIB. | HaBImaku — HeraTHUBHAa HaJCITipaaizallid o3aay IoAiMe-
pasu crupusie epeKTHBHOMY BiTHOBAEHHIO HYKA€OCOM.

3aBOgKU UM MexXaHi3MaM (gKi Ille JaA€eKO He 3'dCOoBaHi 0CTaTO4HO)
B €yKApPIiOTHYHUX KAITHHAX 3MiHCHIOETHCA €(PEeKTHUBHA €AOHTAallid TPaHC-
Kpunmii npu 306epeskeHHI HYKA€OCOMHOI CTPYKTYPH HABiTh Y TPAHCKPHII-
HifHO-aKTUBHUX OiAdHKaX. IIpoTe IIpHUCYTHICTE HYKAEOCOM 3aA€XKHUTH Bif
PiBHA TPaHCKPHUILINHOI aKTUBHOCTI — KiabKocTi PHK-mmoaimepas, 1110 on-
HO4YAaCHO MIPAaIlIOI0Th Ha IIEBHOMY I'eHi. K10 reH € rinepakTuBHUM, JHK
MoO3Ke OyTH HEIOCTYITHOIO A IiCTOHOBHX KOMIIAEKCIB, SIKi 3aAHIIIAIOTHCS
Ha ITPOMIKHUX akIlenropax (puc. 6.23).

Puc. 6.22. ITpoxomxkenus moHoMepHoi PHK-nmoaimepasu
b6akTepiodara SP6 uepe3 HykAeOCOMY

HYKA€OCOMH

TicToHORBi
MIIA€KCH

IIpomixkui
aKIEeNTOpH

Puc. 6.23. 3asexkHa Bif piBHI aKTHBHOCTI TPAHCKPHIIILii
CTPYKTYpPa XPOMAaTHHY B TPAHCKPHUIIIIHHO-aKTUBHHUX AiATHKAX
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KoHcTuTyTHNBHA pernpecist TpaHCKpPUIIIIii: reTepOXpOMaTHH

Beaukuii po3Mip €yKapioOTHYHOrO I€eHOMY (MaiizKe IOAOBHHAa SKOTO
IpUIlafiac Ha IIOCAIIOBHOCTI, III0 IIOBTOPIOIOTHCSI) BUMAarae iCHyBaHHS CH-
cTeM, sKi 0 BU3Ha4YaAM rapaHTOBaHy iHaKTHUBAIlil0 3HAYHOI YaCTUHU I'eHe-
TU4YHOro Martepiaay. IIpy IboMy IHAKTHBOBaHHHU CTaH 9K HEKOILyIOYOi
JHK, Tak i 3Ha4YHOI YaCTUHU T'€HiB Y KAITUHAX TI€BHOTO THUILy Ma€ BiATBO-
PIOBATHUCh y JOYipHIX KAITHHAX IIiCAI MITO3Y.

YcnaakyBaHHS TakKoi TKaHWHOCHEIU(IiYHOI CHUCTEMH pernpecii (rmpu
30epeKeHHi ITOBHOI FeHETHYHOI IPOoTpaMu JAHOTO OPTraHi3My) Ha3UBaIOTh
enizeHemuuHow cnaokogicmio. B i 0OCHOBI AeXUTH Ilepenada KAITHHaM-
HamaakaM He mmpocto 6arbkiBebKol [JHK, a XpomMaTuHy pasom i3 meBHH-
MH XiMIYHHMH MapKepaM# (MaThCd HA yBas3i ImaTepPHU MOCTTPAHCALA-
nitinnx moaudikani# ricroHiB i MetuaroBanHdg [IHK). Taki mapkepu BIri-
3HAIOTHCH BiANOBIAHHUMH 0iAKaMHU, KOTPi BCTyHalOTh y Pi3HOMaHITHI B3a-
eMofii 3 penpecopaMu Ta KOpellpecopaMH TPaHCKPUIILii, (pepmeHTaAMH,
110 3MiMCHIOIOTH MOCTTPAHCAAINMHI Moaudyikallii, i 0iAkamMu, gki momar-
KOBO KOMITAKTH3YIOTh XpoMaTHHOBY (pibpuay. [ToxibHiI cucTeMu B mepIiry
4epry HpalolTh Yy AIAGHKAX 2emepoxpomamury — 9aCTHHH XPOMaTHHY,
o 30epira€ BHCOKHIH CTYIIiHb KOMIIAKTHOCTI IIPOTATOM iHTepdasH.
[IpukAaiaMu KOHCTUTYTHUBHOI'O F'e€TE€pPOXPOMAaTHUHY (Takoro, IO yTBOPIO-
€TBhCS B YCiX KAITHHAaX) € TEAOMEPHIi Ta IIEHTPOMEPHI 30HU XpPOMOCOM, OJ-
Ha 3 X-XpOMOCOM CaMOK CCaBIiB. [HIIIi rerepoxpoMaTHHOBI 30HU € CIie-
NUQIIYHUMU OAS KAITHH [IEBHOTO THITY.

Aeauemurroeanns zicmouie

SKINO aleTHAIOBaHHS TICTOHIB 3aBXKIH KOPEAIOE 3 ITiIBHIIEHOI0 TPaHC-
KPUIIIIIHHOIO aKTHUBHICTIO, [ealleTHAIOBAHHY, SKe 3MiNCHIOETBCHA TiCTOH-
nealleTuAa3HuUMU koMmiaekcamMu (HD), 3aBxkau moB's3aHe 3 pelpeciero.
9K i arleTuaTpancdepasu, mealieTHAa3u MOCTiHHO 6e3aapecHO ITPAalliol0Th
y XpOMaTHHi, MiATPUMYIOYH IIeBHHH 06a30BU#l 0OasaHC alleTHAIOBaH-
He / mealleTUAIOBAHHS TiCTOHIB. [Ipu akTUBaIllii IIEBHOTO IPOMOTOpPA alie-
TUATPaHCdepasyu 3AiHCHIOIOTH apecHe TillepalleTHAIOBAHHS, a ITiCAS 3HU-
KHEHHS aKTuBylouoro curHaany HD moBepraioTk ImpomMoTop a0 6a30BOro
HEaKTHUBHOTO cTaHy. [lealieTuaa3y TaKOXK MOXKYTb OYyTH aIpecHO pPeKpy-
TOBaHI OO0 IIPOMOTOPIB peIIpecopaMiu TPAHCKPHIILi OAsS IIiATpUMaHHS ra-
PAHTOBAHOTO EAlleTUABOBAHOTO CTATYCY.

189



Cue0n06 A.B. MoAekyAasipHa Gioaoris

[Mopsn i3 TakoO AMHAMIYHOIO PETrYASIi€l0 aKTUBHOCTI, AealleTHAIO-
BaHHS TiCTOHIB 3aBXXAHW 3iHCHIOETHCSI B TeTE€POXPOMATHHOBUX MiASH-
Kax. [Ipukaagom, SKU# OEMOHCTPYE BH3HAYAABHY POABb [dEaIlleTHAIO-
BaHHS y IIiATPUMAaHHI reTepoXpOMaTHHOBOTO CTAHY € TEAOMEPHU APixK-
IXiB (puc. 6.24).

Sir3 Sir2

Sir4 ) ’{.

VYVYVYY
AAAAALA
[

Rapl

IMOBTOPH @

Puc. 6.24. Po3nOBCIOAKEHHS Ta CaMOHNiATPHUMAaHHI
reTePOXPOMATHHOBOTO CTaHY B TeAOMEpPax APiKIXKiB

TeaomepHi mOBTOpPH Ha KiHII XpomocoMu BirizHaroThcd [IHK-3B's3y-
BaabHHUM 0iakOM Rapl (Repressor activator protein), akuii pekpyTye 6ir0K
Sir4 (Silencing information regulator). Lle#t ocranHill 3B'a3ye 11e aBa 6ia-
Ku — Sir3 Ta Sir2, ocraHHIi#l € TiCTOH-IealleTHAa3010. Sir2 3mificHIoE mea-
neTuAroBaHHS Lys16 ricrony H4. Lleli gearleTuaboBaHUM 3aAUIIOK YIIi3HAa-
€TbCS HOBUM Sir3, yTBOPIOETHCSI HOBUH Sir-KOMIIAEKC, 3MiHCHIOEThCS fea-
IIETUAIOBAHHS HOBOi HYKAGOCOMHM — IIPOLIEC AealleTHAIOBaHHS Ta 30UpaHHd
Sir-KoMIIA€KCy pO3IMOBCIOIKYEThCS B3N0BXK (piOprau. Po3moBcroazKeHHS
reTepOXPOMAaTHHOBOI 30HH OAOKYIOTBCH MeKelo, (pi3uyHa mpupona sKoi
€ He 30BCIM 3pPO03yMIAOO.

3a paxyHOK B3aeMoOfii MiK Sir-KoMIaeKcaMH Ha KiHIIIX XPOMOCOMH
YTBOPIOETHCA KOMIIAKTHA 3inep-monibHa cTpykTypa (puc. 6.24). YrBOopeH-
HA IIOAIOHHX CTPYKTYp 3aBAAKH IIEBHHUM 0iAKaM € [OCHUTb 3araabHOIO
O03HAaKOIO iHIITUX I'eTePOXPOMaTUHOBHUX JiATHOK.
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HP1-3arexna cucmema penpecii

Binok HP1 (Heterochromatin Protein 1) MicTHTE ABa CTPYKTYpPHI mJOoMe-
HU: XpOMOOOMEH (MOOYyAb, III0 BIII3HAE METHUABOBAHI AI3MHOBI 3aAWMIKH)
i Tak 3BaHUU xpomowedoy (chromoshadow) — momeH, akuii Mae criopigHe-
HicTb g0 neBHuX crnenudgivHux HD i ricron-meruaTpancdepasu (HMT),
a TaKOXK 3JaT€H B3a€EMOJIATH 3 iHIIIOI0 MoAeKyaoro HP1.

HYKA€OCOMH

K9 K14 K9 K14 K9 K14 HP1 Mexa

O—O

Xpomozmomen XpoMouIexOy

Puc. 6.25. Po3noBcIoazKeHHS Ta CaMOMIiATPUMAaHHSI
reTepoOXpOMATHHOBOIO CTaHy B IleHTpoMepax. Ha BcTaBkax: craH moaudikarii
[IBOX KAIOUOBHUX 3aAHIIKIB y N-KiHIleBoMy XBocTi ricrony H3

IIpukaanom 3aaydeHHa HP1 1o yTBOpeHHda TIeTepOXpOMaTHHY
€ LIeHTpoMepHu XpomocoM (puc. 6.25). [deaneruasoBaHHa Lys9 i Lysl4
ricrony H3 cnopusie 3B'a3yBaHHIO crientndpiunoi HMT, aka 3miticHioe me-
TuAroBaHHSA Lys9 ricrony H3. Lle#i metuaroBanuii Lys (Me-Lys9) ymizua-
eTbcst xpomonmomeHoM HP1. 3aBasku xpomomnienoy-gomerny HP1 pekpy-
Tye HD, gaka migATpUMy€ OealleTUABOBAHUU CTATyC CYMIiKHHX HYKA€OCOM,
i Ty camy HMT, m1o 3xiticHioe MeTHuAloBaHHA Lys9 y ckaai CyMizKHUX HY-
KA€OCOM: 3HOB BHHHKA€E€ AABHHOIIOAIOHWI ITpoIlec, IO CaMOIiATPHUMY-
€THCH Ta PO3MOBCIOMKYETHCH Ha CycCimHi miaguku. B3aemonmia mixk 6iaka-
mu HP1 (meraai gkoi He 3'dcoBaHi) 3abe3redye noAaTKOBY KOMIIaKTH3a-
miro idbpuau. I[Ipupona obmexkyBada, IKHUH He NO3BOAdE TeTepoxXpoMa-
TUHY PO3MOBCIO/XKyBaTHCS I103a LIEHTPOMEPHY 30HY, HE 3'scoBaHa, ase
rpaHUYHA OiATSHKA MICTUTH CBiM cnenu(iyHUH MapKep — METHABOBaHUU
Lys4 ricrorny H3 (i nemernapoBanuii Lys9).
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[Tpu pemaikaitii 6iAku THM4YacoBo 3HiMaroThcs 3 JJHK y Touri pernaikartii
(po3mia 9). Pennikartia JJHK 3aiticHIOETECH HEPIBHOMIPHO — TFeTEPOXPOMATHUH
PETAIKYETBCS B OCTAHHIO Yepry. 3a TOYKOIO pemaikallii ricToHH 0aThKiBCh-
KOI'0 XPOMAaTHHY (IKi HECyTh Ha Co0i reTepoXpoOMaTHHOBI MapKepH) II0BEP-
TaAlOThCs Ha Ao4YipHi MoaeKyau [IHK pazom i3 ricroHamMu, CHHTE30BaHUMU
de novo, HP1 TakozK IoBepTaeThCs Ha TOH caMUi AOKYC, [ie BiH OyB IIPUCYT-
Hili, i BifHOBAIOE maTepHHU MonudiKallifi TiCTOHIB i KOMIakTHUH (perpeco-
BaHUM) CTAH TeTEePOXPOMATHHOBOI MiASHKH, TOOTO, I'e€TepPOXPOMAaTHHOBUN
CTaH JAaHOI'0 AOKYCY BiITBOPIOETBCS B AOYipHIX KaiTHMHax. [Ipu npomy HP1
Ma€ CHOpigHEeHicTb mo OiAKiB AaMiHU (po3mia 4), III0 3yMOBAIOE pPO3Tallly-
BaHHS NeTepPOXPOMAaTUHY B NIepHU(PEPHUIHUX 30HaX KAITUHHOIO sapa.

Cns Me-LysD
/

H3/H4 Lys' |qup| IHK 5mC

Puc. 6.26. B3aeMHUi BIIAUB [ealleTUAIOBAHHS TiCTOHIB,
MeTHAroBaHHA Lys9 rictony H3 i metuaroBanna JIHK
Yy T€TepOoXpOMAaTHHI

[Toxi6bHa cucrema penpecii 3a ygactio HP1 mIIMpoKo BUKOPHUCTOBYETHCS
B IHIIIMX OiIAYHKaX TEeTEePOXPOMATHHY, a TAKOXK A TapaHTOBAHOIo OAO-
KyBaHHSI T'€HIB B €yXpOMaTHHOBUX 30HaX. MeruaioBaHHsS Lys9 ricrony
H3 Ta meamneruaboBanuii cran Ai3uHIiB ricroHiB H3/H4 € maiixapakrep-
HIIIIOI0 03HAKOI0 TAKUX MIATHOK. YK omMcaHo BHIIE, oOUABI Moaudikarrii
CaMOIIiIPUMYIOThCH Ta IIiATPUMYIOTH OLHA OOHY depe3 OIIOCEPEeNKOBaHY
niro HP1. ITpu niboMy BasKAHBY pPOAb y 3a0e3redeHHi perpecoBaHOro cTa-
HYy Bifirpae MmeTuAroBaHHA 1tuTo3uHIiB /[JHK — iHIIa KoBaseHTHaA Moau(i-
Kallid, siKka TaKO0X BIiJHOBAIOETHCS IIPU KAITHHHOMY Homial ¥ 3aMHUKae
CBoO€epinHe “Koao permnpecii” (puc. 6.26).
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Memuarosannsa AHK

Cybcrpatom MmetuatoBaHH4 [JHK € mUTO3MHH (MeTHABHA TpyIlla IIPHUEN-
HYETHCH [0 II'SSTOr0 aTOMY KiAbIld 3 yTBOpeHHAM SmC — 5-METHAITUTO3HUHY)
y ckaanai puHykaeotuaiB CpG (puc. 6.27). ¥Y3araai, y 70-80 % muHyKAa€o-
TUOAHUX KOHTAKTIiB CpG o0uaBa IIMTO3WHU € METHABOBAHHMH B eyKapio-
TUYHOMY TIeHOMi. 30HH, A€ HiATpUMyeTbCA AeMeTHAbOoBaHUM craH CpG
(CpG-ocrpiBLi, AUB. po3aia 4), YacTo po3TalllOBaHi B IIPOMOTOpPax IE€HiB
JOMAaIlTHBOT'O TOCIIoJapcTBa — TaKHX, 110 € aKTUBHUMU HE3aAE€XKHO Bif
crieriaaizatii KaiTHH.

[TaTepHn TKauwmHOCcnenmudiyHoro MmetuatoBaHHa [IHK € pesyabraTom
JABOX ITPOLIECIB: IMiATPHUMAaHHA METHABOBAHOIO CTATYCy IIiCAd pemaikarlii Ta
METHAIOBaHHS de novo.

[Migrpumyroua [JHK-meruarpancgepasza (DNA methyltransferase,
Dnmt) copanpoBye npoTdarom 1-2 XBHAMHU IIicAd pemaikariii: ABi modipHi
Mmoaekyau [JHK mictares 6aTekiBebKit aaHItor /JIHK (3 SmC y ckaani CpG)
i cuHTe30BaHuM AaHLIOT, Ae C He € MeTHAbOBaHHMM. Dnmt ymisHae Taki
HalliBME€THABOBaHI AUHYKAEOTHAHI KOHTAKTH ¥ BiJHOBAIOE CHMETPIIO IIIO-
no MetuaoBaHHa C. 3a paxyHOK IIBOTO IIPOILIECY HaTEPH METHAIOBAHHS
BiITBOPIOETBCS B HOYipHIX KAITHHAX, IO €, IIOPAL 3 BiHOBA€HHSIM MOIU-
dikalili¥f ricToHiB, OOHUM i3 BasKAUBUX MEXaHi3MiB €Iir€eHeTHYHOI'0 CIIaj-
KyBaHH4.

5 3

Puc. 6.27. Junykaeotun CpG y JHK -
cy6CcTpaT METHAIOBAHHS

I [IHK-meTuaTpancdepasm 3aiticHOOTs MeTuaroBadnHd [JHK de novo.
Oco0AMBO BasKAMBHM IIeH MPOIEC € Ha pPaHHIX CcTamisx eMOpioHaAbLHOTO
po3BUTKy, Koau [IHK € ToTaabHO meMeTHUAROBaHOIO. Y IHpolleci audpepeHIti-
amii 3aificHIOeTECH MacoBe MeTuaroBaHHs /[IHK, 1o BusHavae crermdgivyte
BUMMKaHHSI II€EBHUX TPyl I'eHIB y CIIelliaai3oBaHUX KaiTMHax. Kpim Toro,
[EMETHUAIOBaHHS € MOXKAWBHM i B nudepeHIioBaHUX KaiTMHaxX, e Dnmt
BUKOPHCTOBYIOTHCH IAS BiTHOBA€HHSI METHABOBAHOTI'O CTATYCY.

Otxe, meTuatoBaHHga [JHK € 03HaKOIO perpecoBaHUX i reTepoXpoMaTH-
HOBUX miagHOK. 3aaydeHHs SmC pmo penpecii moB's3aHe 3 HagBHICTIO
y CKAazi meBHUX OiAKIB 0COOAMBHUX CTPYKTYpHUX MoayaiB — MBD (Methyl
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Binding Domain), gki mamTh crieniiiyHy CHOPimHEHICTh OO0 METHUABOBA-
Hux puHykaeotuaiB CpG. Biaku, mo mictats MBD, € KoMIloHEHTaMH Pi3-
HOMAHITHHX Perpecylodnx KOMIIAEKCIB. 30KpeMa, TaKi 0iAKH pPeKpPyTYIOTh
10 METHABOBAHUX MIASHOK XPOMATHHY TiCTOH-AealleTHAa3u. 3 iHIIIOoro OOKy,
[ealleTUAbOBAHUH CTaH TiCTOHOBHX XBOCTIB OAOKY€ MEMETHUAIOIOYi aKTHB-
HOCTi, i HABIIaKN — alleTHAIOBAHHS XBOCTIiB MOX€ BHUKAUKATH JEeMETUAIO-
BaHH4g /IHK y akKTUBHUX OiASHKax.

AnasorigHo, 0iaku, 1m0 Mictats MBD, pekpyTyIOTb TiCTOH-METHATPAHC-
depasy, gka 3aiticHioe MeTHaroBaHH4A Lys9 ricrony H3, mio mpusBoguTh 00
perpecii (puc. 6.25, 6.26). | HaBnaku: Me-Lys9 ymisHaeTbca 0iakoM, 1110 Mic-
TUTH XpoMozioMeH i pekpyrye [JHK-MmeTuaTpancdepasy.

Xoua Me-Lys9 Ta 5SmC € 3araaAbHUMU MapKepaMUu KOHCTUTYTUBHO perl-
PECOBaHUX MIASHOK XPOMAaTHHY, He 3aBXKIU PEIpEecis Ta ZoAaTKoBa KOM-
HakTHU3allia 3asekuThb Bim HP1 — peaai3yroThCcsa TakKoK iHIII CHCTEMH, OiAb-
LIiCTh 3 KHUX € IIIe HEe JOCTAaTHHhO BUBYEHUMH. [IpHUKAaIOM TaKOi CUCTEMH
€ iHakTUBallig OmHi€el 3 X-XpPOMOCOM y KAITHHaX CaMOK CCaBIIiB. ¥ CKAai
X-xpoMocoMH, dgKa Oyae iHaKTUBOBAHOIO (0OMpaeTbCcs BHUMIAAKOBO Ha
PaHHIX CTanigx PO3BHUTKY), CIpPAllbOBYE I'eH Xist, 10 IIPOAYKYE BEAHKY
Hekonyiouy Moaekyay PHK. [Ii PHK ykpuBaioTb c000I0 XpOMOCOMY
1 B3aeEMOIIOTh 3 AeIKUMH OiAkaMH, cepel 9KUX — BapiaHT ricroHy H2A
macroH2A. ImoBipHO, macroH2A pekpyTye TricTOH-MeTHATpaHchepasy
(3miticHIOETBHCA MeTUAOBaHHA Lys9 ricrormy H3) i ricroH-meanetruaasy.
MetuaroBaHHS Lys9, y cBoro depry, 3ymMmoBAIO€e metTuaroBaHHs [JHK (1o 3a-
Oes3reyye erireHeTHYHY CaakoBicTh). KpiM Toro, mo X-XpoMoCOMHU PEKpPY-
TYIOThCHA CTPYKTYPHI KOMIIaKTU3yIodi O6iAKHu (ase He HP1).

PHK-inmepdepenyis

FerepoxpoMaTUH YTBOPIOETHCS IepenyciM Ha mnocaigoBHocTax [AHK,
110 IIOBTOPIOIOTHCS. [IpHiyoMy Mae 3HadeHHsI He IIOCAIOBHICTH K TakKa,
a caMe HafgBHICTBH ITOBTOpiB. BuaBagerhcd, 1mo y dopMyBaHHI Ta IIiI-
TpPUMAaHHI I'eT€POXPOMAaTHHOBOIO CTaHy IIOBTOPIiB (IpHHaANWMHI B IIEeHTPO-
Mepax) BasKAUBY POABb Bifirpae mpoliec Tak 3BaHoi PHK-inmepgepeHuii
(RNAi — RNA interference).

¥3araai poriec PHK-inTepdepeHnIiii 3amyckaeTbcsa Oyab-IKOI0 IBOAAH-
mroroBoro PHK (dsRNA - double stranded RNA). [ABoaanmtorosa PHK crae
cyocrparom nag PHKasu, ska orpuMasa Ha3By gaticep (Dicer) (puc. 6.28):
aadicep po3pi3za€ MOAEKYAY Ha IBOAAHIIIOTOBI (pparMeHTH IOBXKHUHOIO
19-21 mapu OCHOB (II0 ABa HYKAECOTHUIAHM 3aAUIIAIOTHCH HECIIApEeHMMH Ha
Kiangx). i dparmentTu moszHadaroTb 9K SiRNA (short interfering RNA),
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BOHH MOXyTb OyTm ammaidpikoBani PHK-3aaexxuoro PHK-moaimepa3soro
(RARP — RNA depended RNA Polymerase). Born 3B'a3yioTbCs 3 KiAbBKOMa
b6iakamu, yrBoproroun Kommaekc RISC (RNA Induced Silencing Complex).
OpnwuH i3 0iakiB mae PHK-reaika3Hy akTHBHICTE i PO3BOIUTE ABa AQHIIOTH
siRNA. OaguH i3 AaHIOIOTIB 34iMCHIOE KOMIAEMEHTApPHE CIIapIOBaHHA 3 Ii-
asgakoro MPHK, 1m0 cuHTe3yeTbcs y IIPOLleCi TpPaHCKPHIILl (BUXigHA
dsRNA mae 3biraTHcs 3a ITOCAIOBHICTIO 3 KOAYIOYOIO YACTHHOIO IaHOTO
reHa), crnpamoByodu Tyau RISC. OauH i3 KOMIIOHEHTIB KOMIIAEKCY —
PHKa3a Slicer — 3mificHioe nerpapgamito TpaHckpunty. Kpim Toro, RISC
MOXKe iHaOyKyBaTH akTUBHICTH RARP gag cmHTE3y KOMIIAEMEHTapHOTO Ad-
Hirora PHK wa MPHK (um ii wactuHi) gk matpuili. BigHOBA€HA OIBOAAHITIO-
roBa PHK Oyze 3HOB miATPHUMyBaTH iHaKTHBAIlil0 TeHa IIASIXOM iHTepde-
peHwii. OTke, Xo4a TPAHCKPHUIILLS BinOyBaeThCd, peari3yeTbCsl MOCTTPaH-
ckpumniifine BUMKHeHHs reHa (PTGS — posttranscriptional gene silencing).

O o
y /e

‘ ‘ Dicer

dsRNA

RISC RdRP

Puc. 6.28. [TocTTpaHCcKpuIlliliHe BUMHKAHHS I'eHa
3aBasgku PHK-inTepdepenrii

PHK-inTepdepeHIlisa IIHPOKO BHUKOPUCTOBYETLCS OCTAHHIM YacoM {K [10-
CALTHUITEKUH IHCTPYMEHT (32 CXEMOIO Ha pUc. 6.28): JoCTaTHHO BBECTU B KAi-
TUHY CHHTeTH4HY aBoaaHIoroBy PHK, mocaiqoBHICTE SIKOi imeHTHYHA IIOCAi-
JIOBHOCTI IIEBHOTO T€Ha, II00 3aIlyCTHUTH IIpollec iHTepdpepeHIlii, BUMKHYTH
reH i, TaKUM 4YMHOM, 3'dcyBaTH Horo dyHKIto. [Iportec PHK-inTepdepenitii
PO3rAIa€THCH TAKOXK K IIEPCIEKTUBHUN METO AIKyBaHHS IIEBHUX XBOPOO.
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Y rairuHi PHK-iETephepeHIlia € oqHi€lo i3 cCHCTEM HEraTHBHOI PeryAs-
mii ekcrpecii reHiB Yepe3 BUKOPUCTAHHA TakK 3BaHUX MiKpo-PHK (miRNA).
AxruBaliia reHiB Mikpo-PHK (y reHOMI AIOOMHM TaKi 'eHU, sIKi TPAaHCKPU-
oyrotecsa PHK-tioaimepasoro II, mpucyTHI B IOCUTH BEAHKIH KIABKOCTI, SIKY
OCTaTOYHO HE BCTAHOBAEHO) IPHU3BOAUTHL A0 cuUHTe3y Moaekya PHK, mio
MiCTSTH ABOAAHIIOTOBI HINHUABKY. Li NIMUABKY (OOB3KUHOIO 25-35 map oc-
HOB) BHPIi3aI0ThCH HYKA€A30I0 i CTAal0Th CyOcTpaToM nad aairicepa. Pesyab-
Tyloda aBoasaHIioroBa Mikpo-PHK e anaaorom siRNA: oauH 3 ii aaHITIOTNB
€ komnaeMeHTapHuM pgiagHii MPHK neBHoro 6iAKoBoro reHa, MoAeKyAa
Mmikpo-PHK 3B'a3yetrbcsa 3 Oiakamu RISC i cnpamoBye ix mo MPHK-wmireni.
PesyabraToM B3aemopii 3 MPHK mozxke Oytu ii mocrrpaHckpumilifina ne-
rpanania (6iablll XapaKTepHO IOAS POCAMH), 3yIIMHKA O0iAKOBOTO CHHTE3Y
(1o € GiABIII XapaKTEPHUM [AS TBapUH — y 1IbOMY pasi B3aemomisa 3 MPHK
BiZOyBa€ThCS B IIUTOIIAA3MI), a TAKOXK PEKPYTYBaHHS 0 XPOMAaTHHY Tic-
TOH-METHATPaHC(Eepa3 i3 HACTYIITHOIO PENpecielo JaHoro reHa. [lemnio mo-
Oi0He BinOyBa€eThCS i B reTepOXPOMATHHI.

O
"4

Q IIoBTOpPH MHK

™S ARARSAA AT G

Puc. 6.29. PHK-inTepdepeHItig sk MexaHi3M MiATPUMaHHS
TeTepPOXPOMAaTHHOBOTO CTaHy mnocaimoBHocTe [THK, 1110 ITOBTOPIOIOTECS

Yuacte PHK-inTepdepeHilii B miarprMaHHi repeXpoMaTHHOBOTO CTaHY
LIeHTpoMep iatocTpye puc. 6.29. Ilpu mnopylieHHi KoMIIaKTH3allii Ha
IEHTPOMEPHHUX IIOBTOPaxX MOXKe Bi0yBaTHCsS CIOHTAHHA TPAHCKPUIIIid
B pizHHX HanpsiMKax. OCKIiABKH MaTpHIIEI0 € IIOBTOPH, iCHye BHCOKa HMO-
BipHiCTE CHHTe3y KoMIlAeMeHTapHUX Moaekya PHK: yTBoputbca nBoaaH-
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moroBa PHK, gka samyctuth nponec inrepdepentiii. Kpim merpamarrii
TPaAHCKPHUNTIB, iHTEepdepeHnia Mae iHIMH Hacainok: RISC, akuii onmuHS-
€THCSH B 30HI IOBTOPIB, PEKPYTYE OO0 XPOMATHUHY TiCTOHMETHATpaHcdepa-
3y, 110 3aificHI0e MeTHAIoBaHHS Lys9 ricrorny H3. 3a Bxke Bimomoro cxe-
Moo (puc. 6.25, 6.26) BimOyBaerbca 3B'a3yBaHHa HP1 i koMmmakrTusallis
reTepoOXpOMAaTHUHY.

KOHTPOABbHI BAIIMTAHHSI

1. TlopiBHugaiiTe cTpykTypy PHK-moaimepasu II 3 Takor OakrepiasbHOI
noaimepasu. Lo € cmiABHOTO MiXK HUMM Ta YUM BOHU BipPi3HSIOTHCS?

2. fky OynmoBy ¥ dpyHKIliOHaabHe 3HadyeHHs Mae C-KiHIEeBUH I0MeH
(CTD) PHK-mntoaimepasu II?

3. 9y 6ynmoBy mae nmpomoTop PHK-tioaimepasu I1?

4. Oxaparrepusyiite 0azasbHi Qakropu TpaHckpumiii PHK-
noaiMmepasu Il Ta ocHOBHI eTaru iHiliamii TPaHCKPUIILIi.

5. Ylke 3HauyeHHa Mae 6ianok TBP? 91Ky poar BigirparoTek dpaxktTopu TFIIB
Ta TFIIH y iximiamnii Tpanckpuniii PHK-moaimepasoro I1?

6. Illo Take meniaTop? 9Ky poab BiH Bigirpae?

7. Slky chneuiaaizariro MaroTh eykapiotruuHi PHK-moaimepasu piszHHX
TuiB? IlopiBHaMTe cucteMu iHirtiarii Tpanckpumnitii PHK-roaimepas I ta III.
[ITo cmiapHOTO MixX HUMH Ta cucreMoro iHimiarii PHK-moaimepasu II?

8. lllo Take euxaHcocoMa? [1osgCHITE IPUHINUIIN MOAYABHOCTI Ta KOoIle-
paTHUBHOCTI Ipu B3aeMoii (paKTOpPiB TPAHCKPHUIILI 3 eyKapiOTHYHUMU
IIPOMOTOPaAMHU?

9. Illo Take ropmMoHOBUH penentop? [laiiTe BHU3HAUYEHHS CHUTHAABHOL
TPaHCOYKITIIi?

10. dka mocTTpaHcAgnitiHa momudikallis TiCTOHIB ITO3UTHBHO KOpe-
AIO€ 3 TPAHCKPUIILIHHOI AKTUBHICTIO? Y YOMYy HOASTAIOTH MEXaHi3MHU
TaKoi KOpeAdrii?

11. OxapakTepu3dyiiTe KOMIIAEKCH PEMOAEAIOBAHHSI XpPOMaTHUHY? YKUM
€ TOAOBHUH pe3yabTaT ixHi gii. ¥ YoMy IIoAdraroTh MeXaHi3MH Takoi mii?

12. 9Ky poab BigirparoTh 6iaku HMG B akTHBallil TPAaHCKPHUIILLi?

13. 3a gkuMu MexaHi3MaMU 3AiHCHIOETHCS eaoHrallis PHK-mmoaimepasu
4yepe3 HYKAEOCOMU?

14. OmnuiTe yHKIIOHaABHY poab Oiaka HP1 y minrpumanHi rerepo-
XPOMAaTHHOBOI'O CTaHy LIEHTPOMED.
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15. dry poarp Bigirpae metuayBaHHa [IHK y penpecii TpaHCKpHMIIi?
Mo maszuBaeThcd CpG-ocTpiBUAMU?

16. IIlo Take PHK-inTepdepeH1ia? 9Ky poab BoHaA Bifirpae B TiATPU-
MaHHi reTepOXPOMAaTHHOBOTO CTaHYy?

17. Oatite BusHadeHHd Mikpo-PHK i omuimitTe ixHIO poab y peryasitii
TPaAHCKPUIILTIi?
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Po3oir 7
IMPOLUECHHI EYKAPIOTNYHUX mPHK

EXuK cen Ha 4YBIO-TO y3KYIO
CKOJIB3KYIO CIHHY H 4epe3 MHUHYTY
okazaics Ha Gepery.

C. Kosnoe. Esxuk B Tymane

Besnocepennim npoayktToM eykapiorudHoi PHK-moaimepasu II € Ha-
cupaBai nnpe-MPHK — nonrepenuuk ¢yukiionaabHoi MPHK. ITpe-mPHK He
MoO3Ke OyTH BHKOPHCTAHA K MaTPHUILd OAd OIAKOBOTO CHHTE3y — IPHUHANM-
Hi TOMy, III0 BOHa MICTUTB Yy CBOEMY CKAai iHTpoHH. [lo3piBaHHA IIpe-
MPHK 3 yTBOopeHHAM (YHKIIIOHAABHOI MaTpHIli HAa3UBAIOTh NPOUECUH20M
(processing). BiH ckaagaeThcs 3 TPHOX Ollepallii:

e KenyeaHHs — Moaudikallig S'-KiHIFg 3 YTBOPEHHSIM TaK 3BaHOIO
Keny (cap).

e CnunalicuHe (splicing) — BupizaHHsa iHTPOHIB i 3IIMBaHHS €K30HIB
— mpoliec, y pedyabraTti gakoro MPHK crae komi€io auiie Koayro-
40l yacTHUHU reHa abo ii pparMeHTIB: CIIAQHCHHT YacTO MOIKe
BigOyBaTHCsa KiAbKOMa aAbTePHATHUBHUMH MIAIXaMH (aAbTepHAa-
TUBHUU crianaficUHT).

e [loniadeHinysaHHs — IpUeAHAHHA 10 3'-KiHIIg PolyA mocaimoBHO-
CTi, 9Ke TiCHO IIOB'd3aHe 3 TepMiHalli€l0 TPaHCKPHUIILLii.

Yci onepauii npouecunzy eiobyearomoucst nid uac mpanckpunuii Ha
PHK-nonimepasnomy komnnexci, TOOTO IPOIIECUHT € HEBiJ €MHOIO dac-
THUHOIO TpaHCKpHILii. Micuiem 30upaHHs MalIuHePii IIPOIECHHTY CAYKUTH
C-kinneBuii gomeH (CTD) PHK-moaimepasu II, akuii BigxoauTh BiZ II0Ai-
Mepasu rnopsn i3 kanasoMm Buxony PHK (po3mia 6).

KenyBanHst

XiMi4HY CTPYKTYpy KeIly Ta IIpolleCc MOro yTBOPEHHS IIOKa3aHO Ha
puc. 7.1. Y ckaani npe-MPHK mo 5'-aroma pubo3u HepIioro HyKACO3HUIT-
pudocdary, akuii 6yB BKAIOUEeHHH O0 aaHora PHK, zaauimaroTecsa npu-
€qHAaHUMU TPHU PocdaTHI 3aAUIITKH.
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ITepwa cmadis KenmyBaHHS: BiflienaeHHs ogHoro docdarty (y-dpocdarty)
i3 5'-kiHIg, 110 3Ai¥cHIOETHCH PocaTaszoro.

Lpyaa cmadis: IepeHeceHHs I'yaHo3nHMoHo(ocdarty (GMP) 3 ryaHo3uH-
Tpudocdary (GTP) Ha aBa ¢doccaTHi 3aAWIIKH, IO 3aAHUIIMAUCHL HA
S'-kiHLi (BiAmmoBigHUY pepMeHT — I'yaHiaiaTpaHcdepasza). PedyarraToMm 1ie-
PEHEeCeHHs € YTBOPEHHSI KOBAaA€HTHOIO 3B'd3Ky Mixk S5'-¢pocharom GMP Ta
S'-kinneBuMm B-gocdarom npe-MPHK, To6TO0 hopMyBaHHS HEeXapaKTepHO-
r'o OAS HYKA€THOBHX KHCAOT 3B'SI3KY MiXK HYKACOTHIAMH.

Tpemsi cmadisi: METUAIOBaHHSI MeTHATPaHcdepas3oio KiHmeBoro G 3 yTBO-
peHHaM 7-MeTuAryaHiny (7mG).

GTP
N NN N NN G N NN
"""\M\}\ ""M 4/\l\|\|\
P PP
] Ken 5'-kiHensn
HN)j:N\; npe-mPHK
S

5!

Puc. 7.1. Crazii yrBopeHHd Ta XiMiuHa CTPYKTypa KeIy

Tpu depMeHTATHBHI aKTHBHOCTI, SKi 3AiHCHIOIOTH KeIlyBaHHH, Mic-
TATBbCS B TPHOX (OpizkmxKi) abo nBox (ccaBili) 6iakax. Lli dbepmeHTH peKpy-
TytoTbcs Ha CTD i 5'-kinens npe-MPHK micag cunresy nepmnx 20-30 HyK-
A€OTHIIB TPAHCKPHUIITY (pHUC. 7.2).

dyukuionyBanuga CTD gk maatcgopMmu gasa 30upaHHS MalIupHepii mpo-
necunry MPHK 3asexxuTth Big natepHa (pocdopualoBaHHA 3aAUINKIB Ser,
dKi BXOOATh OO CKAaAy TeNTalenTHOy, 10 HOBTOPIOEThCA (po3mia 6).
Hanpukinni iximjanii TpaHcKpHIIii 3a paxXxyHOK KiHa3HOI aKTHBHOCTI
TFIIH 3gmitficHIoeTbCs MacoBaHe (PocopHAIOBAHHA SerS y CKAai OBTO-
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piB, 110 TTpuUBOAUTE n0 BTpaTH 3B'a3Ky CTD i3 GazaabHUMHU (PaKTOpaMu
TPAHCKPHIILII Ta II09aTKy PyXy HoaiMepasu.

[lix gac pyxy, III0 IO4YaBCs, 3a PaxXyHOK CIIOpiAHEHOoCTi mo docdopu-
aboBaHoro SerS i3 CTD 3B'a3yerbesa 6iakoBuit pakTop DSIF (DRB-Sensi-
tivity Inducing Factor, DRB - cuHTeTM4YHH# iHribiTOp TpaHCKpHUIIi,
10 CIpPanbOBY€E TIABKHU 3a HadBHOCTI pakTopa), akuii pekpyrye NELF
(Negative ELongation Factor). Lle#f ocraHHil cKaamaeTbcsa 3 MI'ATH CyO-
opuHULb, B3aemonie 3 DSIF, PHK i PHK-nmoaiMepas3oio, 3yMOBAIOIOYU
3yIUHKY PYyXy IIoAiMepasu.

=)
Ser5 <
]
CTD

Q NELF
J RNAP

——————————

DSIF

- .
. : 2 CBC

PepMEeHTH
P-TEFb KenyBaHHS

Puc. 7.2. MexaHi3M yTBOPEHHS KEILy
B KOOpAUHALIl 3 TPaHCKPHUIILIIEIO

[Tix gac uiei naysu (nepmuit “kaap” Ha puc. 7.2) i3 CTD, PHK i DSIF
3B'93yI0Thbcd (DEPMEHTH KeIlyBaHHS. BOHU cripallbOBYIOTE i pEKPYTYIOTH
P-TEFD (Positive Transcription Elongation Factor b) — rereponumep, ogHa
i3 cybOOMHUIIL IKOTO Ma€ KiHa3HY aKTHUBHICTB: BinOyBaeTbcs pocdopH-
aroBaHHA Ser2 y ckaani CTD, a Takox docdopuastoBanHa DSIF, 1o npu-
BOOUTH M0 BTpatu cropigHeHocti DSIF i, BigmoBimHo, mucoiriaitii NELF.
PHK-mioaiMepasza npogoBKye pyX, a ChOpMOBaHUHA Kell Biipasy 3B'A3YETh-
ca 3 aABoMa Oiakamu, 110 opmyroTs CBC (Cap Binding Complex). Biaku
CBC 3aammaroTbcd Ha Kemi 0 MoMeHTy TpaHcriopty MPHK no muromnaasmu,
e 3aMiHIOIOTHCS Ha IIUTONAA3MaTU4YHI (DaKTOPH.
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dyHKIIIOHAABHE 3HAYEHHS KeIly € 0araToraaHOBUM:

e JBaxucm S5-kiHys 8i0 Oezpadauyii: 0COOAUBICTEH 3B'S3Ky MiXK IIep-
IIMMH [ABOMa HYKAEOTHIAaMU pPOOUTH Iefl 3B'I30K HENOMiITHUM
[ASI EK30HYKA€a3.

o  Yyacmow 8 iHwux pearyisx npoyecurzy: CBC cTUMyAIOE CIIAQ¥CHHT
[IEPIIIOTO iHTPOHA Ta HoAiazieHiAyBaHHS 3'-KiHIIS (QUB. HUXKYE).

o Tparcnopm MPHK y yumonnasmy 3[0iHCHIOETHCS 3aBISIKH B3ae-
mopnii CBC 3 gnepHoio moporo: came cBoiM S'-kiHileM MPHK Bu-
HITOBXYETHCHA B IITUTONAA3MaTHUYHUHN IIPOCTIp.

o [Hiylayisa mpaHcaayii: caMe Kel € IIePBUHHOI TOYKOIO 30upaH-
Hs pUOOCOMH Ta iHIIMX €AeMEHTIB iHiriarlii 6iAKOBOTO CHHTE3y
(po3mia 8).

Criaavicuiar

Y3araapHeHy cxeMy iHTpoHa 300pazkeHo Ha puc. 7.3. Ha kiHngx nepe-
BazKHOI OIiABIIIOCTI IHTPOHIB poO3TalIOBaHi cTaHmapTHiI auHykKAaeotuau GU
Ta AG, II0 MICTATBCS y CKAa[i IEBHUX KOHCEHCYCHHUX IIOCAIZIOBHOCTEH.
Bamxxue no 3'-KiHIg, Hepen IipUMHAMH30aradeHUM TPEKOM IOBKUHOIO
~15 HYKA€OTHUIB iCHyE Ille OAUH KOHCEHCYC, 10 CKAQLY SIKOT0 0OOB'SI3KOBO
BXOAUTH afieHiHOBUY HykaeoTHA. Lleit A € Toukoio posraayzkeHHd (branch
point), sKa BUKOHY€E OCOOAUBY POAB.

Y-36araueHui

5'-cmaaiic caiT TPEK 3'-cmaaic caiT
5' YAGGURAGU------CUREY—YAGN 3'
5'-ex30H iHTpoH f 3'-ek3oH
Touka
PO3raAyKeHHs

Puc. 7.3. Y3araapHeHa cXeMa IOCAITOBHOCTI HYKA€OTHIIB iHTPOHA

CriaaficHHT IHTPOHA IIOASTAE Y ABOX IIOCAIIOBHUX XIMIYHUX peakIligx
mpaHcecmepugixayii (3aminu omHoro ¢ocdomiedpipHoro 3B'93Ky Ha iH-
INH), 9Ki TOKa3aHo Ha puc. 7.4.

1. AteHIHOBHH HYKA€OTHUL V TOYI PO3TaAy>KEHHS Ma€ IiABUILEHY peak-
LifHYy 30aTHICTh (YHACAIZOK 0COOAMBOCTEH MPOCTOPOBOI CTPYKTYPH iHTPO-
Ha, SKi po3ragnaTUMyTbcs Huxkde). 2'-OH rpymna #ioro pubo3u 3milicHIOE
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HyKAeoiabHY aTaky (pocdaty B S'-criaafic caliTi — Ha MeXKi MiK AiBUM
€K30HOM Ta IHTPOHOM. Y pe3yAbTaTi 3B'd30K MixX UM QocdaroM
i 3'-KiHIIEBUM HYKAEOTHIOM €K30HAa 3aMIHIOETHCS Ha 3B'A30K MiX docda-
ToM i 2'-OH rpymoro ageHiHOBOTO HYKAEOTHUAY — V S'-KiHIIEBil 4acTHHI iH-
TPOHA yTBOPIOETHCS TaK 3BaHe siaco (lariat).

2. OH-rpyna, mo 3aaumwuaacsg Ha 3'-KiHIII IIEpIIOTO €K30Ha aTaKye
docdonmiedipHmii 3B'930K y 3'-craaiic-caiiti. lle#i 3B'130K po3pHBAETHCH,
3aMiHIOIOYHCH Ha 3B'SI30K MiXK /JBOMAa €K30HaMHU.

5'-eK30H 3'-eK30H

A
C——eu—— p$°”/—Aep|:|

P

A

on\pe [ N

!

A————AG-OH

Puc. 7.4. [I8i cTanii crinaiicuHry

OcKiABKHY KiABKICTE pocomiedpipHUX 3B'd3KiB He 3MIiHIOETBCS, PeaKIlisd
TpaHcecTepupikarii € i3oeHepreTuyHow i He oTpedye ATP gk mxkepeaa
eHeprii. Aae 6e3yMoBHO, 0OMABI peakllii criAa¥iCHHTY HOTPeOYIOTh KaTaai-
3y, i, Ha BiAMIiHYy Bif iHIIIUX peakiili, III0 PO3TASIAAAUCS O0Ci, kxamanisa-
mopamu cnnaiicuHzy He eucmynarome 6inkoei pepmenmu.

Cnaaticocoma: mexamnizm cnAaiicunzy

O6uaBi peaxilii CrIAaCHHTY 3iMCHIOIOTBCS y CKAAI CIIElliaAbHOI MyABTH-
MOAEKYASIPHOI CTPYKTYPH — chaiaticocomu (spliceosome), gka 3B'a3ana 3 CTD
i yTBOPIOETBCA Ha KOXKHOMY IHTPOHiI 3a ydactio camoi mpe-MPHK, 06iakiB
i 0coOAMBHX MOAEKYA manteHbkux sioepHux PHK (small nuclear RNA, snRNA).
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Manenvxi sidepui PHK, siki cuHTe3yloTbcss PHK-mmoaimepasoro II Ha Bifg-
MHOBIAHUX I'€HaxX, 3rPyNOBaHUX y KAACTEpPH, eidizparome Kit0u0ey ponsw
Y eusHaueHHi npocmopoeoi cmpyKkmypu, popmyeaHHi ma PpYyHKUuioHYyeaHHI
cnaaiicocomu. Y Criana¥icuHTY 6epyThb y4acTh II'aTh TUIIIB MaA€HBKUX sSIep-
Hux PHK (moBzkunoro 100-200 mykaeorunis): Ul, U2, U4, US Ta U6.

Maaenski saepni PHK, sxi iCHy1oTh y KAITHHI ¥ BUTASAI KOMIIAEKCIB 3i
crrennpivHEMU O6iAKaMH, MalOTh IIEBHY IIPOCTOPOBY CTPYKTYPY 34 PaxXyHOK
YTBOPEHHSI KOMIIAEMEHTapHUX IIOABIMHUX CIlipaseil — IINHALOK. 3aBASKHU
KOMIIAEMEHTapHOMY CIIapIOBaHHIO 3 KOHCEHCYCHUMH II0CAIJOBHOCTSIMH iH-
TpoHa BimOyBaeTbcd ixHA B3aeMomis 3 rmpe-MPHK Ta iHIIMMH Mase€HBKUMH
anepuumu PHK. Hanpukaazn, PHK U2 Bmi3Hae KOHCEHCYC Y 30Hi posraay-
JKEHHSI, IIPUYUOMY 3raJlaHul adeHIHO8ULl HYKIeomuol 3a1UULAEMbCS HEeCna-
peHum — “BHUIIETABOBYIOETBCS” MIiXK CYCiAHIMH IIapaMH OCHOB (puc. 7.5).
Came 119 oOcTaBHHA BU3HA4YaE HOro 0co0AMBHY KOHGOpMalliiHO-HaIIpyKe-
HUY CcTaH i, 9K HaCAIIOK, MiABUIIIEHY PeaKIlifHy 30aTHICTb.

Ockiabku noaBiiiHi croipaai PHK y craaticocomi KOpPOTKi, BOHH IIOTpe-
OyroTh moagaTkoBoi crabiaizarii. Kpim Toro, mig gac 30upaHHda Ta QyHKIII-
OHYBaHHS CIIAQHICOCOMH IIE€BHI CITipai MaroTh OyTH 3pyHHOBaHI # 3aMiHeHi
Ha igmi. O6uasi onepaitii 3abe3neuyroTecs 6iankamu criaaticocomu. OTKe,
pons 6inkie cnnaiicocomu 3BOIUTHCS 1I0:

*  posKpyuyeaHHs noosiliHux cnipaneti PHK ATP-3aAeskHIMH TeAikazamy;

e cmabinizayii NOABIHHUX CIipaseH i 3araabHOI IIPOCTOPOBOI CTPYKTYPU
craaticocoMmu OiankaMu 3i crierypivHoo criopigHeHicTo 1o PHK;

o pezynayii cnaailicuHey — OAOKyBaHHS UM MiICUAEHHS e(PeKTHUBHOC-
Ti 30upaHHga cIAaliCOCOMH Ha JaHOMY iHTPOHI 6iAKaMH-pPEeryAsTo-
pamu crniaaticunry (SR, Splicing Regulators).

(e a—
5 U-A-C-U-A C 3’
\/
InTpon
Touka
po3rasyxkeHHSA

Puc. 7.5. Cxema cTpykTypHu MaaeHbKOI aaepHoi PHK U2
Y KOMIIAEKCI 3 30HOIO PO3TaAyzKeHHS iHTpoHa
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3araspHUll crieHapili 36upanHss ma pobomu cnnaiicocomu CXeMaTH4-
HO 300pazkeHo Ha puc. 7.6. [licag cuHTeldy S5'-KiHIIeBOi 30HU iHTPOHA, BOHA
BITi3HAETHCS MareHBKOIO ssaepHoio PHK Ul 3a paxyHOK KOMIOA€MEHTAPHO-
ro cnapioBaHHga Mixk Ul i S'-cmaaiic cadirom (Ul mpu mpoMy 3B'si3aHa
3 BinmoBimHUMU Oiankamm). Jaai B mipy cunTesdy npe-MPHK 30Ha posraay-
JKeHHs BIIi3HaeThcda crenudiyauM 6iakom BBP (Branch point Binding
Protein, nosznauaeThcsa Takox K SF1 y ccaBuiB). 3'-KiHneBa 3o0Ha iHTpoO-
Ha Ta Y-30arayeHUH TpEeK VIIi3HAIOTbCH MOONOMiKHUM Oiakom U2AF
(U2 Auxiliary Factor), akuit naai cupuse 3amini BBP na PHK U2. 3B'a3y-
BaHHs U2 (gake, BAacHe, BH3HA4Ya€ TOUKY PO3TaAyKeHHS, OUB. pPHUC. 7.5)
norpebye ATP-3asexxHOro pyHHYBaHHd IIEBHHX IIOABIMHUX cHipase
y cKaazai 1iei Mmoaekyau. Ha HacTynmHUX cTanigax 306upaHHsS Ta nepebymsoB
crinaticocomu (puc. 7.6) Takoxk BimOyBaeTbca ATP-3asekHe pyHHyBaHHS
YaCTHUHU NOABIHHUX cripaseii i 3amiHa iX iHIIMMH.

[Ticaa 3B'a3yBanHa U2, Ha 3aBeplIasbHOMY eTami 30uMpaHHS, 3 iHTPO-
HOM B3aemogie norpitinnii komriaeke U4-US-U6: U4 npu 11boMy 3BIiABHIO-
eTbcsd, a U6 ButicHsge Ul, B3aeMmofirouu 3 S'-KiHIIEBOIO 30HOIO iHTpOHA.
Kpim Toro, U6 B3aemozie 3 U2, cripusioun HaOAMKEHHIO S'-craatic-caita
[0 TOYKHU PO3TraAyKeHHd. [[oJaTKOBO CTPYKTypa cTabiai3yeThbcd MaseHb-
koo ganepHoio PHK US, ska B3aemogie 3 3'-KiHIleM II€pIIIOrOo €K30Ha Ta
IHIITIMH €eAeMeHTaMH CIIAaiCOCOMHU.

[Ticasa popMyBaHHS CIIAQHCOCOMH 3MiHCHIOETHCH ii CTPYKTypHA Iepedy-
noBa (ATP-3anesxHe po3maiTaHHS YaCTUHU INOABIMHHUX CITipased reaikaza-
MH), pe3yAbTaToOM SIKOI € Oe3rocepeqHe HabOAMXKEHHS S'-criaaiic caiita mo
TOYKM PO3TaAy>KE€HHsI: BUHHUKAIOTh YMOBH JAS IIEPIOi peakllii TpaHcecTe-
pudikarlii 3 yTBOpeHHSIM Aaco (IUB. TaKOX puc. 7.4). XimiuHa niepebymoBa
iHTpOHa BHKAWKAE HOBY IIepebyIoBY IIPOCTOPOBOI CTPYKTYPH CIIAAMCOCO-
MHU: 3a paxyHOK onxHo4dacHOi B3aeMomii 3 US HabAMKYIOTECHI OAWH [0 Of-
HOT'O KiHIIi €K30HiB, III0 CTBOPIOE YMOBU OAd APYroi TpaHcecTepUddiKallii.
Ha ocranHboMmy erami Bim ABOX yXKe 3'€qHaHUX eK30HIB ATP-3zasexHUM
HIASIXOM (IIOpPYIIEeHHd KOMIIAEMEHTapHUX B3a€EMO/il) BUOAASIETBCSI KOM-
IIAEKC IHTPOHAa 3 Maae€HbKUMU anepHuMu PHK.

OTxe, craaiticocoma mpaipoe gk ATP-zareskHa MoaeKyadgpHA MaIIHA.
CTpyKTypHi nepe0y10oBU MAIIMHU 3a0€3[eYyIOTh [IePerpyryBaHHa eAeMeH-
TiB — cyOcTpaTiB peakliiii criaaicuHry. KaTaais o6ox peakuili cnaaiicHHry
sailicHIoeThess MmoaekyAamu PHK. MexaHidM KaTaai3y € TAKUM CaMHM, SIK
aas 0iAKOBUX (pepMeHTIB (auB. po3mia 2). Hanpukraan, nad mepiroi peakiiii
aKTUBHHUH IIEHTP (POPMYETHCH 30HOIO PO3TaAy:KEHHd IHTpoHa ¥ MaAeHb-
kuMu gnepHuMu PHK U2 ta U6. IlpocropoBa CTpPyKTypa aKTHBHOIO
LEHTPY XKOPCTKO YTPUMYE CyOCTpaTH — S'-craaiic calT i TOYKYy po3raasy-

207



Cue0n06 A.B. MoAekyasipHa Gioaoris

JKeHHS — y TIeBHIiM B3a€MHIM opieHTallil Ta 3abe3redye IIiaBUIIEHY peak-
OifiHy 30aTHICTb aZleHiHOBOI'O HYKAEOTHAY, IKUH MOXKHA PO3TASIOATH O[-
HOYAaCHO i 9K cyO0cTpart y 30yI>KeHOMY IIPOMIiXKHOMY CTaHi, i IK KOMIIOHEHT
aKTHUBHOI'O LIEHTPY. Y XAOpOIIAQCTaxX CIIAAMCHHT Bil0yBa€ThCs 3a MEXaHi3-
MOM TaK 3BaHOro camocnaaiicuHry (self-splicing), TobTo 6e3 ydacti 6iaKiB
i manenpkux PHK: MPHK cama HabyBa€e IIpoCTOPOBOI CTPYKTYPH, IKA Ma€e
KaTaAITUYHY aKTUBHICTD I110/10 BAQCHOT'O CIIAQMCHHTY.

) Ex3o0H 1 @ .2 N
ATP ——\ ﬂ
— 0 ew

ATP — — U6°U4°U5
ﬂ U1, U4
» ’

ATP

Peaxkuisa 2

us

=)
ATP %

Puc. 7.6. Cxema 30upaHHd criraficocoMu Ta il PyHKIIIOHYBaHHS

3a aHaaoriero 3 0iAKOBUMU eH3umamu, Mmoaekyau PHK, gki maroTh Kata-
AITHYHY aKTHUBHICTb, Ha3UBAaIOTh pubosumamu. OOHUM i3 TaKUX pUOO3UMIB
€ craaticocoMma. 3a3BUYal KaTaAiTHUYHA aKTHBHICTH pubo3uMa (9K i y BH-
HaaKy CHAAMCOCOMH) 3aA€XKHUTH BiJ 0iAKiB, sIKi BUKOHYIOTH JOIIOMiXKHi
dyHKIii, crabiaidyroun CTPYKTYpPy aKTHBHOI'O IIEHTPY. BBaxkaeTbcd, 110 Ha
paHHix eTanax M06i0AOTIYHOI €BOAIOIIil TOAOBHUMH (200 €TUHUMHU) GioAOTIU-
HUMH MakpomoaekyraMu Oyau moaekyan PHK (rak 3Baumit PHK-cBiT),
OCKIABKHU 11€ €AUHHN THII MAaKpPOMOAEKYA, L0 MOXKYTb OJHOYACHO BHKOHY-
BaTHU POAb HOCIIB criagkoBoi iHgopMmallii Ta BHUCTyHATH KaTaaizaTopaMH.
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[TizHime 6iabmr crabiabHi Moaekyam [IHK mepebGpasm Ha cebe poAb HOCIIB
indopmariii, a pi3HOMAHITHIII 3a IPOCTOPOBOIO CTPYKTYPOIO OiAKH — POAB
KaTaaizaTopiB. AAe B KiABKOX BasKAMBUX BUMNAAKax (i CriaaficCHHT — He €IU-
HUM IIpHUKAa) prOO3UMHU BUSIBUAUCSH €BOAIOIIIHO KOHCEPBATUBHUMMU.

CnaaticocoMu yTBOpPIOIOTHCA Ha iHTpoHax npe-MmPHK (i ma CTD
PHK-mmoaiMmepasn) mocaifoBHO Hif 4ac TPaHCKPHUIIii — maiizke Bimpasy
IHicAd CHHTE3y CIlaalc-calTiB BOHH BIII3HAIOTHCA BiAIIOBIAHUMH eAe-
MeHTamMu (puc. 7.7). Ilpn nsomy CBC, mo 3B'd3aHUN 3 KENOM, Hi[CH-
Ar0o€e edpekTUBHICTBH 3B'a3yBaHHd Ul y nepmaiomy S'-criaadic-caiiti — Ha-
IIeBHO, MIAGXOM IIpsaMoi B3aemonii; BmauB CBC Ha cnaalicMHT HacTyII-
HUX iHTPOHIB IOCAAOAIOETHCS.

CBC

|—|Exaou1 /&
\_/v Ul U2 U1

U2AF

Ul

Puc. 7.7. ITocainoBHe 30upaHH4 criaaificocoM Ha iHTpOHax
ig 4yac TpaHCKpPUMIIii

[IBuaKicT, 30MpaHHS CIAAHCOCOM BH3HAYAETHCH IIBUAKICTIO TpaHC-
kpurnii. 3 iHmoro 60Ky, 3i criAaficocOMOI0 B3a€EMOMIIOTHL (PAKTOPU €AOH-
ramii TpaHCKpUMILii — HAasgBHICTDL CIIAa¥ic-caiiTa CHPHUSE NPUCKOPEHHIO Py-
Xy 1oaimepasu. Taxkui#i mmpoiiec cunteldy PHK Ta ii ciaalicHHTY IIPOAOBXKY-
€TbCS OO0 TOI'O MOMEHTY, IOKU Yy cKaazai npe-PHK He 3'aBageTbesa cerudiy-
Ha TIOCAIIOBHICTBH — CUTHAA Te€pPMiHallii.

Iloaiaageniaysanns MPHK i Tepminanis TpaHcKpumii

CurHaa tepmiHamii TpaHCKpHUILii Ta HoAlazeHiAyBaHHA (Tak 3BaHUU
polyA-cueran) ckaamaeTbCcd 3 ABOX €AEMEHTIB IIOCAIJOBHOCTI: KOHCEHCYC
AAUAAA i posramoBana B ~20 HyKAeoTHOaX HHXK4Ye Bim HbBOrOo U- abo
G/U-306aradueHa mOCAimOBHICTE (puc. 7.8). [lepiinii eAeMeHT yITi3HAETHCS
rereporerpamepHuM 0Oiankom CPSF (Cleavage-Polyadenylation Specificity
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Factor). Tpu i3 4oTUpbOX CyOOOMHUIE (haKTOpa € KOMIIOHEHTAMH 0a3aAb-
HOro (pakropa TpaHckpumiii TFIID — Bouu nepenHocarscsa Ha CTD micasa
igimiartii, i maai moaimepasa Hece ix Ha coli, JOKU BOHU He 3yCTPiHYTb CHU-
rHaA. [Apyruifl eaeMeHT polyA-curHaay BITi3HAETHCS (PaKTOPOM PO3pi3aHHH
PHK CstF (Cleavage stimulation Factor). Baemogis o6ox ¢gakropiB 3 PHK
€ KOOIIepaTUBHOIO — BOHH IIi[JCUAIOIOTE 3B'I3yBaHHS OJHE OIHOTO.

AAUAAA !

CBC Exzo0xn 1 Exson 2 Ex3on 3
l—_——&— ] i

— T

Puc. 7.8. Brizuanua polyA-curaaay Ta noaiagenianyBanuga MPHK

[Ticaga mepBUHHOTO BIIi3HAHHA polyA-curHaasy, morku PHK-moaimepasa
nponosxkye cuHTe3d PHK 3a curHasom (4o 1000 HYKA€OTHIOIB), 10 MyABTH-
0iAKOBOIO KOMIIAEKCY, II0 30HUpaeThcd Ha polyA-cuUrHaai, HOAYYAIOTHCH
polyA-tioaimepaza (PAP), me nBa dakropu pospizanHda (Cleavage Factors)
CF 1 1i 2 Ta, MOXKAUBO, iHII O6iaAKH. 30HMpaHHA KOMIIAEKCY CTHUMYAIOETHCS
3B'a3aHuM 3 KertoM CBC, a Takox CIiaaiicocoMOI0 Ha OCTaHHBOMY IHTPOHI —
CIIAA¥ICHHT OCTAaHHBOTO iHTpPOHA Ta po3pizaHHS / moaiageHiayBanHsa PHK
3MiHCHIOIOTBECH OOHOYACHO i CTUMYAIOIOTH OOHE OOHOTO. 30Kpema, 6inoK
U2AF, gakuii 3HaxogUThCd Ha OCTAHHBOMY IHTPOHI, B3aeMozie 3 PAP.

Y Mexkax [Opyroro €AeMeHTa IIOCAILOBHOCTiI polyA-curHasy 3Haxo-
OUTHCS KOHCepBaTHUBHUH auHyKAaeoTun CA, B groMy ¥ BinbyBaeThcd
po3piszanHsa (cleavage) PHK. Bin K0l KOHKpeTHO aKTHBHOCTI 3aA€3KUTH
Ile po3pilzaHHs, 3aAaulllaeTbcd HeBigomum. [lo 3'-KiHIIg, 1110 BUHUK BHa-
caimok po3pisy, PAP (3a crumyarorouoi xii CPSF) nmpuenHye oauH 3a ofn-
HuM 100-200 ageHiHOBUX HYKA€OTHAIB. 3 polyA-XBocToM, IO 3pOCTae,
Binpasy 3B'a3yerbcsa cnenudgiunuit 6iaok PABP (PolyA Binding Protein),
IKUH nigBunlye npounecuBHicts PAP (puc. 7.8).
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Po3pizannsa / noasianenianyBanua PHK € Tpurepom tepwmiHaliii TpaHc-
Kpumnuii (puc. 7.9). HameBHO, ymidHaHHA polyA-curHaay Ta po3pi3aH-
He / moaiameHiayBaHHS (pakTopamu, 3B'd3aHuMu 3 PHK-moaimepasoro, iH-
OyKy€e KOH(popMAallifiHi 3MiHH B OAIMEpa3HOMY KOMIIAEKCI, SIKi IPUBOAATE
[0 3HHXKEHHd CIlopimHeHOoCTi moaimepasu mo [JHK Ta / abo TpaHCKpPHUIITY.
Kpim Toro, mpomec po3pizaHHS Ta IIOAlafleHiAyBaHHSA CHHXPOHiI30BaHi
3 TaK 3BaHOIO KOTpPaHCKpUIILitHOI0 nerpanaiieio PHK Hykaeazamu HuKue
Bin polyA-curnaay. MexaHi3MH aKTHBAallil Takoi aerpagaiii He 3'scoBaHi,
ase IIBHAKE PYHUHYBaHHS TPAHCKPUIITY Ma€ CTUMYAIOBATHU [QUCOLliallilo
IIOAIMEpPa3HOro KOMIAeKCy. TepMiHallisad TpaHCKPHUIIII iHoAl rmoTpebye Ta-
KOX IHIINUX PETYASTOPHUX €AEMEHTIB HocaifoBHocTi. OnHI 3 HUX MOXKYTb
3HAXOAUTHUCH Y Me¥KaX OCTaHHBOTO iIHTPOHA Ta CTUMYAIOBATH / OAOKyBaTHU
BIi3HAHHSA PolyA-cUTHaAy, iHINI — HUXKYe Bif polyA-curHaay ¥ 3yMOBAIO-
BaTH ay3u B poboTi rmoaiMepasy, gKi CIIpUSIOTh TepMiHallii.

KoHTpaHCKpHNUiiiHa
aerpazauis

T\ R

|« \e

KoMmnaexc Ha RNAP
polyA-curuaai

OcTaHHii CBC
IHTPOH naalicocoma

Puc. 7.9. CuHuxpoHizallia nmoaiageHiaAyBaHHd i TepMiHaIlil TpaHCKPUIITii

Y3araabHeHy cxemy OymoBH 3piaoi eykapioruynoi MPHK, saka 3BiAbHS-
€TBCS 3 TIIOAIMEpPa3HOT'0 KOMIIAEKCY, TPaHCIOPTYETHCA B IIUTONAA3MY
i BUKOPHCTOBYETBCSI IK MaTPHIIA A OiIAKOBOIO CHHTE3y, 300pazKeHO Ha
puc. 7.10. Mixk KerioM i HOYaTKOM KOAYIOYOi HIASHKH (CTApPTOBHUM KOIO-
HOM — HaMuacrinie AUG) po3raiioBaHa S'-KiHIleBa 30HA, 110 He TPaHCAIO-
ereea (5' UTR — UnTranslated Region). 3a Koayro4oro DiASHKOIO, IO 3a-
KiHYyeTbCS ONHUM i3 CTOII-KOJIOHIB, i mepen polyA-IIocaifoBHICTIO po3Ta-
mroBaHa 3'-KiHIleBa 30HA, II0 He IiamaeTbcs TpaHcAdmii. O6uaBi 30HH, 10
HE TPAaHCAIOIOTHCS, MICTATH Ba’KAUBI €A€MEHTH IIOCAIIOBHOCTI, SIKi BUKO-
PHCTOBYIOTECS IAS PETYALIIl 0iAKOBOTO CHHTE3Y (po3mia 8).
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Ken Konyroua mianssHKa

@ sutR hue UAA| 3'UTR | polyA

Puc. 7.10. Cxema 6ynoBu MPHK

Maifzke eIMHUM BHHSITKOM cepef iHImMX eyKapiornynux MPHK e ricro-
HoBiI MPHK, aKi He mignaroTbCd CIAAHCHHIY (FiCTOHOBI I'€HH HE MICTATh
IHTPOHIB) i NoaianeHinyBaHHIO0 3'-KiHIg. TepMiHallisa TpaHCKPHIILi ricto-
HOBHUX TI'€HIB 3aA€XHTHh Bill ABOX CHUTHAABHHX EAEMEHTIB IIOCAIJOBHOCTI
PHK: oauH yTBOpIOE IINHABKY (K y IIPOKapioTiB, AWB. po3aia S), iHIIHUH
CIlaproeThcd 3 MaseHbKow sgaepHoro PHK U7; mixk 1muMu eaeMeHTaMH iH-
OYKYETBbCS PO3pi3. AHAAOTIYHO BiAOYBA€TBbCS TEpPMiHAIlA TPAHCKPHUIIIT
ManreHBKUX gaaepHux PHK, gKki TakoK He IMiagaroThCd MOAiaIeHIAyBaHHIO.

AabTepHaTUBHMIA CT1AAVICVTHT

[Tpe-mPHK, 110 cuHTE3yeThCcd Mif Yac TPaHCKPHUIILii, MOXKe IIifgaBa-
TUCHA CIIAAQMCHHTY Ta IIOAIa[IeHIAYBAaHHIO pPi3HUMH aAbTE€PHATHBHUMHU
IIAIXaMHU: KiAbKa €K30HIB Ha IIOYaTKy 4YM BCEPEAMNHI reHa MOXKYTb BHpi-
3aTHUCH 3 TPAHCKPUIITY, OCTAHHIN MoxXKe obpizaTucd Ta ImiagaBaTHCI II0-
AlafieHiAyBaHHIO 3a PaxyHOK BHKOPHCTAHHS pPOlyA-CHUTHaAy BCepemauHi
OJHOTO 3 IHTPOHIB TOWIO. Y PE3yAbTaTi yTBOPIOIOTHCS Pi3HI MOAEKYAU
MPHK, 1m0 micTaThs pi3HI HabOpH €K30HIB i, BiAIIOBIAHO, KOAYIOTH Pi3Hi
O0inku. BaraToKOMIIOHEHTHICTh (i HEOOXiAHICTH KooIlepallii MiXK KOMIIO-
HEHTaMH) CIAAMCOCOMHU Ta CUCTEMH POo3pizaHHs / moaiafieHiAyBaHHS 10-
3BoAs€ 3AIHCHIOBATH TOHKY peryaduiro yrBopeHHs MPHK meBHoOro THILy
3a paxyHOK 3MiHU TPAHCKPUIIIIAHOI aKTUBHOCTI I'€HiB, III0 KOAYIOTH Ti
9yl iHIII KOMIOHEHTH MaMIuHepii MNpPOIleCHHTY, 3MiHM KOHIIEHTpPAllii
KOMIIOHEHTIB, iXHBO1 XiMidHOI MogHu(ikarmii.

KaroyoBa poAb y BH3HAYEHHI IIASXY CIAAHCHHTY HAAEXKUTHb OiAKaM-
peryaaropaM cnaaiicuHry (SR). [JoCHTE YaCTO PEryadaTop cHeunudigyHo
3B'A3Y€ThCS 3 IIEBHOIO IIOCAILOBHICTIO HYKAECOTH/IB YCEPEAHHI €K30HAa
Ta CTUMYAIOE BIIi3HAHHS choaadic-caliTiB mo obuaBa OOKU Bi HBOTO
(puc. 7.11, a). 3po3yMmiao, 1110 B pasi BiICYTHOCTI peryAsTopa TakKui eK30H
Oyze BUpi3aHO pa3oM 3 iIHTPOHAMH, IO HOTro (PAQHKYIOT.
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U2

= - "
(o)
U2 U2

Puc. 7.11. KiarbKa BapiaHTiB y4acTi ClIAQ¥CHHT-PETYAITOPIB,
110 3B'93yI0ThCA BCEpeUHi eK30Ha (a, 6, 8) abo iuTpoHa (2, 9, €),
Yy BU3HAYEHHI IIIAGXY CIIAQHCHHTY

Y BUIIagKy HETATHBHOI PETYASILii 3B'd3yBaHHSA PETyAdTOpPa YTPYAHIOE BITi-
3HAHHY cllAadic-caiiTiB. Hampukaan, B3aeMoOzisad 3 PEryAdTOPOM iHIITIFOETHCS
BCEpPEVHI €K30Ha, MOAEKYAH Oiaka KOOIepaTHBHO 3B'd3YIOThCS IIOPYY OoHA
3 OZIHOIO i BpeHITi-pemT 6AOKYIOTE 3'-criaatic-cait (puc. 7.11, 6). 3amicTs 3a-
OGAOKOBaHOIO CIPHUHMAETbCH HACTYIIHHMN TakKUM CalT, i €K30H BUPI3a€TbCH
3 MOAEKYAU Pa3oM i3 [BOMa iHTpOHaMH, 110 Horo pAaHKYIOTh. 3a HasgsBHOCTL
IHIIIOTO peryadTopa, SKHH TaKOK VIIi3HAE CIIEU(IYHY ITOCAIIOBHICTHL B €K-
30Hi, ITPOIIEC 3POCTaHHA OIAKOBOTO KOMIIAEKCY 3yIHHAETHCS, i 3'-criaatic-
caliT cTae BIABHUM [JA4 BIIi3HAHHS €AEMEHTaMU cliaaiicocoMu (puc. 7.11, g).

CraaliCUHT-PEryAITOPU MOXKYTh TaKOX MaTH calTu 3B'da3yBaHH4
B iIHTpOHAaX, BIAHBAIOYH Ha €(EeKTHBHICTh 30HpPaHHS CIIAAHCOCOMH
(puc. 7.11, 2). Peryaarop Moxke OAOKyBaTH, HaIIpHUKAan, 3'-Cllaaiic-caiT:
dKIIO Taka 0AoKaza BiACyTHs, calT posmi3HaeTbes (puc. 7.11, 0), 3a Ha-
SIBHOCTI peryadropa cupuiiMaeTbcd iHmmui 3'-craatic-cafiT ycepeauHi ek-
30Ha — y ckaaai MPHK 3aauniaerbess ckopodeHU eK30H (puc. 7.11, e).

Bubip maaxy yrBopeHHs KiHlleBoro MPHK-IponyKTy 4acTo 3aA€XUThb
TaKOX BiJ aAbTepHATHUBHOTO BUOOPY polyA-curHaaiB, gKi MOXKyTh OyTH
IIPUCYTHIMH He AWIIle HUXKYe OCTAHHBOI'O €K30Ha, a ¥ ycepenuHi iHTPOHIB.

213



Cue0n06 A.B. MoAekyAasipHa Gioaoris

[Tpukaam TaKOro THUILYy 300paskeHo Ha puc. 7.12. Y3araai, akiro polyA-curaaa
MICTHUTBCSI BCEpPeIUHI IiHTPOHA, HOro BIIi3HAHHA OAOKYETBCS S'-CIIraiic-
catitoM — acouifioBanumu 3 Ul Giakamu (polyA-curHaa, 1110 po3TrarioBa-
HUH I1icA TepMiHAaABHOTO €K30Ha, He OAOKYETBCsI, OCKIABKH HeMae
S'-criaatic-caiita). Y pesyabTaTti Takoi 6A0Kagu polyA-cUrHaa He BITI3HAETH-
cd 1 BHUpi3aeTbCcd pa3oM 3 iHTPOHOM. AAe SKINO Ai€ crerudiyHui craai-
CUHI-PETYAITOP, IKUM 3aBakae BIII3HAHHIO S'-craaiic-caiita abo B3aeMo-
aii Ul-6iaKiB 3 eAeMEeHTaMH CHCTEMH BITi3HAHHA POlyA-CHUTHaAy, CHUTHAA
yruizHaeTbcsd, i MPHK BTpauae Bci eK30HM, po3TallloBaHi HUIKYE Bifl CUT-
Haay. Hampukaan, criaaticuar MPHK BaskKKoTo AaHIIOTA iMyHOTAOOYAIHY
IgM crpgMOBY€ETBCS HEPIINM MIASXOM (BHYTPIIIHIHM polyA-curHaa irHOpy-
€Tbcs) y B-aimonmrax, 1110 po3BHBAIOTHECH, — CHHTE3YEThCS MeMOpaHHa
dopma 0Oinka, gka MicTuTh C-KiHIIEBUH MOMEH, 3B'd3aHUE 3 MeMOpaHOIo.
Y maazMaTHYHUX KAITHHAX CHPAllbOBYE BHYTPIMIHIHA polyA-curHaa (yrris-
HaHHS CUTHAAY Mi[CHAIOETHCS TAKOXK 3aBIOSIKH 3POCTaHHA KOHIIEHTpAIlii
CstF), i cunTesyeThbcsa cekpeTopHa popMa Oiaka.

Ex30HH

II-%\?_AM——E

Ul —

V

Puc. 7.12. I[Ipukaaz ABOX IIIAGXIB IIPOIIECUHTY, BUOIp SKUX
3aA€KUTH Bifi BIIi3HAHHSA polyA-cUrHaAy BcepenquHi iHTpoHA

[Topsim i3 KOHIIEHTPALIIEI0 EAEMEHTIB MalIMHEPil IPOIIeCUHTY Ta craalt-
CHHI-PETYAdTOPaMH, OJOCUTh Ba*KAUBHUM (PAKTOPOM PETYALIIii CrAa¥CHHTY
€ IBUAKICTh TPAHCKPHUMLIi (IK Y PO3YMiHHI INBUAKOCTI PyXy HoAiMepasw,
TakK i B CEHCI KiABKOCTI IIoAIMEpa3, 1110 OIHOYACHO IIPAIlIOIOTh Ha JAaHOMY I'eHi).
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Y Bunagky iHTpOHa cepemHbOI NOBXKUHU 3'-criaabic-caliT CHHTE3YETBHCS
PHK-moaimepa3zorw depe3 15-30 XBUAWH micaa S'-criaadic-caiita. 3a met
Jac yIi3HaHHS S'-criaalic-cadiTa BxKe 3aBepIIHAOCs, i mepiaui 3'-criaaiic-
calT ymi3HaeTbCd K TaKu#. JKIOo 3a JOCUTH KOPOTKUH Yac CHHTE3YEThCI
KiabKa 3'-criaaiic-caiiTiB, BUHUKA€E KOHKYPEHILiS MiK HUMHU 3a BiAIIOBigHI
eAeMeHTH craaiicocomu. [lpu oMy mepmiuii i3 caiiTiB Oyme BUrpaBaTH
IIpY HU3BKIN IIBUAKOCTI pyxy IoaiMepasu (puc. 7.13).

-

T

3'-cmaaiic calTH

Puc. 7.13. Pi3Hi noroxxenns PHK-nmoaimepasu
Yyepe3 OJHAKOBHY IIPOMIXKOK dacy
BHACAIJOK Pi3HUIIl y MIBUAKOCTI TPAHCKPHUIIITIL

[MIBuAKiCTS TPAaHCKPHUIILII B PO3yMiHHI KiABKOCTI mmoaiMepas, 110 OQHO-
YaCcHO NIpallloloTh Ha AAaHOMY TI€Hi, TaKOXK BIIAMBA€ Ha IPOILECHHI: YUM
HUKYOIO € IIBUAKICTh, TUM Oiabllle yacy “pos3ibparucsa” i3 curHaaamMu, Ha
BEAUKiH MIBHAKOCTI IToAiMepas3a MoOXKe “IPOCKOYHUTH’ 4Yepe3 €K30H YU
polyA-curnaa. IIpu npomMy caiz 3ayBaskuTy, II0 IIBHUAKICTH (dacToTa pe-
KPYTYBaHHS IoAiMepas 0 IpoMOTOopa) BU3HAYAEThCA Ha cTamii iHirarii
Ta KOHTPOAIOETBECH TPaHCKpUNUIHHUME (pakTopaMu. OTKe, 3HAYHOIO Mi-
POIO IIIAGX IIPOIIECHHIY BH3HAUYAEThCS BXKe Ha eTalli iHimiamii TpaHCKpH-
noii. ITpu npomy nmo mmpomotopa (BignoBizmuo, i o PHK-moaimepasHoro
KOMIIAEKCY) MOXKYTb PEKPYyTYBaTHCH TAaKOXK 1 PEryAdTOpH CHIAAWCHHIY.
ToMy Ha XUMEPHUX I'eHaxX i3 4yKOPiHUM IIPOMOTOPOM YaCTO BUSIBAL-
IOTbCS AePEeKTH ITPOLECHHTY.

Tpatc-cnaaticunz

das eykapioOTUYHUX T€HIiB TaKOX [OCHTH XapaKTepPHUM € SBUIIE
mpaHc-cnaaticuHey: ob'emHanHa y ckaani MPHK ek30HIB pi3HHX TIeHiB.
OCHOBOIO [IASI TPAHC-CIIAAMCHHTY € Ta oO0CTaBHUHA, L0 [AsS 0araTboX I'eHiB
iCHye He oHA, a KiAbKa aAbTepPHATHBHUX CTAPTOBUX TOYOK TPAHCKPHUIILLI,
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y TOMY YHCAl Taki, III0 PO3TalIOBaHi JOCHTH JAAEKO Bifl reHa ¥ BogHOYAC
€ CTapPTOBUMH TOYKAMH IHIIUX IeHiB (puc. 7.14). ¥ pe3yabTaTti TpaHCKpPHII-
1id iHOMIi 3iMCHIOETHCS Yepe3 KiAbKa I'eHiB (TakKa CHTyallis OelI0 Haraiaye
IPOKapPiOTHYHI OmepoHH, po3mdia S5), i craalicHHT BinOyBaeTbCcs Ha PiBHI
TakKuXxX “00'emHaHUX” TTEPBUHHUX TPAHCKPHUIITIB.

TF'en 1 Ten 2 Ten 4
- - —H-—3
: - o
3 F'en 3 S
N TpaHCKPHITH

Puc. 7.14. 30Ha eyKapioOTUYHOIO reHOMY: [TOKA3aHO YOTHPHU I'eHU
Ta BIANIOBiAHI €K30HU (IPSIMOKYTHHKH) V CKAAi 3MiCTOBHHUX AQHIIIOTIB.
[TpsIMOKyTHHUKH 6iA0T0 KOABOPY BasKKO BiIHECTH A0 KOHKPETHOIO I'eHa.

YHu3y: KiHIEeBi TPaHCKPUIITH, CHHTE30BaHi y 1Iili 30Hi,
CTPIAKH BKa3yIOTb HAIIPSIMOK TPAHCKPHIIIII]

KpiMm Toro, omnmucaHo TaKOX BHIIQAKH TpPaHC-COAAHCHHIY MiX
npe-MPHK, aki € nmpoagykramMu pi3HUX OOWHUIL TPaHCKPUIIILii, iHOAi Ta-
KUMH, III0 PO3TaIllOBaHI Ha PIi3HUX XpoMocomax. Y IIbOMY BHIIaAKy Ha
5'- i 3'-kiHgx aBox npe-MPHK micTuthcd HiOM “posipBaHuii” iHTPOH — 00'-
€MHAHHS] ABOX KiHIIIB y ClIAaiCOCOMi IIPUBOAUTE A0 BUAAAEHHS IIHOIO iHTPO-
Ha Ta 3IINBaHHY KiHIIEBHX €K30HIB. Halikpalre 11e 9BUIlle BUBYEHO OAG He-
MaToI, ane, iMOBIpHO, BOHO € IOCUTDH IIOIINPEHNM [IAS €yKapiOTiB y3araai.
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Peaarysanms MPHK

Y KiABKOX 0COOAMBHUX BHUIIaAKax Irporec mo3piBaHHd MPHK Brawouae
TaKOXX pidHOMAaHiTHI Momudikarlii, ki o0'€IHYIOTH IIi[ HA3BOIO peddazy-
sarHsi MPHK (mRNA editing). PenmaryBanns, ske HaifigacTimnie Big0yBa€eThb-
cd mim gyac criaadicuHry abo Bimpa3sy Iicas HBOTO, HE € THUIIOBHM eyKapio-
TUYHUM IIPOIIECOM, X0o4ua ¥ 3ycTpidaeThcd NIPAaKTUYHO B YCiX TaKCOHAX.

Y mitToxonapiax mpocrtimux 6iabiricts MPHK minpmaeTbcs pemaryBaHHIO
3a PHK-3asexunuM MexanisMoMm. Tak 3Bana rinoBa PHK (guide RNA) cna-
PIOETHCH 3 KOMIIAeMeHTapHoIo niasHkoio MPHK Tta iHiniroe 36upanHsa My-
ABbTUOIAKOBOI emuTocoMu (editosome), KOMIIOHEHTH $IKOI 3a0e3IedyloTh
BUAACHHS YU iHCEPILilo YPUAHUHY B IleBHe Miclle miagsaku MPHK.

Y MiTOXOHAPISAX i XAOpOIIAacTax POCAHMH YacCTO BimOyBaeThCHd Ae3aMiHy-
BaHHY UTHAWHY i3 3aMiHOIO MOTO Ha YpHUAMWH, III0 3MiHIOE KOAYIOUi BAAC-
THUBOCTi 6ararrox MPHK.

[e3amMiHyBaHHS aZieHIiHy B II€BHOMY MICIi AQHIIOTA 3 IIEPETBOPEHHSIM
Horo Ha iHO3WH (HEKaHOHIYHA IIypHHOBa OCHOBA, AWB. po3mia 8) BimOyBa-
eTbcsa B MPHK pisHux cybomuuuis Glu-zasexxsoro Ca2*-KaHaay HEPBOBHUX
KAITHH ccaBIIiB. HacaigkoM HyKA€OTHAHOI 3aMiHU € aMiHOKHUCAOTHI 3aMiHU
y ckaani Oiaka (ycepenmHi TpaHCMeMOpaHHOI mopu); KOMOIHAIld Pi3HUX
(pemaroBaHuX Ta He pegaroBaHHUX) CyOOAUHUIIL CTBOPIOE PO3MAITTS KaHa-
AIB III0/I0 IXHBOI YYyTAWBOCTI A0 XiMIiYHOro curHaay (amiHokucaotu Glu)
i mBuaKocti moToky Ca2+ yepe3 meMOpaHy. PenaryBanHsa Takoro THUILy 3a-
A€XUTH Bifl aKTHUBHOCTI CIelliaAbHUX (PEPMEHTIB (aleHO3WH [AeaMiHas).
BBaxkaeTbcs, 1110 BOHU 3B'S3YIOTHCH i3 IBOAQHIIIOTOBHUMMU HITHUABKAMU, SKi
TUM4acoBo ¢dopmytorbcsa B MPHK minm gyac cuHTe3dy, Ae BIIi3HAIOTH IIE€BHI
€AE€MEHTH ITOCAIJOBHOCTI I1ap OCHOB.

[HIIIMM IpPHUKAQOM € NEePETBOPEHHS IIASIXOM [e3aMiHyBaHHS IIEBHOTO
mutuauHy Ha ypunuH y MPHK amoainob6iaka B (ApoB, apolipoprotein B)
IIeYiHKU CCAaBIIiB. 3aMiHa BUKAUKAE [IEPETBOPEHHS MAYTaMiHOBOI'O KOJ0HA
Ha CTOHI-KOMOH. Y pe3yAbTaTi 0iAOK MOXKe iCHyBaTH y ABOX (popMax 3 pis-
HOIO JIOB3KHWHOIO ITOAIIENITUIHOrO AaHIltora. OOuaBi (popMyU BHKOPUCTOBY-
IOThCS A TPAHCIIOPTY TPUTAILIEPUIIB i XOAECTEPUHY depe3 KpPoB, IIPHU-
YoMy HOBIIa (popMa MOB'd3aHa 3 MiABUINEHHIM PHU3HUKY aTEPOCKAEPO3Y.
PenaryBanua MPHK ApoB, ske BinOyBaeThbCcd IapaseAbHO 3 IIOAiafieHiAy-
BaHHAM, 3aA€XUTH Bif neBHOI mocaimoBHocTi MPHK, KoTpa BmizHaeTbcd
KoMIIA€KCcOM 0iAKiB, cepern SKUX — crienudidyHa feaMiHasa.
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KOHTPOABHI SAITHTAHHSA

1. B akux onepatisgx noagarae mpoiiecuar MPHK? [le # koAau BiH 3MiHi-
CHIOETBCH?

2. Onuith 3arasbHy OynoBy eykapioTuuHoi MPHK.

3. Po3skaxiTe npo XiMigHy OyZOBYy KeIly. Y 4OMy IIoASITa€ Horo (pyHK-
OioHaAbHE 3HAYEHHS?

4. 9k i koau BinbyBaeThcd KenmyBaHHA S'-KiHig MPHK?

5. OnumIiTe NOCAIZOBHICTE eTamiB cnaadcuHry. IIlo Take Touka poara-
AYKE€HHI?

6. [la¥iTe BU3HAUEHHS criaaticocoMu. 3 SKUX €A€eMEHTIiB BOHa CKAajia-
eTbcd, Ae ¥ Koau popmyeThbesa? ONUIIITH OCHOBHI eTany ii yTBOPEeHHS.

7. YK 3OilCHIOETBCA KaTaaAi3d XIMIYHHX peakOid coaadicHHTY?
[ITo Take pubo3uM?

8. 3 gkoro MeToro npu 30UpaHHi Ta PoOOTi CrIAaficCOCOMH BUKOPHUCTOBY-
€TBhCS €Heprida rinpoaizy ATP?

9. 9k BinOyBaeTbcsa TepMiHallia TpaHckpuii PHK-moaimepa3soro I11?

10. Oxapakrepu3dyiiTe OCHOBHI MEXaHI3MHU aABFTE€PHATHBHOIO CIIAAHCHUHTY.
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Po3oia 8
CUHTE3 B1/1KIB

So he started to climb out of the
hole... and in a little while his nose
was out... and then his ears... and
then his front paws... and then his
shoulders. ..

A. Miln. Winnie the Pooh
and all, all, all

[Hpopmartiss 1100 aMIiHOKHMCAOTHOI ITOCAimOBHOCTI OiaKa 3amucaHa
Y BUTASIAI TOCAifOBHOCTI HyKAeoTuaiB MPHK y BigmmoBigHOCTI 3 reHETUYHUM
KomoM (po3mia 4). 3unryBanH4 1ri€i iH(opManii Ta ii mepekaan y aMiHOKMC-
AOTHUH TEKCT (mpaHensayis, translation) Mmae po3rnoynHaTHUCS 3i CTAPTOBOTO
KOJIOHY, M€ IIPH IHiyiauii mpaHcisyii BiiOyBaeThCs OCTATOYHE 30MpaHHS
TOAOBHOTO IIPHUCTPOIO TPAHCAAL — pubocomu (ribosome). Pubocoma — KoM-
maekc pubocomHoi PHK i 6iaKiB — cKaHye HYKAGOTHAHY IIOCAIIOBHICTH
MPHK, pyxaroumch y3m0BK Hei KpoKaMH II0 TPHU HYKACOTHAU Big S'- Oo
3'-KiHIg T 9ac esoHeayii mpaHceaayii 4o CTOII-KOMOHY, Ne BinOyBaeThcs
mepmiHayis miportecy. Ilim gac ckaHyBaHHS pubocOMa IIPAIIOE K AEKOMY-
YUY OpUCTPiH, 3abe3rnedyroyd BIIi3HAHHA KOOHIB KOMIIA€MEHTapHHUMU
TpuriaeTamu (aHmurxodoHamu) y ckaani mPHK (rpancooptHi PHK, tRNA —
transfer RNA), i 9k KaTaaizaTop Mpolecy CHHTe3y HENTHAHOIO 3B'd3Ky MiXK
amiHOKHcAOoTaMU. [leBHUM aHTHKOAOH BIiAIIOBiAa€e aMiHOKUCAOTI II€EBHOTO
TuIty, 9Ky Hece Ha cobi TPHK. Otxke, TPHK BHCTYITaloTh KAIOYOBOIO AQHKOIO
peaaizarlii reHeTHYHOro KOy: caMe BOHHU 3a0e3ledyIoTh [OCTaBKYy aMiHO-
KHCAOT 0 PUOOCOMH y HOPSIAKY, SIKHUH BilTOBia€ MTOCAITIOBHOCTI KOIOHIB.

Tpancnoprai PHK

Cmpyxmypa mPHK

Moaexkyau TPHK mictare 74-95 (Hafigacrime 76) HYKA€OTHIIB, cepen
AKHX 3yCTPIidaroThCs HEKAHOHIYHI (YTBOPIOIOTBHCA BHACALLOK IOCTTPAaH-
CKpUNnuitHux moaudikamiii) — TuMminuH, iHo3wH (I), gurinpoypuaus (D),
IICEeBAOYPUANH () TOLIO.
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Y craami MoAeKyAr POPMYIOTBCS KOMIIAEMEHTaPHi JBOAAHIIOTOBI CTE0-
Aa Ta WMNHUABKY 3a equHOI0 nasd Bcix TPHK cxemoro, 1110 Haramye AUCT KO-
HIomuHU (puc. 8.1). KiHieBi pparMeHTH AaHIIOra 00 € JHYIOTHCS Y IBOAA-
HILIOTOBE CTeOAO, IPUYOMY HYOTHPHU HYKAEOTHAW Ha 3'-KiHIi 3aAHIIAIOTHCS
Hecntapenumu. 3'-Kinnepuit Tpunaer CCA € craumapTHuM aad Bcix TPHK,
[0 pubO3M KiHIIEBOTO aleHO3MHY KOBAAC€HTHO IIPHUENHYETHCSI aMiHOKHCAO-
Ta: BIANIOBIAHO, cTeOAO HA3HUBAIOTL akuenmopHum. 5'-KiHIleBa dYacTHHA
aKIIEIITOPHOI'O cTedAa IEPEXOAUTH Yy LIMUABKY 3 IETAEH0, gKa 4acTo Mic-
TUTH AUTIAPOyPUArH — D-cTebao i D-metasa. ¥ neakux TPHK D-mietaa moxxe
MICTUTH Ha OUH HYKA€OTH[ MeHIIle a00 Ha OOUH—TPU HYKACOTHIU OiAblile
BiJHOCHO THUIIOBOTO PO3Mipy IeTAi, 300pazkeHoro Ha puc. 8.1. D-crebao
MIEPEXOIUTE V CTEOAO 3 METACI0, V CKAAi SKOi PO3TAIllOBAaHUN aHTHUKOMO-
HOBHH Tpuriaer (y mnoaulii 34-36), — anmurxodonoee cmeéb6no /anmu-
KxodoHoea nemnst. 32 aHTUKOJOHOBUM CTe0AOM po3TallloBaHa sapiabesibHa
nemns (V-metad). 3a poamipom V-nerai Bci TPHK moxxHa moxmiauTu Ha
[Ba CTPYKTYPHI KAQCH: OO MHEPIIOro HareXXUTh Oiabiricts TPHK i3 KopoT-
Koo netraeio (3-S5 HykKaeoTHAIB), mo apyroro — Kiabka TPHK i3 moBroro
(mo 16 momaTKOBUX HYKAEOTH/IB) meTAaeo. HyMmepallia HYKA€OTHAIB Ha
puc. 8.1 € craHOapTHOIO, AOAATKOBI HykKAeoTHAM D- Ta V-meTai, gGKIIoO
BOHHU NIPHUCYTHIi, HYMEPYIOTb OKpeMo. 3a BapiabeAbHOIO IMETACI0 MiCTHUTHCS
TyC-ctebao 3 rreTaero (y ckaami mmeTai yacrto 3ycrpidaerbed KonceHncyc TyC),
dKe IepexoaUuTh y 3'-KiHIeBY YaCTHUHY aKIIEIITOPHOro cTedAa.

TPHK KOHKpeTHOro THILy, KOTpa BiAllOBiJa€ NeBHill aMiHOKHCAOTI,
mo3HavarTh iHAeKcoM, Hamnpukaan, TPHKAl, ko B moaekyai TPHK
€ aMiHOKHCAOTaA, TO TakKy amiHoanmuavoBaHy TPHK mnosnauamTe 4K
Ala-TPHKAla, 3araabpHe I03HAYeHHd MOAd amiHoarmaboBaHux TPHK -
aa-TPHK (aa-tRNA - aminoacyl-tRNA).

Eykapiornuni reau TPHK (6an3bko S00 aktuBHUX reHiB TPHK y renHomi
AIOOWHU, YaCTUHA 9KHUX 3i0paHa B KaacTepH) TpaHCKpuOyroTbcad PHK-moai-
mepaszoro III. TIpomykToM TpaHCKPHUIILii TeHiB € MJOBIIi MOAEKYAH-
IIOTIEPEeTHUKH, AesKi MiCTATh IHTPOH y MexkaxX MalOyTHBOI aHTHUKOLOHOBOL
neTai. ITpoiiecuHr uUx MnornepenHUKIB 3 yTBopeHHsM 3piaux TPHK moasirae
y BimglienaeHHi HNEeBHUMH HyKAea3aMH 3aiiBUX (PparMeHTiB Ha KiHIIFX,
CIIAQUCHHTY IHTPOHA (3MiMCHIOETBCS CIEU(pIiYHUMU eHOOHYKAea3aMH Ta
Airazoro), rmpuenHaHHi g0 3'-KiHng craHgapTHoro Tpunaety CCA (y ckaami
npokapiotnyHux TPHK-momepegHUKIB Iie TPUIIAET y2Ke IIPUCYTHIiH),
xXiMiuHI# Momudikallii ImeBHUX a30TUCTUX OCHOB. I[IpokapioTwmyHi reHu
TPHK (87 y renomi E. coli, He MicTSThb iHTPOHIB) ab0 TPaHCKPUOYIOTHCSI
OKpeMO (K y eyKapioTiB), abo € YacTUHAMHU OMIEPOHIB, i B IIbOMY BHUIIAIKY
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HEePBUHHUN TPAHCKPHUIIT MICTUTBH KiabKa MaibyTHiX moaeKyAa TPHK. Kpim
TOro, mesKi nmpokapiorndHi reHn TPHK 3HaxomaTecd y ckaazi omepoHa re-
HiB pubocomuoi PHK. B ycix Bunagkax TPHK Bupi3zaioTbcs 3 HOIIepesHU-
KiB HyKAe€a3aMH, IiCAS 4Oro IIiaroThcd XiMidHUM Moaudikarism. OgHa
3 HyKAea3s, KoTpa O0epe yuacts y mpouecury TPHK y npo- Ta eykapioriB, —
PHKa3a P — Bapta ocobauBoi yBaru. PepMeHT CKAQIAETHCSI 3 IBOX CYO-
ONWHUIB, OAHA 3 gAKUX € 0iAKoBOIO, a apyra — moaekyaoro PHK 3i ckaan-
HOIO IIPOCTOPOBOIO cTpPyKTypor. Came g PHK-cybomuHuila Mae Kartaai-
TUYHY aKTHUBHicTb, To6TO PHKa3a P — pubosum.

AxnenTopHe
crebao

TyC-nneTasn

AHTHKOOZOHOBA
nmeTaAas

AHTHKOIOH

Konon y MmPHK

---------------

Puc. 8.1. Cxema criapioBaHHS HYKAECOTH/IIB
y ckaazai ananinoBoi TPHK

Cxema “AaucT KOHIOIIMHHN® (puc. 8.1) He mae ysSBH LIONO0 IIPOCTOPOBOI
crpykrypu TPHK. HacnipaBnai aknenropae Ta TyC-cTeba0, IIepexonsdu ogHe
B OJHEe, YTBOPIOIOTH €AUHY Malke IIpAMy IIOABIHHY cllipaab (puc. 8.2),
oig npubAM3HO MPSAMHM KyTOM OO IKOi pos3TalloBaHa Apyra IoABiHHAa
cripaab, cpopmoBaHa D- i antukomoHoBuM ctebaoMm. TyC- i D-merai
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IPpU IBOMY HAOAMXKAIOTHCH OAHA OO OMAHOI, MIiXX HHMH pPeaAi3yeThbCcs
KOMIIA€EMEHTapHEe CIapioBaHHS OCHOB. Y pesdyabTaTi moaekyaa TPHK mae
[-monibHy (abo L-momibHy) ¢dopMy 3 mBomMa maedaMHM pPi3HOI JOBXKHUHH:
Ha KiHIIi OQHOIO IIA€Ya aKIENTYEThCS aMiHOKHCAOTA (AaKLEIITOpHE IIAede),
Ha KiHIIi iHIIIOT0 pO3TalloBaHUN aHTHUKOAOH (AHTHUKOIOHOBE IIAEYE).

CCA

pC

I~ AHTHKOOOH
J

Puc. 8.2. Cxema i mpocropoBa crpykrypa TPHK (TPHKPhe, 6TNA).
EaeMeHTH CTPYKTYpH ITopapboBaHi 0AHAKOBO AiBOpYY i mpaBopyd

Y ckraani gBoaaHIIOroBUX ciripaabHUX 30H TPHK mictuthea ~55 % HyK-
AeoTudiB, ase ~90 % OCHOB 3aAydeHO IO CTeKiHT-B3aemomii. OTKe, MoAe-
KyAa XapaKTepPHU3YETHCS BHCOKOIO BIIOPSAKOBAHICTIO, XKOPCTKICTIO CBOEL
CTPyKTypH. Lle cToCcyeThbCcsl TAKOXK 1 IIeTeAb, cepel SKHUX AUIIle aHTHUKOIO0-
HOBa IIETAS He 3aAydeHa [0 B3aeMOZi¥ 3 iHIIUMH eaeMeHTaMu. Aae H'aTh
OCHOB II€TAl (BKAIOYAIOYU aHTHUKO/IOH) yTBOPIOIOTH MOCUTH KOPCTKY CTOII-
Ky. HomatkoBo crpykTypa TPHK crabiaizyeTbca iomamu Mg2*, TiABKU
Yy HIPUCYTHOCTI SKHUX MOA€KyAA € (PYHKIIIOHAABHO aKTUBHOIO.

BarasabHa KiabKicTh TUIB TPHK, sKi 00CAyroByloTh IIpoliec 6iAKOBOIO
cuHTe3y, € 0An3bKoo 0 40 (Hampukaan, yci renn TPHK aAronquHM MoxKHA
nomiauTu Ha 49 poaMH 3a BAACTUBOCTAMU aHTHUKOAOHIB). OCKIABKHU TUIIIB
TPHK 6inbuwie, HIXK amMiHOKUC/IOM, OOHIE aMiHOKHCAOTI MOKE BiAIIOBimaTH
Kiabka TPHK - Taki TPHK nHasuBawTtb i3oakuyenmopHumu. Cepen HHX
€ Taki, 10 MICTITh Pi3Hi (ase, 3BUYaAWHO, CHHOHIMIi4YHi) aHTHKOAOHU, —
reTepoKONOHOBI. € Takoxk roMokonoHoBi TPHK, siKi MOXKyTb OyTH IIPOLYK-
TaMH pPi3HUX T€HIB (pO3pPi3HAIOTHCS 3a IIOCAIIOBHICTIO HYKAEOTHIIB),
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a MOXKYTh OyTH HPOAYKTaMH OQHOTO I'eHa, PO3Pi3HAI0YHCH MoaudiKalli-
aMu ocHOB. Ockiabku tumiB TPHK wmenwe, HiX kKoOoHig, omHa TPHK
3HaTHA BITiI3HABATH KiAbKa CHHOHIMIYHMX KOJOHIB, IO 3a0e3medyeThbcs
HEOMHO3HAYHICTIO CIIapIOBaHHS MiXK IIEpPIIOI0 IIO3UILi€I0 aHTHKOJOHA
1 TPETHOIO (3a SIKOI0, TOAOBHUM YHHOM, PO3Pi3HAIOTHCA CHHOHIMIiIYHI KO-
OOHU, OuB. po3dia 4) — kogoHa. A came, U i G 3maTHi BIridHaBaTu 10 ABa
HYKA€OTHOU y TPETiH Io3ullii kogoHa, | (akuil AOCHUTH 4acTo 3yCcTpidaeThb-
cd B IepIIiY mo3ullii aHTUKON0HA) YIIi3HA€E TPU HyKAeoTHaU (Taba. 8.1).

Tabruys 8. 1. BiamoBiAHIiCTE MiXK HyKA€OTHIAAMH
B nepluil Mo3HIii aHTHKOAOHA i TpeTiii mo3HLil KogAOHA

AHTHKOZOH Konon
C G
A U
U A G
G U, C
I U,C A

Aminoayurroganua mPHK

[MTopsimoK 3aAy4eHHS aMiHOKHCAOT OO IIOAIIENITHAHOTO AAHIIOra, III0
YTBOPIOETHCS IPU O0IAKOBOMY CHHTE3i, 3aA€KUTH AHUIIIE Bifl B3A€EMOIIN MixK
HYKAETHOBHMH KHCAOTAaMHU — KOJOHOM i aHTUKOZIOHOM; aMiHOKHCAOTA, SIKY
Hece TPHK, >xonHUM YHMHOM He po3IlidHaeTbcs pubocomoro. OTKe, aKIel-
TyBaHHS II€BHOI aMiHOKHCAOTH Moaekyaoro TPHK BigmoBigHOrO THILY
(i TiABKM 8i0Nn08iI0H020) € OMHUM i3 HaWBaXKAMBIIIINX MOMEHTIB 0iAKOBOTO
CHHTEe3y: BiZl TOYHOCTI IIPOIleCy aKIeNTyBaHHA Oyae 3aaekaTH ¥ TOYHICTD
cuHTe3y 6iAKka B 1iAOMYy.

[Tpouec mpuenHanusa amiHokucaot no TPHK kartaaizdyerbcs amiHoayus-
mPHK-cunmemaszamu (APCa3za, aaRS — aminoacyl-tRNA-Synthetase). KoxkHa
3 20 TumiB (3a KiABKICTIO aMiHOKHCAOT) LIMX (PEPMEHTIB KaTaaidye OBi Xi-
MidHi peakuii (puc. 8.3):

e Ha mepmri#i crazii BinOyBaeTbcsa Tak 3BaHE AKMUBYBAHHSI AMIHO-
Kucnomu — ii npuenHaHHs 0o AMP 3 yTBopeHHAM aMiHOAIIHA-
aneHiaaTy, Koau mipodgocdat (pp) y ckaami ATP 3amiHIOETBCS Ha
aMiHOKHCAOTY (aa). AKTUBYBaHHA aMiHOKHCAOTH CYIIPOBOIXKYETH-
Ccd 3HUXKEHHSIM BiABHOI €Heprii, ase IpH IIbOMY 3HA4YHA YacTUHA
BiABHOI eHeprii, 10 “3BiABHAETHCH” IPHU BiamienaeHi nipodgocdarty
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Bim ATP, 3aomamkyeTscd y popMi aMiHOAIIMAAAEHIAATY — MOAEKY-
AY, TiIpPOAiI3 SKOI TAKOXK CYIIPOBOKYETBCS BEAUKHM €HEPTeTHY-
HUM edekToM. Moaekyaa ATP, 1110 BUKOPUCTOBYETBECS Ha eTarli
aKTUBYBaHHS aMiHOKHCAOTH, — €QUHE [XKEPEAO €HEepril masa maii-
OyTHBOTO CHHTE3y IEITHIHOTO 3B'93Ky Ha pubocomi.

e AwmiHOAIIMAQEHIAAQT yTBOPIOE IIPOMIKHUN KOMIIAEKC 3 aKTUBHUM
eHTpoM depMeHTy B edekTuBHO artakye OH-rpymy pubtosu
3'-kinneBoro aneno3nHy TPHK (3'- abo 2'-OH rpymy 3aaekHO Bifx
Kaacy APCasm): BigOyBaeThbCs IIEpEHECEHHsSI aMiHOKHCAOTH Ha
TPHK. Ilicag mucomianii Big APCasu y ckaagi aa-tPHK mae micne
CIIOHTAHHUI 00MiH aMiHOKHCAOTH Mix aBoma OH-rpymamu pubo-
34; IIPU 3B'I3yBaHHiI 3 PUOOCOMOIO aMiHOKHCAOTa (PIKCYETHCS HAa
3'-OH rpymi. Aa-TPHK - Takoxk “makpoepriyHa” crioayka: pyHHYy-
BaHHS 3B'93Ky MDK aMiHOKHCcAOTOI0 Ta TPHK € eHepreTUyHO BUTIA-
HHUM, 110 ¥ 3a0e3redye yTBOPEHHS ITEIITHAHOIO 3B'93Ky Ha prUO0OCOMI.

NH,

N N
4
R o ° 9 o (A
H3*N=CH-C-0" "0-P-0-P-0-P-0 o
0 0 O
\/ N—v 1. aa+ATP —»
OH OH

—p aa-AMP +

o O NH;,

u n

“0-P-0-P-0° % Neo N
A v N

© © R o o <NI\/)

2. aa-AMP + tRNA —>
— aa-tRNA + AMP

X3
9 NN
O—E'O o
o
OH OH OH O K

Puc. 8.3. [Ipuennanusa aminokucaotu no TPHK,
dKe kaTaaizyerbca APCa3zoro
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Otxke, APCa3u He TIABKH 3aAy49alOTh aMiHOKHCAOTH OO0 OIAKOBOTO CHHTES3Y,
npuenayioun ix no TPHK, a #i 3a0e3ne4dyroTh 3a0lIa/»KeHH BiABHOI €Heprii,
HEeOOXiTHOI AL IIPHUETHAHHS aMiHOKHCAOTH [0 IOAITIEIITHIHOTO AQHITIOTA.

[Bamiars TummiB APCas, MizK aKUMH HeMa€e Maiizke HiJoro CITIABHOTO Ha
PiBHiI IepBUHHOI CTPYKTYPH, MOKHA IIOMIAUTH Ha [ABa KAACH, II0 OECATh
y KOKHOMYy (Taba. 8.2). lle 3aBKAW MyABTHIOMEHHI OiAKHM 3i CKAIHOIO
CTPYKTYPOIO (puc. 8.4), 110 3yMOBAEHO POo3MaiTTaM (PYHKILH — HEOOXiMHICTIO
crielipivyHO 3B'S3aTU TPU CyOCTpaTH ¥ KaTaaidyBaTH ABi XiMidHi peakiii.
Kpim Toro, eykapiornyHi APCa3u pi3HHX THUIIB B3aEMOMIIOTE MiXK CO0OOIO
Ta 3 MEMOpPaHOI0 €HZIOTIAa3MAaTUYHOTO PETHUKYAYMY, VTBOPIOIOYU TaK 3Ba-
HY K0OOCOMY, LII0 po3TallloBaHa 00AM3Yy Binm pubocoMmM. MyAbTHCYOOAMHU-
gHi APCasu (romoguMepu, roMoTeTpaMepu abo reTepoTeTpaMepH) MiCTATh
[Ba imeHTU4YHi HabopH aKTUBHUX IIEHTPIB Ta CaiiTiB 3B'd3yBaHHS.

Tabruys 8.2. llopiBHAABHA XapaKTepHCTHKA ABOX KaaciB APCa3s

Kaac 1 Kaac 2

KiapKicTh CyOOAHMHUITL 1 (imoxi 2) 2 abo 4

CIiABHUE CTPYKTYPHHUH MO-
TUB, III0 OTOYY€E Yraanka Poccmana
aKTUBHUU LIEHTP

[MapaseapHuti B-map
i3 7 B-miasHOK

AMIHOKHCAOTH, Leu, Ile, Val Cys, Met, Glu, His, Pro, Ser, Thr, Phe,
110 aKIENTYIOThCH Gln, Arg, Tyr, Trp Asp, Asn, Lys, Gly, Ala

I'pymna pubosy,

h 2'-OH 3'-OH
110 aMiHOAITUAIOETHCS

IlenTpasbHa YyacTHHA MOAINIENITHAHOTO AaHItora APCasu dopmye akTH-
BHUH LEHTpP (caliT 3B'S3yBaHHSI aMiHOKHCAOTH), B OTOYEHHI SIKOT'O peaaisy-
€TBbCS CIIABHHM OAd (PEPMEHTIB OMHOTO KAACy CTPYKTYPHHUH MOTHUB: AL
IepLIoro KAacy — yKaanka Poccmana (OuUB. pos3mia 2), mas Apyroro — Ipu-
OAM3HO TAOCKHUU mapaseAbHHUI [-map i3 ceMu P-miagHoK (puc. 8.4).
9k BUAHO 3 TabA. 8.2, aMiHOKHMCAOTH 3 IOMIOHMMH BAACTHUBOCTSIMH YacCTO
€ cyocTparamu APCa3 pi3HHX KAAaCiB 3aA€KHO Bifl po3Mipy aMiHOKHCAOT:
BEAUKIi MOTPANALIOTh [0 IIEPIIOro KAacCy, MaA€HBKI — 40 Apyroro (Hampu-
kaang, Tyr i Phe, Glu i Asp, Arg i Lys). BignoBigHo, akKTUBHUH LEHTP
APCa3 mepIiioro KAacy pO3TAlllOBaHUU y IOPIiBHSIHO HETAHMOOKIN IOPOK-
HHUHI Ha ITIOBEPXHi (pepMeHTY, APYIoTro KAacy — y TAHOIIIOMY KapMaHi.
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Puc. 8.4. Ctpykrypu APCa3s nepmroro (MonomepHa Glu-tPHK-cunTeTasza, 1G59)
Ta apyroro (Asp-tPHK-cunteraza, romonumep, 1ASY) kaaciB

I3 yacTHHU MOAEKYyAU, sIKa YTBOPIOE CIIIABHUM CTPYKTYpPHUH MOTHUB,
BUIIETABOBYIOTBCS IHIII CTPYKTYPHi AOMEHH, gKi, pa3oM i3 N abo C-kiH-
LEBUMHU AOMEeHaMu 6epyTh ydacTh y B3aemonii 3 TPHK. APCasu nBox Kaa-
ciB ymi3HaTh pi3Hi eaeMeHTH cTPyKTypu TPHK: MaseHBbKUI KOAOOOK ak-
LETITOPHOro crebaa, D-nmeTas Ta aHTUKOOHOBA METAH JIAS IIEPILIOTO KAACY;
BEAHKHH KOA0DOK akKIEeNTOpHOro crebaa, BapiabeabHa Ta aHTHKOIOHOBA
netai gag apyroro (puc. 8.5). IIpudomy crnenudiunicTs ynisHanHsa TPHK
3aA€XKUTD Y IEePILy Yepry Bifl B3aEMOii 3 aKLEIITOPHUM CTEOAOM: HITYyYHA
akterrropHa yactuHa (MiHi-TPHK) 3patHa cnenmdiyHo 3B'a3atuca 3 APCazoro
Ta aKLeINITyBaTH aMiHOKHCAOTY.

Puc. 8.5. Kommaekcu TPHKGI (1 kaac, 1G59) i TPHKAsp (2 kaac, 1ASY)
3 BignoBiguuMu APCa3zamu. 3 numepHoio APCa3oro 3B'a3aH0 ABi MmoaeKyau TPHK.
Ha pmaniit nmpoekiiii BUOAHO AUIIle OAHY 3 HUX
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Phe

Tyr

Val Val-AMP —» —Val

Ala Ala-AMP —» —> Ala

Ile Ile-AMP —» —> Ile-TPHK!e

Puc. 8.6. [loasitine curo Ha nipukaani lle-TPHK-cuaTeTasm

Crnenudiudicts 3B'd3yBaHHd APCa30i0 TAaKOro BEAWKOIO AiraHay, SK
TPHK, He cTaHOBUTL 3HAYHOI IIPOOAEMH: BEAHMKA KIiABKICTH KOHTAKTIB /I03BO-
ASIE IOCHUTH AETKO AUCKpUMiHyBaTH pisHi Tunm TPHK 3a paxyHOK pisHUII
y BiaBHiM eHeprii 3B'd3yBaHHA. AMIHOKMCAOTH, HaBIAaKHU, € MAA€HBKHUMH Ai-
raHJaMH (4O TOrO K iHOAL 3 Ay»Ke CXOXKOIO CTPYKTYPOIO), 3 SKMM HEMOXKAHUBO
peanizyBaTU BEAMKY KiABKICTh B3aemMofili. TUM He MEHII, cepelHsl YacToTa
IIOMHAOK ITpu aMiHoarmatoBaHHi TPHK craHoBuTh nprbansno 10-6 — Takuii
PiBE€HBb TOYHOCTI HEMOXKAWBO JOCSITH IIPOCTO 32 PAaXyHOK Pi3HUII Y BiABbHIM
€Heprii 3B'A3yBaHHS, dKa HE MOXKE CHABHO BIIPI3HATHCH OAS PI3HUX aMiHO-
KucaoT. BinnmoinHo, APCa3u BUKOPUCTOBYIOTH IIEBHY CHUCTEMY KOPEKIIii I10-
MHAOK 3a MEXaHi3MOM TaK 3BaHOI0 noosiliHozo cuma. Hampukaana, akTHBHUM
neHtp lle-TPHK-cuHTeTasu (puc. 8.6) 3mificHIOE IepBUHHE BHOpPaKyBaHHS
YACTUHH aMiHOKHCAOT [JOCHTH BEAHKOTO PpO3Mipy Ha eTamri 3B'd3yBaH-
Hs / aKTUBYBaHHSY, iHIII aMiHOKHCAOTH (BKArodaroud lle) mizmaroThbca akTH-
ByBaHHIO. Ha mpyromy erami Bci amiHOAlMaageHIiAaTH, IO MICTITBH OiAbII
MaA€HBbKi IOPIiBHAHO 3 Ile aMiHOKHMCAOTH, TiIPOAI3YIOTBECS B iHIIIOMY aKTHB-
HOMYy ILIeHTpi (LIeHTp penaryBaHHs), a lle nmepeHocutheca Ha TPHK, ockiabku
Hioro po3Mip He 03BoAdE HMoMy 3B'd3aTHCH 3 LIEHTPOM peaaryBaHHS. Y pe-
3yabTaTi may:ke Oau3bkuii no lle 3a crpykryporo Val aknentyerbcss TPHKIe
B ogHOoMy Bunaaky 3 180 tuc. Iunri APCa3u MoXyTh 3OiMCHIOBATH peaary-
BaHHS IIOMHAOK VK€ IIiCAS aKLENTyBaHHd aMiHOKMCAOTH, Koam aa-TPHK
YIIi3HAETHCS 4K ITiA€, 1 HECIOPiAHEHa aMiHOKHUCAOTA BiAIIETIAIOETHCS.
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PubGocoma

Cxaad pubocomu

Pubocoma - puboOHYyKAeOHIpOTEeIMHUN KOMIAEKC, SKHH CKA3OAETHCH
i3 gBox cyboauHUIL (puc. 8.7). KoMmoHeHTH pHOOCOMH HNPUHHATO ITO3HA-
JaTu KoegiyieHmamu cedumeHmauyii — KoedilieHTaMu ITPOMIOPIIIHHOCTI,
10 TOKa3yI0Th, HACKIABKH 3POCTa€ IIBUAKICTH PyXy YACTUHKU IIPH IE€H-
TpudyryBaHHi 31 3pOCTaHHAM BiALIEHTPOBOI CHAU (IIBHAKOCTI o0epTaHHS
poropa ueHTpudyru). KoedimieHT ceguMeHTAallii BUKOPHUCTOBYETHCH SK
Mipa PyXAWBOCTI YaCTUHKH, 3aA€KHUTH Bix Ii Mmacu, o0'emy Ta popMH, BH-
MiproeTbcs y cBeabeprax (S) — M03aCTHCTEMHHUX OOMHUIIAX, SKi MaloTb
po3MipHicTh yacy (1S = 10-13 ¢).

MaseHbKa CyOOOUHUIIS IMPOKAPIOTUYHOI pubocoMH 3 KoedillieHTOM ce-
aumenTarii 30S, micTuThk oxHy Moaekysy pPHK (16S) i 21 moaekyAy pubo-
coMHUX 6iAKiB, 1110 mo3Ha4arwThca 9K S1-S21 (Bixm Small subunit). Beanka
cybonuHung MicTuTh ABi Moaekyan pPHK (23S i 5S) i 6iaku L1-L36 (Bixg
Large subunit) — ne#t komnaekc cequMeHTye 3 KoedirienroMm 50S. O6'en-
HaHHA CyOOMWHUIIL Ja€e pudbocoMy 3 KoedimieHTOM cemumenTarlii 70S —
OCKIABKH KOe(IiIlieHT cequMeHTAallii 3aAeXKUTh Bizf PopMU YacTHHKH, BiH
HE € aIUTUBHOIO BeAMYHHOI0. EykapioTuyHa pubocoMa MiCTHTH TPOXU OiAb-
ury 18S pPHK 3awmicte 16S, nBi pPHK, 110 MirtHO B3a€EMOiIOTE MizK c00010
(28S i 5,8S), 3amicTe 23S i OiAbIIy KiABKICTE 0iaKiB. CTpyKTypa 000X pH-
60coM i MPUHIIMTIH IXHBOI POOOTH ITOMIOHI.

Cunre3 eykapiotmunux pPHK 18S, 5,8S i 28S 3milicHIOETBCS B sSaeplii,
gaKe (POPMYETbCSI Ha TaHAEMHHX IIOBTOpax KaacTepa BiAMIOBIIHUX TIeHIB
pPHK (muB. puc. 4.6). [lepBHHHUN TPaHCKPUIT, 1110 cuHTe3yeThbcsa PHK-11oAi-
Mepas3o I, Mae KoHCcTaHTy cemuMeHTallii 45S i MicTUTh Tpu PparMeHTHU
maiioyTHix pPHK, posmireni cmeticepamu. [Iponecuur pPHK — merpanariia
creiicepiB, a TakKoxK MoAH(iKallid MeBHUX OCHOB i MeTHayBaHHA 2'-OH rpyn
crerpiyHIX prbo3 — 3AIACHIOETBCA 3a y4acTio 6An3pK0 150 TUITIB MaieHb-
rux sioepyesux PHK (snoRNA - small nucleolar RNA), ki, aHaaorigyHo mo
ManeHbKUX saepHux PHK, Bu3HavaroTh crmerudivyHi cadiTu merpazartii ta
monmudikarriii. Yactuna maseHpKHX gnaepreBux PHK cuHTe3yeThca Ha TIEB-
Hux reHax PHK-ntoaimepazamu II Ta III. Aae Beanka KiabKicth 1mux PHK € iHT-
POHaMM, II0 BU3BOASIOTECS B pe3yabTarti criaaticuury MPHK GiAKOBHX TeHiB.
5SS pPHK cunTesyerbca PHK-mmoaimepasoro Il Ha okpemMux KaacTepax Bimrio-
BiIHUX TeHiB T03a saepleM. B anepiti, mpakTUYHO OTHOYACHO 3 IIPOIIECUH-
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rom pPHK BigOyBaeTbca ii mocTyrioBa B3aemomis 3 pUOOCOMHUMH OirKaMu,
no anpepud kX augyHaye komrmmeke 5SS pPHK 3 6iakaMu: yTBOPIOIOTECS CyO-
OIVHUIII PUOOCOMH, SIKi JaAl TPAHCIIOPTYIOTHCH 0 IIUTOIIAA3MH.

IIpokapioTn EyxkapioTHn

23S 28S ¢ 5.85

2900 H 4800 H @ 160 H

+ pPHK +

5S 16S 5S 18S

120 H 1540 H 120 H 1900 H

+ + + +

L1...L36 s1..521 OIARH L1...L50 51...533

. 50S < 308 ‘ 60S < 40S
& s s

Puc. 8.7. Craan npo- Ta eykapioruunoi pubocom. pPHK nozHaueHo
ixHiMHK KoedillieHTaMu cemuMeHTAllil Ta JOBXKHWHOIO B HYKACOTHIAX (H)

[TepBUHHHUNE TPaAHCKPUIIT, III0 CHHTE3YEThECSI Ha OakTepiaabHOMY pHOO-
COMHOMY OII€POHi, MICTUTH MOIAFHKHU, SKi BiAIIOBifaioTh yCiM TPHOM IIPO-
kapiornyHuM pPHK, a Takoxk Kiapka maitbyTHix TPHK. YacTkoBa merpa-
[allisg TPaHCKPUIITY IIPUBOAUTH N0 YTBOPEHHS 3PIAMX MOAEKYA, SIKi B3ae-
MOiI0TE 3 pruboCcOMHUMM OiaKaMu, POPMYIOUH ABi CYOOOMHUIII PUOOCOMH.
In vivo ocraTtouyHe 30HUpaHHSa PUOOCOMH i3 ABOX CyOOAWHHUIIL, 9K y IIPO-,
TakK 1 B eyKapioTiB, 3AiHCHIOETHCS HIPH iHIiIiamii TpaHcAsIii.

Cmpyxmypa pubocomu

CTpPyKTypy puUOOCOMH 3a pe3yAbTaTaMH PEHTTeHOCTPYKTYPHOTO aHaAi3y
ii kpucTaaiB IIOKa3aHO B Pi3HHX IIpPoeKIligx Ha puc. 8.8-8.10, me Takoxk
CXeMaTHYHO 300paskeHO 30BHIIIIHIO aHATOMil0 CyOOOWHHIB Ta IXHE pPO3-
TalIyBaHHS y CKAai puUOOCOMHU BiHOCHO OgHA OAHOI Ta AEAKHX IHIIIHX
€AEMEHTIB CUCTEMU TPAHCASIII.
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I'oaoBKa

IIaaTdopma

Caiit
3B'A3yBaHHA
G-0iAkiB

Puc. 8.8. Crpykrypa putocomu Thermus thermophilus Ta ii cybomuauns (1GIX, 1GIY),
IoKas3aHo Auilie ocHOBHiI aaHIfor PHK i GiakiB (biaku modapboBaHO 3eA€HUM).
Oxkpewmi cyGomuHULT OpieHTOBaHI iHTEpdeicaMu B3aEMO/Iil MixK HUMH 10 TAIa4a,

Yy CKAazi puboCOMU Opi€HTAllis BEAMKOI CyboauHUIl 36epexkeHa. Biroio cTpiaKoro
TI03HAYEHO HAIIPSM 30Dy, B IKOMY CTPYKTYpPY 300pazkeHo Ha puc. 8.9.

YHU3y: cxeMaTHdHe 300paskeHHSI CTPYKTYP CYOOQUHHUITL Ta IXHBOTO KOMIIAEKCY
B THUX CaMUX IIpoeKiax, PT — nerrnauatpascepasHiii HEHTP

Big 0CHOBHOTO HOCHUTH MOHOAITHOTO Tirna BEAWKOI CyOOOHMHUIL BigXo-
OaTh TPU XapakTepHi Bimpoctku: Bupict L1, naneus (crebao) L7/12,
cchopMoBaHi BiANMOBiAHUMU PUOOCOMHUMHU OiAKaMH, i yeHmpanvHuil
npomybepaHeysb, yTBOPEHUH KOMIIAEKCOM NeBHUX 0iankiB 3 pPHK 5S.
[IBa OKpeMi CTPYKTYPHi JOMEHH — 20/108KA Ta NAAM@POPMA — BiIXOAATH
Bim Tina MaaeHBKOI CyOOMMHUILILI.

Y ckaami pubocoMu MOKHA BHOIAUTH TPU OCHOBHI 30HU KOHTAKTIB MiXK
CyOOQVMHUIIAMH: TOAOBKA — IIEHTPAABHHN ITpoTybepaHelb; maatdopMa — BU-
pict L1; 11eHTpaAbHi YaCTHHU OCHOBHOIO Tiaa 000X CyOOOUHUIlE. YCi CTPYK-
TYPHI €AEMEHTHU PYXAWBIi: MOKAUBUM € IIE€PEMIIIIEHHS TOAOBKH H ITaABIIS
L7/12, obepranHsa mMaaoi cyOOAMHUIII HaBKPYr HOPMaai [0 IIOBEPXHi Be-
AVKOI CyDOAMHHII Ha ~6° MPOTHU TOAMHHUKOBOI CTPIAKH TOLIO. PyXu CTpyK-
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TYPHHX €AE€MEHTIB puOOCOMH B 30HaX KOHTaKTiB MalOTh Ba’KAWBE 3Ha-
4yeHHs Oad 1i PYHKIIIOHyBaHHS, OCKIABKM caMme Ha iHTepdetici Mixk cy0-
ONUHUIIIMHU 3HAXOASITHCS BCi aKTHBHI IIEHTPU Ta CAa¥TH B3a€EMOII 3 eae-
MEHTaMH CUCTEMH TPaAHCASIIII:

LleHTpasBHUH

MaaTdopma poryGepanens TyHeAb
] I'onoBka / 7/12
PT
ﬁ ‘ MPHK
aa-TtPHK

Puc. 8.9. Crpykrypa pubocoMu Ta ii CyOOAMHUIL ¥ KOMIIAEKCI
3 TproMa Moaekyaamu TPHK 3 puc. 8.8 y iHmiit mpoekuii — 3 60Ky Bxoay aa-TPHK
10 A-caifta. Biroio CTpiAKOIO ITO3HAYEHO HAIIPAM 30Dy, ¥ AKOMY CTPYKTYPY
300pazkeHo Ha puc. 8.10. YHu3y: cxeMaTH4He 300paskeHHd y Tilf camiit mpoekii,
KpaifHda IpaBa cxeMa — BeAHKa CyOOIMHUIIA B PO3pPisi

e B 0CHOBi IIeHTpPaABHOrO IPOTYOEepaHIld PO3TAIIOBAHHUM MEITH-
nuATpaHcdepassHuil 1eHtTp (puc. 8.8, 8.9), akuil Bignmosinmae
3a KaTaai3 peakllii CHHTe3y IENTHUAHOI0 3B'S3Ky. Bing menTuaua-
TpaHc(epa3HoTo IIEHTPY Yepe3 TiA0 BeAHKOI CyOOaUHUIII Bigxo-
OUTh TYHEAb — KaHAA BHUXOAY ITOAINENITHAHOTO AQHIIOTra, 10 CH-
HTe3yeTbCcd (puc. 8.9).

e B ocHoBi maabig L7/12 micturbesa cafiT 3B'a3yBaHHA G-0iAKiB
(puc. 8.8) — dakTopiB TpaHCAdllii, mHeTasbHE ONHCAHHA SKUX
HaBE€JEeHO HUIKYE.
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e VY mriAuHI MiXK mAaT(OPMOI0 Ta TOAOBKOIO MaA€HBKOI CyOOMWHUIT
BigOyBaeThcsa B3aeMmonia 3 MPHK (puc. 8.8, 8.9).
e Catitu 3B'a3yBanHsa TPHK posramoBani Mixk nBomMa CyOOIHHUIIA-
MH: aHTUKOMOHOBI YyacTuHU TPHK B3aemomitrort 3 MPHK i MmaaeHE-
KOIO CYyOOOWHUIIEIO, aKIIEITOPHI YaCTHHU — 3 BEAWKOIO CyOOIHHU-
e (puc. 8.9, 8.10). Pubocoma MicTUTH TPH Taki caiiTu: A-ca#iT,
e BinOyBaeThcs 3B'a3yBaHHd aa-TPHK; P-cafit, ne 3 pubocoMoro B3a-
emomie nmerrrunua-TPHK (TPHK, mo gakoi nmpuemnanuit nenmuoun —
AQHIIIOT, 1110 CHHTE3yeThcsl); E-cafiT (Bifg exit), e micTuThbCcd meami-
HoarmmaboBaHa TPHK mepen ii 3BiAbHEHHSAM 3 pEOOCOMH.
AxuentopHi yactunu TPHK, posramoBani B A- i P-catitax, Habauxke-
Hi ogHa o oxHoi (puc. 8.10, 8.11) i B3aeMOAiIOTh 3 BEAHMKOIO CyOOmU-
HUIIEI0 B 30Hi NeNTHUAUATPaHcdepa3Horo 1eHTpy. KiAbKicTh KOHTAKTIiB
3 TPHK y P-caiiTi € 6iABIlIOIO, HiXK KiABKiCTh KOHTaKTiB, L0 YTPUMYIOTH
moaekyay TPHK B A-caiiTi.

Puc. 8.10. Bup 3Bepxy (rto crpiani Ha puc. 8.9)
Ha CTPYKTYpy pubocomMHu Ta ii CyGOoUHUIIL
y KoMIIAeKCi 3 TproMa Moaekysamu TPHK
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Puc. 8.11. B3aemHe po3srallyBaHHs TphoxX MoaeKya TPHK y pubocomi
(mBi mpoexiii mpuban3HO 36irarThCs 3 IpoeKLigMu Ha puc. 8.9 1 8.10)

Aa-TPHK motpariasge mo pubocomMu depe3 LIAHMHY MiXK CYOOIAMHHIISIMH
(puc. 8.9), poaMmip gK0i MO3Ke 3MiHIOBATHCH YVHACAIIOK PYXAUBOCTi CTPYK-
TYpPHUX eAeMeHTiB pubocomu. Tak camo # po3mip “Bopit”, depes ki TPHK
BUXOUTSH i3 E-caliTa, MoayArO€ETbCA pyXAUBicTIO BUpocty L1.

dyHKITIOHAABHY CXeMy PHOOCOMH HaBeZeHO Ha puc. 8.12: cucreMmy 30-
OpaskeHO B MOMEHT Iepe/ MOAaBaHHSIM YeTBEPTOl aMiHOKHCAOTH 10 AQH-
mrora, 1o cuHTe3yeThbes; nokasaHo aa-TPHK, nentuaua-tPHK i neaminoa-
nuaboBaHy TPHK, 110 3B'a3aHi BignoBigHo 3 A-, P- i E-catitamu. llenTpasb-
Hi caliTH, HaBKOAO SKHUX BiJ0yBaeThbcs BCg poboTa pubocoMu — calTu
3B'a3dyBaHHsa TPHK — dopmyrorbca oboma cybomunuiigmu. Mizxk cyboauHM-
LIMH iCHY€ CBOEpimHE BiTHOCHE pO30LNeHHSI npauyi. MaseHbKa CYOOqUHU-
119, gKa B3aemopie 3 MPHK Ta antukomonoBuMHu yactuHaMu TPHK, Bigmo-
BiJa€ TOAOBHHUM YHHOM 3a OEKOAyIoUy (DYHKIIiI0O pUOOCOMH, a BEAUKA, IKa
B3aeMmozie 3 akienropHuMu yactuHamu TPHK — 3a kaTtaaiTuyHy (QyHKILIO.

Pubocomni PHK cTaHOBAATH ~2/3 Macu pubocoMu # came BOHH BH-
3Ha4aroTh i CTPyKTypy Ta QyHKii. [loainyraeorumuuii aaamor pPHK
YTBOPIOE BEAUKY KiABKICTH NOABIHHHUX CITipased, 3'€MHaHUX MIETASIMU,
IIepeBaKHO IIe INITHUABKHU, ITPOTE BiAOYBAEThCS i CIaplOBaHHS MiXK Bigaa-
A€HHUMHU II0 AQHIIOTY AiAdHKaMH. 3araaOM AAQHIIOT YTBOPIOE CKAAQAHY ITPO-
CTOPOBY CTPYKTYPY, € IOABIiMiHI cIipaai B3aeEMOMiIOTH OfHA 3 OJHOIO Ta
3 OJHOAQHIIOTOBUMH HOiASHKaMH. 30KpeMa, aJeHO3UHU OIHOAQHIIOTOBHX
MIATHOK OOCHUTB YaCTO B3aEMOMIIIOTH 3 MAAEHBKUM JKOAOOKOM IIOABIMHHX
cripaaseit, crabiaizyrodu CTPyKTypy.

Y ckaami 16S pPHK 0AM3BKO IIOAOBHUHH HYKAEOTHIB 3aAYy4Y€HO [0
~60 KOPOTKHX ABOAAHIIOTOBHX AIAGHOK CEPENHBOIO MOBXKHMHOIO BiCiM IIap
oCHOB. Aae 3azBuuaii y ckaazi 16S PHK BumiagoTh, 45 O6iABII-MEHII
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CYILIIABHUX (i3 KOPOTKHUMHU HECIIAPEHUMH MIATHKaMH BCEPEAVHi) IIOABIHHUX
criipaaeii. 3a cBo€r 3arasbHOIO Y-momibHOI0 popmoro 16S pPHK maiike
He BIipi3HAETbCA Bi MaaeHBKOI cyboauHUIN pubocomu (puc. 8.13, mo-
piBH. puc. 8.8) — mpocTopoBa CTPYKTypa YiTKO PO3MIAIETHCSI Ha YOTHPU
CTPYKTYPHi OOMEHH: S5'-KiHIEeBUM (PopMye TiA0 MaseHBKOI CYOOMHHHUII,
OEeHTPaABHUN — nAaT(OPMYy, TaK 3BaHUH 3'-KiHIIeBUU Ma>XKOpPHUH JOMEH —
TOAOBKY, 3'-KiHIIeBUYM MIiHOpPHHH, SIKUM CKAaaeThbCs 3 JOBroi cripaai 44
(mopsakoBUiET HOMEP) i KOPOTIIOI OCTAHHBLOI crripaai 45, dopmye iHTEp-
deiic B3aemomii 3 Beaukoio cybomunuiiero. Ha meti PHK-ckeaeT y ckaami
MaA€HBKOI CYOOAMHHII “HapolIyioTbcs” OiAKM, OomHaAK 3arasbHa Qopma
30epiraeTbcd. [Ipu 1ibomy caiiTu 3B'a3yBaHHd MPHK i anTHKOOOHOBUX Ya-
ctud TPHK dopmyrorseca mnepeBaxkHo 3'-KiHIleBoro 30HOIO 16S pPHK
Maiike 6e3 ydyacti 6iAKiB; B3aemoisa MiXK CyOOOAMHUIEIMH TaKOX Ilepe-
BasKHO 3abes3rneuyeTbcd KoHTakTamu PHK-PHK.

AMIiHOKHCAOTH

BeaAnka
cyboauHuLsa
—

A pallnalingl

TPHK

e Nna N
MmPHK MaaeHnbKa
cyboaununsa

Puc. 8.12. ®yHKIlIOHaABHA CXeMa PUOOCOMH: YEPBOHOIO CTPIAKOIO
IIO3HAYEHO HAIIPAMOK PYXY IIPH TPAHCAAIl, aMiHOKHCAOTH IIPOHYMEPOBaHO
BIAMIOBIHO 40 MOPSAKY BKAIOYEHHS iX 4O AQHIIora

Eykapioruuna 18S pPHK € romoaoriuuoio 16S, Bigpi3HAIOYNCH KiABKO-
Ma BCTaBKaMH.

Y craani 23S pPHK po3pi3HAOTE HIICTh CTPYKTYPHUX OOMEHIB, an€ BO-
HU TiCHO B3a€MOMiIOTH OAWH 3 ogHUM. [lopiBHaHO i3 16S pPHK, 119 cTpyk-
Typa € 3Ha4YHO MOHOAiTHImIOKO (puc. 8.13). Taka MOHOAITHICTH 3yMOBAECHA
TOAOBHOIO KaTaAITUYHOIO (PYHKITI€I0 BEAUKOI CyDOMUHUII — KaTaai3 He IIe-
penbadae KoH(opMAallitHOI PyXAWBOCTI, a HaBIIaKH, BUMarae >XKOpPCTKOCTi
IpoCTOPOBOi opraHizailii. KatasiTHdHa aKTHUBHICTH BEAHUKOI CyOOIMHUIL
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II0OB'd3aHa caMe 3 IEBHOIO 30HOI0 y ckaazai 23S pPHK, gka Takoxk B3aeMo-
nie 3 akuentopHuMu dactuHamu TPHK. TlopiBHaHo HeBeanka 5SS pPHK
Y KOMIIAEKCI 3 IMeBHUMHU PHOOCOMHUMH OiakamMu B3aeMomie 3 23S, ¢op-
MYIOYHU LIEHTPaAbBHUH ITpoTyOepaHelb.

3'-KinneBni 5\
MaXOpHHH N

5'-KinneBui

3'-kinnesui
MiHOpDHHH

16S 238

Puc. 8.13. Pu6ocomui PHK y ckaazni maaenbkoi (2B90) i Beankoi (2B9P)
cybonmuuIlk pubocomu Thermus thermophilus 3 60Ky iHTepdeiicy B3aeMoail
(ax Ha puc. 8.8). YkazaHo cTpykTypHi nomenu pPHK 16S, noBra cnipasb
y cKaazi 3'-KiHIIeBOro MiHOPHOTO OJOMEHY — cIipasb 44

Eykapioruuna 5,8S pPHK € romoaoriuHoio S'-kiHIleBiM 30HI 23S. Y3a-
raai eykapiornuni 28S i 5,8S pPHK, gki yTBOpPIOIOTHP MIITHHUI KOMIIAEKC
MiX coboro, — I1e Hi0H TPOXM ITOOBXKEHa 3a paxyHOK BcTaBok 23S PHK,
poaziseHa Ha ABi HEPiBHI YaCTUHU.

Pubocomni 6inxcu poaMinryroTbca Ha noBepxHi pPHK (BianmosiaHo, i Ha
HoBepXHi pubocommu). Y CKaaai MaAr€HBKOI CyOOOUHUII TAaTdOopMa, LHANHA
MixK 1AaT(OPMOIO Ta N'OAOBKOIO, a TaKOXK iHTepdelc B3aeMomii 3 BEANKOIO
CyOOOUHUIIEIO Maiike He MiCTATh 0iAKiB, KOTPi PO3MillleHi TOAOBHUM YHMHOM
Ha 30BHINIHBbOMY Oo1i cybomamuuti (puc. 8.8). [lo moBepxHi BeAUKOi cybo -
HUIli OiAKM po3momireHi piBHOMipHilIe, xo4ya 30ifHEHUM Ha HHUX € IHTep-
detic B3aemozii 3 Maa€HBKOIO CyOOAMHUIIEIO, i HaBIIaKW, rasenpb L7/12
YTBOPEHHUH KiAnbKOMa KOIisIMU BiAIToBinHUX 6iAKiB 6e3 yuyacti PHK.

Biapmrictes pubocoMHuX 06iAKiB MaIOTh ABiI YaCTHHHU y CBOIM CTPYKTYypi:
rA0OyAy, PO3MillleHy Ha IHOBEpxXHi pHUOOCOMH, i ITO3UTHBHO 3apsIKeHUH
XBICT (HeperyadpHa miAdHKA, IeTAS abo omHa-ABi OKpeMi O-CIripaai), akuit
3aHyproeTbcd B ciTky pPHK i cTabiaidye cTpykTypy ocTtaHHBOI (puc. 8.14).
Y nesarux 0iaKiB raobyaa BiacyTHd. OTKe, yci puboCcOMHi OiAKY (32 BHHSAT-
kKoM L7/12) B3aemopmitors 3 pPHK, xoya He BCi MarOTh BHCOKY CHOpPigHe-
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HicTh no BiabHOI pPHK. 36upanus cybomuHuis pudbocomu 3 pPHK Ta 6ia-
KiB (MOke OyTH 3mificHEHO in vitro 6e3 ydacTi Oyab-sIKUX pakTopiB) BiaOy-
Ba€ETHCA ITOCTYIIOBO, Yepe3 YOTUPHU-TISATH CTaAil: 3B'S3yBaHHA YaCTHHU Oia-
KiB Ha KOXHIiU crazaii inaykye kKoHpopmarltitiny 3miny pPHK y ckaazgi kom-
IIAEKCY, III0 BUKAWKAE CIIOPiAHEHICTh 10 HOBOI MOPILil 0iAKiB.

L4
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Puc. 8.14. IIpukaaau pubocOMHUX GiAKiB
y cTpyKTypi pubocomu (2B90, 2BIP).
YHu3y: B3aemonia 6iaka L15 3 pPHK 23S

F'osoBHA posb pubocomHux 6inKie — IIATPUMYBATHU (PYHKIIIOHAABHO aK-
TuBHY cTpyKTypy PPHK. Xoua pPHK BinmnoBimae 3a maiizke BCi akKTHBHO-
cTi pubocomu, akTUBHOI KOH(opMallii BoHa HaOyBa€e AHIIIE B KOMIIAEKCL
3 pubocomuumu Oinkamu. Kpim Toro, neski 6iaku 6epyTh y4acThb y B3ae-
MOisSIX 3 €AeMEeHTaMH CHUCTeMHU TpaHcadili. Hampuraan, 6iaok S1, 1o
MicTUThCHd MMOOAM3Y Bim caidita 3B'adyBanHd MPHK, cripusie posnaiTaHHIo
OBOAQHIIOTOBUX MIMMHABOK y CKAQi MaTpumi; Kommnaekc S1-S18-S21
B3aemopie 3 MPHK, a Takox ixiniaroprHoro TPHK mpwu imimiamii Tpancaa-
1ii; 6iaok L10 cymicHo 3 meBHOIO miaguHkoro 23S pPHK i 6iakom L11 op-
raHisye caiit 3B'a3yBaHHa G-0iAKiB y ocHOBI crebaa L7/12.
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EaoHrarimamin 1K a

Pobota pubocomu mif 4ac eAoHTallil TPaHCASIli] IToASra€ B IOCAiIOBHO-
My (IOTpHIIA€THO) 3unuTyBaHHI iH(popMmanii 3 MPHK i BianmoBinHOMy mpu-
€OHaHHI aMiHOKHCAOT OO IIOAIIIENTHAHOTO AaHIfora. KoxkeH TakKMM KpPOK
CKAQMIAETHCH 3 TPBOX OMNEpallif, 10 IMHUKAIYHO ITOBTOPIOIOTHCS (e/10H2auyili-
Hutl yurn). LIUKA po3royuHaEeThbCs 3 TakKoi KOHQiIrypaillii cUcTeMH, KOAU
B P-catiti 3maxomuthca mnentumua-TPHK, A-cait € BiabHuM Bim TPHK
i B loro Mexax Ha MaA€HBKIid CYOOOHMHUII pO3TalllOBaHUIl YEeProBUU KO-
[OH, gKuii mMae Oytu BmizHaHuM (puc. 8.15). ITepwa onepauis IIUKAY —
3e'n3yeanns aa-mPHK 3 A-caiiToM. 3B'ss3yBaHHS Ma€ BiiOyTHCH 3 BHCOKOIO
CIIeU(IYHICTIO IIIOA0 B3a€EMOMiH MiXK KOJOHOM i aHTUKOIOHOM — TIABKH
criopigHena no ganoro kogoHa TPHK mae Oytm BimiOpana cucremoro. IIpo-
nec posMimenHs aa-TPHK B A-cafiTi 4acTo CyIIpoOBOAKY€ETHCS AHUCOIIIalli€r0
3 E-caiita geaminoarnavoBanoi TPHK, sgka 3aauinmaacs Tam 3 IIOIEPESHBO-
ro nukAy. HacainkoM 3B'siI3yBaHHS € HaneXXHE PO3TAllyBaHHS aKIEIITOPHUX
gyactuH aa-TPHK i nentuaua-TPHK BigHOCHO oxHa ofHOI Ta KaTaAiTHYHOTO
aKTUBHOTO ILIEHTPY. Y pes3yAbTaTi pubocoMa 3IiHCHIOE Opyay onepauiro —
mpancnenmuodauyiro — IIEPEHECEHHS TenTUanAy 3 nentuaua-TPHK Ha awmi-
HOKUCAOTY y ckaani aa-TPHK. HacaigkoMm € mepebymoBa cuCTeMH: B A-caiiTi
onnHsaeThca nentuaua-TPHK i3 momoBxkeHHM Ha OOHY aMiHOKHCAOTY IIEII-
TuauAoM, y P-caiiti — peaminoammaroBana TPHK. Tpems onepauia -
mpancnokayisi — IOAATaE B IIEPEMIIlIEeHHI PUOOCOMH Ha OAWH KOHOH y3-
noBx MPHK (moaekyan TPHK 3aaunmiaroTscd 3B'93aHUMU 3i CBOIMHU KOZIOHA-
MH), ITiCASI 9OTO PO3MIOYNHAETHCS HACTYIIHUM €AOHTAIlIHHUH ITHKA.

Binbip cepen pisHux Moaekya aa-TPHK Ha mepiiomy erari, KoAu He-
CIIOpiTHEHI MOAEKYAW MAalOTh IIBHUIKO 3BIABHSTHUCS, & TAKOXK PyX PHOOCO-
MU IIpU TpPaHCAOKallii, mependadyaroTh peaaiszalliro reBHoOi “Bimkputoi”, He
JKOPCTKO 3a(iKCOBaHOI, pyXAUBOi CTPYKTYpHOI hopmu pubocomu. Kataais
TpaHCHEeNTHUAAlll, HaBIaK{, BHUMarae XOPCTKoi ¢ikcarii cyOcTpaTiB
y “3aKpUTIH”, KOPCTKiH 1 HepyxauBil ¢opmi pubocomu. EdekTrnBHE BHU-
PillIeHHS IIUX CYIIEPEYANBHUX 3aBIaHb 3aAC€KUTH Bill IIOAETIIIEHHI peaasisa-
il BiZKpUTHUX (pOopM pHOOCOMHU Ha MEPIIOMY Ta TPETHOMY €TallaxX €AOHTa-
OiAHOTO HHUKAY 3aBAdKH ABoM (pakTopam eaoHranii (EF - Elongation
Factors): EF1 (eykapioTu4Huii aHaor ro3HadaeTbes K eEF1 abo eEF 1A,
eEF — eukariotic Elongation Factor) i EF2 (eykapiotn4yHuil aHasor — eEF2).
ObuaBa pakTopu HasexaTb A0 poauHu G-6iakiB, abo GTP-3B'a3y-
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BaAbHUX OiAKiB. IHIII GiAKH IIi€l poAMHM 3aAydeHi 10 6araThboX pi3HOMAaHI-
THUX IIPOIIECIiB, 30KpeMa, € eAeMEeHTaMH acolliioBaHHX i3 MeMOpaHaMu
KAITUHHHUX CUTHAABHHX CHCTEM.

3B'asyBanHsa aa-TPHK

1

ll‘l l Il
E P A

5

TpaHcAoOKaIisa TpaHcHmenTHAALIsS

Puc. 8.15. CxeMa eAOHTaIlifHOTO ITUKAY

Eronzayitinuii paxmop EF1

dakTop EF1 (gacto Takoxk mo3HadaeTbcs gk EF-Tu) — MmoHOMepHUit 6i-
AOK, III0 Ma€ TPU CTPYKTYPHI JOMEHH, — MOXKE iCHyBaTHU y ABOX CTPYKTYP-
Hux craHax (puc. 8.16). CoiBBiZHONIEHHA MiK BIABHUMH €HEPIrisIMH ITHX
CTaHiB, a BiANOBiAHO ¥ IMOBIPHICTL IIepEeBaKHOI peaasizamii ogHOTO 3 HUX,
3aanexxuThb Big Ttuny airapay (GTP yum GDP), mo 3B'a3anuii 3 6iakoM (y IIO-
BHiM BiANOBIAHOCTI A0 cXeMH Ha puc. 2.21). ¥ kommnaekci 3 GDP (ryaHo3uH-
nudocdart) peaaisyerbea BinkpuTa koHpopMmaltis EF1 3 nmopymesumu B3a-
€MOJIIMH MIiXK CTPYKTYPHHUMH noMeHaMmu. 3amina GDP ma GTP (ryanHo3uH-
Tpudocdar) OPUBOAUTE [0 AOKAABHOI KOH(QOpMAaLifHOi mnepedynoBu
B Mexkax GTP-3B'a3yBaAbHOTO IOMEHY, VHACAIIOK 9KOi IIEBHI aMiHOKHUCAOTHI
TPy BUBOAATHCS N0 iHTepdelicy B3aeMosil 3 iHIIMMHU JOMEHaMU — TakKa
B3aEMOid BiAOyBaeThcda i CTpyKTypa “3aMurKaerbcd’. [iapoais GTP (axkuit
3MiHMCHIOETECS 3a IIEBHHUX YMOB caMHM 0iAKOM, OUB. HHUZKYE) IIPOBOAUTH 10
3aMiHU AiraHAY i, BIATIOBIZHO, 10 3BOPOTHOIO epEeMUKaHHS KOH(OpMAILTii.

CrpyktypHa nepebymoBa EF1 € BaxkamBow He cama 1o cobi. GDP-
i GTP-acouifioBaHi CTPYKTYpHiI (POpMH MAaiOTh BIAIIOBiIHO HU3bKY Ta
sucoky cropigHeHicTb 1o aa-TPHK i pubocom: came y BUTAGl mTOTpPifiHOTO
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koMmriaekcy EF1-GTP-aa-tPHK (puc. 8.17) i BimbyBaeThcd 3B'a3yBaHHS
aa-TPHK 3 pufocomMoio Ha mepIIoMy eTalli eAOHTAIliffHOro IHKAYy. [Ipu
ObOMY B3Ke IMOTPIHHUN KOMIIAEKC Biirpa€e poAb AiraHAy, IO IIEPEMUKAE
CTPYKTYPHi cTaHU PpUOOCOMH.

Puc. 8.16. Crpykrypa dakropa EF1 y kommaekci
3 GDP (1TUI) i GTP (1TFT). 3eaeHa KyabKa — ion Mg2*

Puc. 8.17. Komnaekc EF1-GTP 3 aa-TPHK (1B23)

3B'agdyBanHsa EF1-GTP i3 akuenropHoro udactuHoio aa-TPHK (puc. 8.17)
BinOyBaeTbca Binpasy micas aminoaiuatoBauuga TPHK. Ilpu 3aBepieHHi
nporecy B3aemopii 3 pubocomoro (muB. Huxk4Ye) EF1 3xificHioe rimpoais
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GTP, o Beme mo BTpaTHu cropimHeHocti Ta aucorianii EF1-GDP. Ilicag
aucoitiamnii moaekyaa GDP BuricHgeThca 06iakoBuM KodakTopoM EF-Ts
(eykapiornunuii anasor — eEF1B), aguii, y cBoro 4epry, 3aMiHIOETECS Ha
moaekyAay GTP, i 3HOBy BimbOyBaerbcs 3B'a3yBaHHs EF1-GTP 3 HoBoIO
moaekyaor aa-TPHK.

36’a3yeantsn aa-mPHK 3 A-catimom pubocomu

Pone ¢paxkmopa EF1 i 2zidponisy GTP. 11lo6 aa-TPHK moraa motparnu-
TH 00 pubocomH, pubocoMa Ma€ ONMHHUTHCS B IIEBHOMY “BiIKpUTOMY”
CTPYKTYPHOMY CTaHi 3 PO3IIHPEHHUM KaHAAOM MiXK CyOOAUHHUIEAMHU 3 OOKY
crebaa L7/12 (muB. puc. 8.9). Kpim Toro, Taka Binkpura dopma prudoco-
MU He JOIIyCKae ayzke MinHoi B3aemonii 3 aa-TPHK, TobTo crpuse ii aer-
Kill aucorianii B pa3si HeBIANIOBIAHOCTI MiXK KOOOHOM i aHTHKOAOHOM.
OpmHak 3po3yMiso, IO BinkpuTa (popMa puOOCOMH i3 YaCTKOBO IIOpPYIIe-
HUMH KOHTAKTaMU (EHEPTeTUYHO BUTITHHUMH B3a€MOIISIMH) MiXK CyOOIM-
HUIIMHU Ma€ XapaKTepU3yBaTHUCS IIiIBUIIEHOIO BiABHOIO €HEePri€io, TOOTO
€ MaAOUMOBIpHOIO. [HININH BasKAUBHH acleKT IIoAsira€e B TOMYy, 110 Ha eTarli
nepBuHHOTO Imepebopy aa-TPHK 3 pi3HMMH aHTHKOOOHaMH HeoOXimTHO
IIOBHICTIO BHUKAIOUUTHU JAd aklenTopHoi yactTuHU TPHK MoxkauBicTh BH-
IaIKOBO MOTPAIUTH A0 HEeNTUAVATPaHC(EpPa3HOTo IIEHTPY. Y3araai, nad
TakKoro BeaMKoro airaHnay, sk TPHK, icHye kinernynuit Oap'ep acoiiia-
mii / mucormianii: BeAMKa KiABKICTH KOHTAaKTIiB 3 AiraHAOM BHUMAarae yTBO-
proBaTH / pyHHYBaTH IX OJJHOYACHO — IPOMIKHI CTaHHU 3 AIMITOBaHUM Ha-
0OpPOM KOHTaKTIB MalOTh 3a0€3Ie4YnUTH IIPUCKOPEeHHI 000X IporeciB. Poab
EF1 came #i moasirae y BUpIllIeHHI 3a3HaYEHUX IPoOAEM:

e Bszaemomia EF1 3 axkuemnropHoro dyactuHolo aa-TPHK 3aawmirae
TIABKM aHTHUKOIOHOBY YacCTHHY BIABHOIO [ASI B3aeMomi 3 pubo-
comoxo (i 3B'a3aHoro 3 Hero MPHK).

e Ilpu 3B'a3yBaHHI notpiiiHOoro kommnaekcy, EF1 (akui#l npu mpomy
3B'g3aHUHY 3 aKlenTopHOI dyacTuHoio aa-TPHK) B3aemogmie i3 caii-
TOM y OCHOBIi ctebaa L7/12, 10 BUKAIOYAE KOHTAKT aKIEIITOPHO-
ro crebaa TPHK 3 nmentuauaTpasncdepasHUM EHTPOM.

e EF1-GTP mae migBUIIIEHy CHOPIAHEHICTb A0 BiAKPHUTOI POPMHU PU-
6ocomu, To6TO TIOAIOHO mO TOoro, sk GTP mepemmkae KoHpopMma-
niro camoro EF1, morpiiauit kommniaekc EF1-:GTP-aa-TPHK dikcye
BiAKPUTY POpPMYy PHOOCOMH, SIKA CTAE€ €HEPTEeTHYHO BUTITHOIO 34
paxyHOK eHeprii B3aemopiit 3 EF1 (puc. 8.18).

242



Po30in 8. CunTes 6iakiB

OTxke, 3a ymoBu npucytHocti EF1-GTP 3gificHIOeTbCca mIBHAKa ¥ He
ayxke winHa B3aemopia aa-TPHK 3 pubocomoio (rOAOBHHM YHHOM 3a-
Baaku B3aemonii EF1 3 ocHoBoio crebaa L7/12), aka TakoXK HIBUIAKO
3MiHIOETBCS AUCOLialli€lo: BUIIPOOyBaHHS, i Yac SKUX aHTUKOIOHOBA
yactrHa TPHK Hamaraerbcd BIIi3HATH KOLOH. YKIIO TakKe BIIi3HAHHSI
BimbyBaeTbca (muB. HuUXK4Ye), cupankoBye GTPasna aktuBHicTe EF1 —
nicag rigpoaidy GTP dakTop AHCOIlifoe, 10 L03BOASIE aKIIENITOPHIH yac-
TuHi aa-TPHK ocrarTouyHo po3micTurucs B A-calTti.

3B'a3yBaHHd aa-TPHK € BHyTpPIilIHbOIO BAACTHUBICTIO pPHOOCOMHU:
in vitro 3B'd3yBaHHd MOXKe BinbyBatucs 6e3 y4dacTi Oyab-gaKUX (pakTo-
PiB, OCKIABKM CYIIPOBOIXKYETHCHA 3HUKEHHAM BiabHOI eHeprii. [IpoTe mo-
3aaKToOpHE 3B'I3yBaHHS € JOCUTH [IOBIABHUM Yepe3 HagBHICTh Ha HOTro
HIASXY €HEpPreTUYHOro Oap'epa — BHCOKOEHEPreTUYHOTO BiZKPHUTOTO
crany pubocomu (puc. 8.18). Takum yunom, EF1 He 3ymoentoe 3B'a3y-
BaHHga aa-TPHK, a TiABKH cyTTEBO npuckoproe et npoitec. MoxHa cka-
3atu, o EF1 3mificHioe KaTaai3 KOH(popMAallifHUX ITepeTBOPEHL PUOO-
COMHU 3a paxXxyHOK CHOPIAHEHOCTi 40 IPOMIiKHOTO iHTEepMeAiaTHOTO CTaHYy.
Momo rigpoaidy GTP, To BiH moTpibeH Aulle gas 3aMiHH AiraHmy 3 Me-
TOIO M030aBUTHCH Ili€l criopigHeHOCTI ¥ 3abe3nmeynTH aucoriamio EF1
i moBepHEeHHT PHUOOCOMHU OO 3aKPUTOTO CTaHy, HEOOXiJHOI'O OAS HACTY-
OHOI cTamil eAOHTALiffHOTO IIUKAY. AAe 1€ Ma€ BiAOyTHCH AHIIE 32 YMO-
BU BIIi3HAaHHS KOoAOHa aHTHKonoHoM aa-TPHK.

Ynisnanns xodona. Koau mif 4ac NMEPBHHHOIO 3B'93yBaHHS IIiCAd Ki-
ABKOX BHUITPOOyBaHb y Mexkax A-caliTa Ha MaA€HbKi#l CyOOAMHUIL OITMHI-
€TBhCHA HapeUITi KOMIIAEMEHTApHUHN aHTHUKOMOH, MiXK HHM i KOJOHOM Mae€
YTBOPUTHUCH KOPOTKa NoaBifiHa cmipasb. OCKIABKM BOHa KOPOTKAa (TpPH
Iapu OCHOB), TO AOCUTH HecTabiAbHA: KOJOH-aHTHKOMOHOBA B3a€EMOisd
3a MexkaMu pubocoMmu € HeedpeKTUBHOIO. [Ipu nromy pubocoma (nepeny-
ciM MaseHBKa CyOOAWHUIIE) HE TIABKH CTBOPIOE OCOOAWBE CepenoBHILE,
ake crtabiaizye KOMOH-aHTUKOIOHOBY CIIipaAb, ase W CIIpULE ITiABUIIEH-
HIO CHIeIIigdHOCTI — e(peKTHBHO AVUCKPUMIHYE CIIOPifHEHi Ta HeCcropia-
HEHi 10 JaHOr0 KOJAOHY aHTUKOILOHH.

[Ipu yTBOpEHHI KOMIIAEMEHTapHOi moABifiHOI cripaai, 3 ii MareHBKUM
JKOAOOKOM B3a€EMOJIIIOTH MBAa KOHCepBaTHUBHI ameHo3uHu pPHK 16S (3 mo-
psaaxkoBUMU HoMepaMu 1492 i 1493 — posramioBaHi y BEPXHIM YacTHHI
criipaai 44, nuB puc. 8.13), yTBOPIOIOYH BOAHEBI 3B'd3KH 3 2'-OH-rpynamMmu
prb03 HYKAEOTHAIB KOmOHa ¥ aHTHUKomoHa (puc. 8.19). Taka B3aemomid,
10 peaai3dyeTbCcsd AWINIE 3a YMOBH KOMIIA€MEHTApPHOCTI, cTabiaidye mepiiri
IBi (BiHOCHO MO3UIIi¥ KOAOHA) HYKAEOTHAHI IIapH. [pyra HYKA€OTHIHA
mapa OOOAaTKOBO CTabiAi3yeThbCHd, TAKOXK 4Yepe3 MaAeHbKHH 3KO0AOOOK,
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B3aemogicro 3 kKoHcepBaTuBHUM G530 pPHK 16S. Tperda mapa KOZOH-
aHTHUKOAOHOBOI cHipaai Tex B3aemogie 3 neBHUM nutuauHoMm pPHK 16S,
aae 119 B3a€EMOisd MEHII crienudivyHa ¥ [oIMycKae HEeOOHO3HA4YHICTh CIia-
pIOBaHH4 (OUB. Miapo3maia, Ae #aerbea npo TPHK).

Biabna
eHeprisa Biakpura
A dopma
@ )
jo
3akpuTa
dopma P A

-
=3

P A

Puc. 8.18. 3B'a3yBaHHd 3 A-catiToM pubocomu aa-TPHK
y BiabHOMY cTaHi Ta B KoMmmaekci 3 EF1-GTP. Pi3Hi craHu cucreMu
PO3MillleHi Ha Pi3HUX PIBHAX BiAIIOBIAHO 10 iXHBOI BiAbHOI eHeprii.
3eaeHa cTpisKa BKa3y€e ONITHMAaABHUH IIAGX IIPOIECY.
ITokaszaHo TiabKHU ABa cadTu TPHK

Bzaemogii nykaeotuaisB pPHK 16S i3 KOmOH-aHTHKOLOHOBOIO CIIipaAAIO
He TIABKH IMMABUINYIOTH CHEIUMIYHICTE YVIi3HAHHSA KOJOHA, ase ¥ MaloTh
IHIIIUH BasKAUBHH HaCAIIOK. YK mokaszaHo Ha puc. 8.19, maa peaaizarrii
nux B3aemogitt A1492 i A1493 maroTh OyTH IepPeoPi€eHTOBAHUMH BiTHOCHO
cycimHixX HyKAeoTHUOiB. Taka AoKasbHa KOHQopMalliliHa repebyaoBa 3arry-
CKae Kackan KoHdopMmalliiHux 3MiH B iHmmx yactuHax pPHK 16S 3a
“OpUHIIMIIOM AOMIHO”, IO CIIPHUYHHSIE TAOOAABHY KOH(OpMAILifHYy mepe-
OymoBy Bciei MmaseHBKOI cybomuHHIl. 30KpeMa, TOAOBKa CyOOQWHUIL IIe-
peMinnyeTbcd B OiK BeAMKOi CyOoauHUIL (AuB. puc. 8.9), MIITHO 3aMHKAI04YH
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a"HTUKOnoHOBY dyactuHy aa-TPHK Ha rkomoHi MPHK. Ockiabku cyboauHMI
puboCOMH B3a€MOIIOTH MiXK C000I0, CTPYKTypHa HepedynoBa MaA€HBKOL
CyOOAVHUIIL HE 3aAUIIAETHCS HEIIOMITHOIO [IAS BEAMKOi: KoH(opMalliiiHi
3MiHHM BimOyBaroTbcs i TyT. OgHUM i3 pe3yAbTaTiB mnepebyooBU € 3MiHa
B3aemonii mixk EF1 i BinnmoBimHUM caiiToM Horo 3B's3yBaHHA B OCHOBI CTe-
06aa L7/12, aka npuBoauTk no aktuBalii GTPa3u, — BigOyBaeThca rigpoais
GTP, koundopmaiiitina nnepedynosa EF1 i3 BTpaToio CIIOpifHEHOCTI 10 pU-
6ocomu Ta TPHK i gucoriaiia dgpakropa.

»::E-

KOIOOH A A1493
A1492

Puc. 8.19. B3zaemozia B mexkax A-caiiTa Ha MaA€HBKi# cy0oquHUITL
MiXK KOJIOHOM, aHTUKO10HOBOoIO netaeto TPHK i wactunoro pPHK 16S
Yy BHUIIQKY HecrnopigHeHoro (aiBopyd, 1N36 — gpyra
KOOH-aHTHKOOHOBA IIapa OCHOB € HEKOMIIAEMEHTAPHOIO)

i cnopigHeHorO (IpaBopy4, 1IBM) aHTHKOIOHIB

Axomoodauis aa-mPHK 3aBepIlye EePILy CTALII0 EAOHTAIIIHOTO ITUKAY.
[Tepen rigpoaizom GTP posmimenHs aa-TPHK Ha puGocomi cyTTeBO Bia-
pi3HseThCcS Bix “KiHIIEBOI TOYKH® IIPOLECY 3B'sS3yBaHHA — AoKaaizarlii
B A-cai#iTi. Ockiabku catitu 3B'a3yBaHHd TPHK dopmyrorsca aBoma cy6-
ONVHUILIIMH (MaloTh ABI “IIoAOBHHU”), “ocTaToyHU” A-caliT MO3HAYAIOTh
aK A/A. Y ckaani komnaekcy 3 EF1 aHTHKOmOHOBa dacTHHa pPO3MillleHa
B A-caliTi Ha MaA€HBKIM CyOOAMHMUIL, ase aKIENTOpHAa YacTUHA yTPUMY-
€TbCS B OCHOBi crebaa L7/12 Ha Beaukili — Tak 3BaHe A/T IOAOKEHHH
(puc. 8.20). IIpu 11bOMY aHTHKOIOHOBE CTE0AO CYTTEBO BUTMHAETHCH — (PiK-
callig aHTHKOJOHA Ta aKIENTOPHOro credAa MiATPpUMyeE HAIIPY?KEHY KOH-
dopmartiro TPHK. ITicasa rigpoaizy GTP, koau EF1 muconiroe, oguH i3 ik-
caropiB 3Hukae — TPHK, HiOM mpyKuHaA, PO3MPSIMALETHCS, il aKIlenmToOpHE
cTebA0 aBTOMATUYHO OIHHSIETHLCA B A-caiiTi Ha BEAHKIH CyOOOUHUIL —
y 30HI NenTHAUATPaHCpepasHOTo NEeHTPY. EdeKTUBHICTE IBOTO IIPOIIECY
arxomooauii (puc. 8.20) 3aAe€KUTH BiJ XKOPCTKOCTI (pikcallii aHTUKOLOHOBOI
netai TPHK Ha MaseHbKili cybommHUIL. SIKIIO B3aEMOid MiK KOJOHOM
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1 aHTHUKO/IOHOM HE€ € TOBHICTIO KoMIAeMeHTapHoro, aa-TPHK mpocto mu-
Collifoe Big pubocoMH — IIe Apyra (IicAad IIEePBHHHOTO 3B'S3yBaHHS) MOXK-
AUBICTH BHUIIPABUTHU [IOMHUAKY BIIi3HAHHS KOJOHA.

A/A
agkomMozmalisa

xn<I<\A/ T

\

Puc. 8.20. A/T (1QZA) i A/A (1QZB) noaoxenHda aa-TPHK
Ha pubocoMmi [0 ¥ micAs akoMozallil BiAOBiMHO

3azanvHuilt cuenapiii 3e'sizyeannst aa-mPHK 3 pubocomoro 300pa-
2KEeHO Ha puc. 8.21.

Ha mepimomy eramni modatkoBoro Bimbopy aa-TPHK BinbyBaeTh-
cg IIBUAKA acolliallig / aucolianis IIOTPIHHUX KOMIIAEKCIB
EF1-GTP-aa-TPHK 3 Bigkputoio ¢popMmoro pubocomu, ska (PiKCy-
€ThCS 3a paxyHOK B3aeMmofi#t 3 EF1. Binkpura dopma crpusie Ta-
KO3 mucoriallii aeaminoaimmaboBanoi TPHK 3 E-catita pubocoMmu
(He mokazaHo Ha puc. 8.21).

[Tpu yTBOpeHHi KOMIIAEMEeHTapHOI KOAOH-aHTHUKOI0OHOBOI ITOABiH-
HOi crripaai, BoHa cTabiai3yeTbca 3a paXyHOK B3a€MOIN 3 HYK-
aeorugamu pPHK 16S. AokaabHa KoH(opwMmalifina 3miHa 16S,
dKa € HaCAIZKOM IIUX B3a€MOMiN, CIIpaibOBY€E SIK TPUTEP CTPYK-
TypHOI HepebyoOBH CHOYATKy MAaA€HBKOI, IIOTIM BEAHKOI CyO-
OMMHUIIL. YHaCAIOK mepelOynoBuM aHTHUKoAoHoBa mnetad TPHK
JKOPCTKO 3aMHKAa€EThCS Ha MaA€HBbKi#l CyOOQMHMUIN, aKIIEeITOpPHE
crebr0 — Ha BeAHKili y ocHoBi maawsng L7/12, i EF1 nHabyBae
GTPa3H0i aKTHBHOCTI.

lapoaiz GTP po3MUKae AQHITIOT TIOAIH Ha ABI YaCTUHU, POOASTIU
tioro HeoboporHuM. Ilicaa rinpoaidy EF1-GDP pgucoriroe, 3aau-
marogn aa-TPHK y HanpyskeHiti ko opmartii.
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e [laai mpolilec poO3TaAyXKyeThCH: abo, IPHU HEZOCTATHBO MIITHHX
KOMIOH-aHTHUKOJOHOBUX B3aEMO/idX, BimbyBaeTbcd mucolliallis
aa-TPHK, gka moBeprae cucreMy 0 BHUXITHOTO CTaHy, abo 3AiHCHIO-
€TBCA aKOMOJAlLlid — peaakcallia HamnpyskeHoi aa-TPHK, sgka BHBoO-
OUTH il aKIENTOPHUN KiHellb OO MTeNTHAUATPaHC(EPa3HOrO IEHTPY .

IToyaTKOBE BnizHaHHA
09 3B'A3yBaHHA KOZOHA 1
2
(e
T
5l 3! 51 3! 5! 111 1 ’3 3!

P A P A P A
CTpykTypHa
3MIiHa

EF1 puGocomu

. ; ;

2 2
3a 3 4 W
5! If‘l ? 1 9" 5' f? I+ 3! 5! f? I+ 3-
P A . . P A
P A Axromonanis Tiapoais
GTP

Puc. 8.21. Cxema 0CHOBHUX Hoaill npu 3B'a3yBanHi aa-TPHK
3 A-caiitom pubocomu. E-catiTt TPHK He moka3aHO OAs CIIPOIIIEHHS

3arasbHUM HaCAiIKOM IIpOliecy 3B'd3yBaHHs, TAaKUM YHMHOM, € II0BHA ITif-
TOTOBKAa CUCTEMH TPAHCASIIIT 0 HACTYIIHOTO €TaIly €AOHTAITHOTO ITUKAY.

Tpancnenmudayis

Peaxk1iia riepeHeceHHs MENTUANAY — TPaHCHENTHAALlS — IoAsrae B pyH-
HyBaHHI KOBAA€HTHOTIO 3B'd3Ky MiXX KapOOKCHABHOIO Ipymor C-KiHIeBOi
aMiHOKHCAOTH HenTuauay Ta 3'-kiHieBoito OH-rpymoro nentuaua-TPHK
i yTBOpPEHHI HAaTOMICTh HENTUIHOIO 3B'A3Ky MiXK 3BIABHEHOIO KapOOKCHABL-
HOIO TPYIIOI0 Ta aMiHOTPYIIOI0 aMiHOKUHCAOTH y ckaami aa-TPHK. Takum
YUHOM, IIPU TpPaHCIENTHAAllil NeNTHANA IIEPEHOCHUThCS 3 P- mo A-caiita
pubocomu: B A-caiiti ontmHseTbcd nentunua-TPHK i3 momoB:keHUM Ha OfI-
HY aMiHOKHCAOTY IIEIITUAHUAOM, y P-caiiTi 3aaumaerbcs geaMiHOAIIMABO-
BaHa TPHK (nuB. puc. 8.15).

CraHzmapTHa BiAbHA €HEPTid TiApoAi3y 3B'S3Ky MiXK IIEITHUAUAOM
i TPHK omiHmeTbcs IpubANU3HO B —7,5 KKaa/MOAB, €HEPTid Tigpoaidy memn-
TUAHOTO 3B'a3Ky —0,5 KKaa/Moab. OTKe, 3araAbHUN eHepreTHYHUH Oa-
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AaHC TpaHcnenTuaamii ~ —7,0 KKkaa/MOAB: 11€ CIIOHTaHHUH IIpoliec, SKUM
He moTpelye mkepea eHeprii — eHepriro OyAO 3a0MIaIKEeHO IIPU aMiHO-
anuaroBaHHi TPHK (nuB. nigposaia, npucsadenuii TPHK).
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Puc. 8.22. [Iporec nepeHeceHHd NeNTUANAY 3 P-catita Ha aa-TPHK
B A-caiiTi uepe3 iHTepMeiaTHY CIIOAYKY, CTabiAi30BaHy B3aEMO/IIEI0
3 aZleHO3UHOM (A cuHBOTO KoAbOPY) pPHK 23S. AmMiHOKHCAOTHI 60KOBI 3aanmky R
IIPOHYMEPOBaHi B MOPAAKY IIPHUEIHAHHS IX /10 MOAINIEIITHIHOTO AQHIIOTa

[Iporrec TpaHcnenTuaamnii, 1o BinbOyBaeThbca 0Oe3mocepenHbO IIicAd
axkomozaliii aa-TPHK, € HammBuUA4YUM eTarloM EAOHTAIliHOTO IIUKAY.
Karaaiz peaxirii 3miliCHIOETBCS NENTUAVATPAHCPEPA3HUM LEHTPOM Be-
AUKOI cyOomuwHUIli puOOCOMH, PO3TAIlIOBAHUM B OCHOBIi IIEHTPAABHOTO
npotybepanid (quB. puc. 8.8) i PopMyeThCH MENTUAUATPAHCHEPA3HOIO
netraero pPHK 23S. ¥ pagiyci ~18 A Bix cy6erpartis peakmii Hemae xoj-
HOi 6iAKOBOI XiMi4HOI TpynH, TOOTO pubocoma - ye pubosum. Caif, IpoTe,
e pas 3ayBaxkuTH, 110 BiabHa pPHK 23S He Mae KaTaaiTH4YHOI aKTHUB-
HocTi — akTHBHa KoH(opmamia pPHK peaaizyeTbca auilie B KOMIIAEKCI
3 IIEBHUM MiHiMaAbHUM HabopoMm 0iAKiB.
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Peaxkmig TpaHcnenTuAallii IpoXoouTh Yepe3 YTBOPEHHI iHTepMeniaTHol
CIIOAYKH 3 (pOopMyBaHHSM 3B'A3Ky Mixk N aminorpynu aa-TPHK i C, akum
nentuaua npuenHanuii o TPHK, atroMm okcureHy HaOyBae IIpH IILOMY He-
raTUBHOTO 3apdany (puc. 8.22). YTBOpPEHHIO IHTEPMEAiaTy IIepeaye 3axoIl-
A€HHS IIPOTOHA amiHorpynu aroMoM N3 azeHiHy, IO 3HaXOOUTBHCS
B aKTUBHOMY ILIeHTpPi. Aerka ionizamis N3 3ymoBaeHa #Ooro ocobAMBHM Mi-
KpootodyeHHaM y ckaani pPHK 23S, nporoHoBaHuii azot crabiaizye Hera-
TUBHO 3apsmxeHus O. [laai mporoH nepeHocuthbcd Ha 3'-OH rpymny mnemn-
Tunua-TPHK, gka, BiAnoBinHO, crae AeaMiHOAIIMABOBAHOIO — BTpadae
3B's130K i3 C, 3aMiCTh SKOTO OCTATOYHO (POPMYETHCS HETITHIHUN 3B'130K.

MexaHi3aM KaTaaily TpaHCIENITHAALIl € I[IAKOM aHaAOTiYHUM [0 TaKO-
ro 0iAkoBUX (pepMeHTIB (AMB. po3zxia 2): pubocoma 3AiHACHIOE XKOPCTKE
B3a€EMHE OpPi€HTYBaHHS CyOCTpaTiB y aKTUBHOMY LIeHTpi (i 119 obcTaBU-
Ha — €EHTPOIINHUN KaTaai3 — € TOAOBHUM (PaKTOPOM IIPUCKOPEHHS peak-
il TpaHCHenTUAALii), a TAaKOXK 3aBASKH CTBOPEHHIO CIIeH(IYHOTO MiK-
pPOOTOYEHHs IIeBHOI XiMigHOI rpymnu (ameHiHy) 3abe3mnedye crabiaizaitiro
IIPOMiKHOTO BUCOKOEHEPIeTHYHOI'0 CTaHy.

Tpatncaoxayis

PeayarTaToM TpaHCHENTHAALIl € 3HAYHE IIEPEerpPyIlyBaHHS AiraHAIB, 3B'S-
3aHUX 3 pubocomoro: nmentuaua-TPHK omuHsgeThcd B A-caiiti, meamiHoariu-
avoBaHa TPHK — y P-caiiti. YpaxoByrouu HigBHUILEHY CIIOPIAHEHICTb aKIIEII-
TopHOI yactuHu nentunua-TPHK no P-caiita, pubocoma Ma€e CIIOHTAHHO Iie-
pecynytuca B3noBxK MPHK y Hannpamky mo ii 3'-KiHIld, i Take IIepecyBaHHS —
TPAHCAOKAIliSI — Ma€ PO3MOYaTHCHd 3 PyXy BeawKkoi cybommHuni (puc. 8.23).
Ha mpowmixkHi#t crazail BUHUKAIOTE 2ibpudHi catimu A/P i P/E — cranu, KoAu
aknenTopHi yacTuau TPHK yoke 3naxomareca B P (abo E) caiiti Ha Beaukiit
CcyOOAMHUIL, are aHTHUKOIOHOBI YaCTHHU — wie B A (abo P) caiiri.

3po3ymino, 10 pyx CyOOAMHHUIE THepemdadae MOCAAOAEHHS B3aEMOIHN
MiK HUMHU — ITIEBHUH PO30AOKOBAHHH ITiCAS TPaHCIIENTHAALLT, BiIKPUTHUH
CTPYKTYPHHUH cTaH pubOCOMH. 3p0o3yMia0 TAaKOK, IO IOcAaOAEHHH B3ae-
MOl MixK CYOOAMHUIISIMH € €HepreTHYHO HEeBUTiAHUM. BinmoBigHo, xo4a
TPaHCAOKAIlid € BHYTPIIIHBOIO BAACTUBICTIO puOOcoMH i BimOyBaeThCcsd
CIIOHTAQHHO (BiAbHa €HEepPrid 3HHUKYETBCH B KIiHIIEBOMY CTaHi 3a pPaxyHOK
BUCOKOI criopigHeHocti mnentumnua-TPHK mo P-caiita), mBUAKICTE PyXy
€ Iy’Ke TIOBIABHOIO B I103apaKTOPHIN cHcTeMi in vitro, OCKIABKH IIPOLIEC
IIPOXOAUTH Uepe3 MPOMIKHUN BHUCOKOEHEpPreTUYHUH cTaH. In vivo pakTo-
POM IIpUCKOpeHHS mpoliecy € 6iaok EF2 (iHire mo3nadyenHs — EF-G).
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IMEeNTHAHA Beanka
cyboaunuuna
E [P, |A E,|P A~ EoP /A
-> - _I
E [P} |[A IE Pl |A Ef [P l[A
MaaeHBKA
TPHK cyboauHuLIa

Puc. 8.23. Cxema TpaHcAoOKalii pubocoMu
Yepes3 MIPOMIKHY CTaiio TiOpUaAHUX CatTiB

YactuHa moaekyau EF2 e romoaoriynoro 0iaky EF1 — Takoxk Mmae caiit
3B'a3yBaHHa GTP/GDP i Takox B3aeMoi€ 3 BEAHKOIO CyOOQUHUIIEI0 PU-
6ocomu B ocHOBI maablisg L7/12. Aae y cKaazi OiAka € Ile OOWH OOOATKO-
BUH OOMEH, SKUH MIMIKpy€e Hiff CTPYKTYPY aHTHUKoaoHoBoi yactuHUu TPHK, —
CTPyKTypa Oiaka B 11inoMy Haranye komraekc EF1-TPHK (puc. 8.24).

Puc. 8.24. I[ToBepxHa koMmnaekcy EF1-TPHK
(ctpykTypa 3 puc. 8.17) i 6iaka EF2 (2EFG)

dakTop EF2 icHye y npuHaliMHI 9YOTUPBOX CTPYKTYPHHX CTaHaX 3aA€-
3KHO BiJ TUILy 3B'sI3aHOTO AiraHOy:

1) EF2-GTP no3a pub0ocoMor0 — Ma€ BUCOKY CIIOPiIHEHICTD 10 pUOOCOMH;

2) EF2-GTP na pubocowmi — aktuBHa GTPa3a;

3) EF2-:GDP:-P; — micaga rinpoaizy GTP (P; — Heopraniunu#i pocdar);

4) EF2-GDP micaga gucomiaiiii pocdaty — Mae HU3bKY CIIOPiAHEHICTH 10
pubocomu.
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BiabHU# Big Oyab-gkoro airaHgy 6iAOK He Ma€e BIIAMBY Ha TPaHCAOKA-
I1if0, OTHAK y KOMIIAEKCI 3 OyAb-IKUM I'VaHiHOBUM HYKAEOTHIOM (BKAIO-
yao4uu TakoxK aHasoru GTP, mo He MOXKyTh OyTH TimpoaizoBani) dparTop
IIPHCKOPIOE TPAHCAOKAILI0 3a PaxXyHOK CBO€i CIIOPiAHEHOCTI A0 IIPOMiXK-
HOTO BiZKpuTOro craHy pubocomu. [Ipore y Bunaaky rigpoaizy GTP (axwuit
nepeaye OCTATOYHIH TpaHCAOKAIlil) IIBUAKICTE HEepeMillleHHd PHOOCOMU
ninBuIyeThed 11e B ~50 pasiB: HadlepeKTHBHIIINM “cTabiaizaTopoM” Bim-
KPUTOTO CcTaHy prbocoMu BusBaseTbcda opma EF2-GDP-P;.

OTxe, cleHapill TpaHCAOKallili MOXKHa ySIBHUTH HACTYIIHUM YHHOM
(puc. 8.25).

o [licaa TpancmenTuzaallii pubocoma nepebyBae B pPiBHOBa3i Mixk
3aKpUTOI0 Ta BinkpuToo ¢opmoro. Tiabku apyra gopma 3mgaTHa
IO TpaHCAOKallii, are BoHa y ToH caMuil yac € 6iAbIll BUCOKOEHEP-
TeTUYHOIO — pPiBHOBAra 3CyHyTa B 0iK 3aKpHUTOI (POPMH.

e Biaemogias 3 EF2:GTP crabiaizye Bigkputry dopMmy pubGOCOMH.
[IIBuako micas 3B'd3yBaHHA, 3a PAaxXyHOK B3aeMojii 3 calTom
G-6iakiB y ocHOBIi crebaa L7/12, EF2 nadyBae GTPa3Hoi akTuB-
HocTi — BimOyBaetbcda rigpoaiz GTP i nepexin EF2 y cTpykTypHY
dopmy, 110 Haie(peKTHUBHIIlIEe CIIPHsIE PO30AOKYBAHHIO PHOOCOMH.

e Y po3baokoBaHi# ¢opmi pubocoma pyxaeTbcs B3noBk MPHK
(3B'a3ok MPHK 3 moaekyaamu TPHK 36epiraerbcsi, ToOTO BOHA Ie-
peMinryerbcd Takoxk BinmHocHO TPHK). Lle#t pyx € OpoyHiBCBKUM
(omHOMIipHA nU(Yy3id Hix Oi€l0 TenAOBUX (PAYKTYALlil), ase COpPia-
HeHicTs nentunua-TPHK mo P-catita poOUTh HaIpPIMOK MO0
3'-kinng MPHK 0iabin imoBipuuM. Kpim Toro, “rPHK-momiGmHumit”
cTpyKTypHU#l nomeH EF2 B3aemomie 3 Maa€HBKOIO CyOOOHHUIIEIO
B Mexax A-cadiTa, CIPHUGI0OYHN BUTICHEHHIO 3BiITU aHTHUKOIOHOBOL
gyacTuHU nentuaua-tPHK.

e OpmgHOYACHO 3 IepeMillleHHAM, i He3aAeXXKHO Bim HBOro, BimOyBa-
€ThbCsS Aucolliallia HeopraHidHoro dgocdary. EF2, gakuii 3aaumia-
€TbCcd B KoMIlaeKci 3 GDP, BTpadarodu CIIOpiAHEHICTH, AHCOILIIIOE
Big puboCcOMH, SIKa, y CBOIO YePry, IIOBEPTAETHCH [0 3aKPHUTOTO
CTPYKTYPHOTO CTaHY.

Y pesyabTarTi cucremMa € TOTOBOIO [I0 HACTYIIHOTO €AOHTAIlifHOTO ITUKAY:
HOBHUH KOJOH ONMHUBCS B A-caiiTi, caMm A-caliT € BianbHUM Bim TPHK.
HeawminoarnimaroBana TPHK, gaxka B pesyabTaTi TpaHCAOKaIllii ONMMHUAACH
B E-caiiti pubocomu, Moke MHCOILiIOBATH 3BiATH Bimpasy, abo 3aAHIIUTH-
csI 10 eTamy 3B'a3yBaHHs HacTtynHoi aa-TPHK.
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Puc. 8.25. [TocAifOBHICTE OCHOBHUX HOMiM IIPU TPAHCAOKAIlil pubocomMu

Onucani MexaHi3MH (PYHKIIIOHYBaHHS PHUOOCOMHM IIiJ] Yac €AOHTallilfHo-
r'o IIUKAY [O03BOASIIOTH CTBEPKYBAaTH, III0 prOOCOMa MIpAaIlioe 3a IIPUHIIU-
IIaMHU MOAEKYASIPHOI MAalllMHU (OWB. PO34iA 2) — IPUCTPOIO, IKHH 3 BUCO-
KOIO IIBUAKICTIO (y cepenHboMy 10-15 eaoHraumifHHX LIHMKAIB 3a CEKYHAY)
i TouHicTIO (WacToTa MOMHAOK ~10-4) 3xiticHIoe OiakoBuE cuHTe3. [lig yac
€AOHTAIliHOTO ITMKAY pHbOCOMa OCIHAYE MiK 3aKpPUTHM CTPYKTYPHHUM
cTaHOM, dKUH 3a0e3redye KaTaai3 peakilii HapoIyBaHHS aMiHOKHUCAOTHO-
IO AQHIIIOTA, i BIAKPUTUMHU CTaHaAMH, B 9KUX 3OiMCHIOETBECA CIIeNU(PIiIHTHN
Bimbip aMiHOKHCAOT 3TiHO 3 T€EHETHYHUM KOIOM Ta MEPEMIITIEHHS PUOO-
COMH B3I0BX MaTpulli. [lepemMrkanHsa KoHpopMallifi 3aA€KUTH BiJ B3ae-
Momi#t 3 dpakTOpaMHU eAoHTallii, gKi (PIKCYIOTh IIPOMIiXKHI BiIKPHUTiI CTaHU
pubocomu, 3abe3rnedyrodn MPUCKOpPeHHS IepebynoB. igpoai3 nBox moae-
KyA GTP mif wac eAoHraiftHOTO MUKAY BHKOPHUCTOBYETBHCS [IASI 3BiAbBHEHHS
dakTopiB i TTOBEpHEHHS PHUOOCOMHU OO0 3aKPUTOI KOPCTKOI KOH(opMAaIlii.
PymriiiHOIO CHAOIO OAd IlepeMilleHHsT pubocoMu Ta i YaCTUH € XaOTUYHUH
TEIIAOBUM pPyX, ase MOAEKyAsSpHa KOHCTPYKILis pubocomu, ii B3aemomii
3 TPHK, matpuiiero Ta pakTopaMu eAoHTallii, i 3MiHH IINX B3aEMOMIIN yHa-
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CAIJOK XIMIYHHX peakliil (TpaHcnentuaailid, rizpoaiz GTP) 3amaioTh meB-
Hy TPAa€KTOpPil0 PyxXiB i KaHAAi3yIOTh iX y MNE€BHHUX HalpsaMax. AHAAOTIYHI
MeXaHi3MH BUKOPHUCTOBYIOThCS H IIPH iHiliamii Ta TepMiHaIlii TpaHCASIIii.

Inirriartist TpasCAALIi

PozmounmHaTHCA ITPOIIEC €AOHTAllil TPAHCASINI Ma€e 3i CTAPTOBOTO KOIO-
"Ha MPHK, i B mepiiomMy eaoHralifHOMYy IIMKAi, KOAM HeMa€ IIEeIITHIUA-
TPHK y P-caliti, skack crapToBa — iHiljiatropHa — aa-TPHK Mmae BukoHyBa-
TH 110 poab. OTIKe, CyTHICTB iHiIiaIlil rmoasarae B:

1) ymmisHaHHiI CTapTOBOTO KOMOHY, IKHH 3a/la€ MOYATOK 1 paMKy 349UTY-
BaHHS iHpopMaIrtii;

2) 30upanHi pubocomu 3 aABoX cyoomuHunk Ha MPHK y 30Hi cTapToBOTrO
KOJIOHY;

3) 3aBaHTazkeHHi iHiniaTopHOi aa-TPHK Ha cTrapTOBUM KOHOH i BOIHO-
qac y P-caiiT pubocommu.

CTapTOBHUM KOJIOHOM BHCTyIIa€ 3/1e6iabIioro MeTioHiHOBUHE KonoH AUG,
BiamoBimHo, iHimiaTopHoO € 3aBx)au Met-TPHKMet (imgekc “i” BKasye Ha
Te, IO 1Ie — came iHiyiamopHa MmeTioHiHOBa TPHK, T0oOTO BOHA Bimpi3Hd-
€TBCS 3a CBOEIO CTPYKTYpoIo Bixm 3Buuatinoi TPHKMet gxka BUKOPHUCTOBY-
€ThbCd IIPU eaoHralrii). ¥ mpokapioTiB, Ha BigMiHY Bim eykapioTiB, ami-
Horpymna MertioHiny iHimiaropHoi TPHK € ¢opmiaroBanoo (N-dopwmia-
MmeTioHiH, f

o}
H,N—CH—C—OH H—!!—HN—CH—C—OH
CH, CI?Hz
CH, (I:H2
L Met L f-Met
le CI>H3

Puc. 8.26. MeTioHiH i N-chopmiamMeTioHiH

MexaHizMu iHiITiaIlii TpaHCA4Ilii CyTTEBO BiAPi3HAIOTHCA y IIPO- Ta eyKapi-
otriB. Eykapiornuyna MPHK micasg cuHTeE3y TpaHCHOPTYEThCS 3 sapa A0 ITUTO-
naa3Mu, ae ¥ BimOyBaeTbed iHiriaris. Koxxaa moaekyaa MPHK MicTHTE TiAb-
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KM OJHYy pPaMKy 34YHUTYyBaHHH (OOUH CTApTOBUH KOIOH), €EAEMEHTH CHCTEMHU
iHimiamii B3a€eMOIIOTE CIIOYATKy 3 KEIOM Ha S'-KiHIII MOAEKYAH, IIICAS 9OTO
BimOyBa€eThCsI CKAHYBAHHS MAaTPHLI 3 METOIO IIOIIYKY CTAaPTOBOTO KOIOHY —
iHimiaria BigOyBaeTbCd 3a TaK 3BAHUM CKAHYHOUUM MEXAHIZMOM.

[IpokapioThyHa TPAHCALINS TICHO V3TOMXKEHa 3 TPAHCKPHUIILIEIO
i BinbyBaetbca nix yac cuHTedy MPHK (quB. poszia 5). ITpu nromy mMPHK,
110 CUHTE3YEThCs Ha OIIepOHAaX, YacTO MICTUTH KiAbKa IIOCAITOBHUX pPaMOK
34YMTYBaHHS 1 KiAbKa CTApTOBHX KOMOHIB. IHimiarlig tTpaHcadailii BinOyBa-
€ThCS OKPEMO Ha KOXKHOMY 3 HUX ycepenauHi MPHK, i BnisHaHHS 1UX cTa-
PTOBUX KOIOHIB HE 3aA€XUTh BiJ IXHBOTO pPO3TAIllyBaHHS BiTHOCHO
S'-KiHIFg MaTpPULi — BHYMPIULHS THIYIAYLSL.

Iniyiayis mpancaayii y npoxapiomie

[TocaimoBHICT, mToOMii, III0 BiOOyBalOTbCA TIPH iHIIHAIi TpaHCcAsIil
y IpokapiotiB, moka3zaHo Ha puc. 8.27. Pubocoma BCTymae B IIPOIlEC y BH-
TASIZTi ABOX OKPEMHX CyOOIMHUILG, UCOLIMOBAHUN CTAH AKUX ITiATPHUMYETHCSI
3aBagaru 6iakoBoro ¢pakTopy IF3 (IF — Initiation Factor), 3B's3aHoro 3 maae-
HBKOIO cyOomuHmner. Y npucytHocti IF3 3 MareHBKOIO CyOOOUHHIIEIO 3B'd-
3yeThcs TaKoXK 0inoK IF1, axuit 6aoKye 30HY MaiiOyTHBROrO A-catita TPHK.
[TorpifiHu# KoMIIAeKC MaaseHbKa cybomunuiig-IF3-IF1 e cybcrpatom
B3a€EMO/Iii 3 TpbOMa HACTYIIHUMU eAeMEHTaMU:
o daxkrop imimiamii IF2 — G-06iA0K, IKHH 3B'd3y€ThCA 3 MAAECHBKOIO
cybomuHHIeI0 pubocomu B kKommaekci 3 GTP i memio Haramye 3a
CBOEIO CTPYKTYPOIO eAoHTalliinui paktTop EF2.
e ImimiaTropua moaekyaa TPHK — f-Met-TPHKMet, apTnKOmOHOBA 4a-
cTUHA 9Koi B3aemogie 3 P-caiiToM MaaeHBKOI CyOOOUHUIL, OCKIABL-
KU A-caliT € 3a6A0KoBaHUM (parkTopoM IF1.
o wMPHK, gka B3aeMomie 3 MaA€HBKOIO CyOOOUHUIICI0 TAKHUM YHHOM,
II0 CTAapTOBUH KOMJOH pO3MillyeThbcsl B 30HiI P-cadiTa. 3arasom
3 MAA€HBKOIO CyOOMUHUIIEI0 B3aeMoie miadaka MPHK moBzKuHOIO
~30 mykaeotuniB. CrnenudidyHe poO3MillleHHS CTapTOBOI'O KOJOHA
B P-caiiti 3abe3nedyyeTbcss KOMIIAEMEHTAPHUM VIII3HAHHAM MiX
niagakoro pPHK 16S (y 3'-kiHIEeBiM 30Hi) i KOHCEpBATUBHOIO NO-
cnidogHicmio Ilatina — Jdanveapro (John Shine, Lynn Dalgarno),
garka po3mimeHa B MPHK 3a 5-9 HyRAeOTHIB BiJ CTAapTOBOrO KO-
JOHA B HaIpPAMKy Oo S'-KiHig. Came HadgBHICTH ITOCAITOBHOCTI
[Taiitna — [aaprapHo # pobuth maHuii kKomoH AUG crapToBHM,
Biapi3HAI0YM HOr0 BiZl 3BUYaifHOTO METIOHIHOBOTO KOJOHA.
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Puc. 8.27. IlocAiJOBHICTL OCHOBHUX ITOIiH
npwu iHimianii TpaHcaanii y mpokapiotiB

3B'93yBaHHS Ha3BaHUX TPHOX EAEMEHTIB, sIK€ IIPUBOAUTH OO YTBO-
PEHHS IMPEiHiIliaTOPHOr0 KOMITAEKCY, BiJOYBaEThCSI HE3aAEKHO OIHH Bif
OZTHOTO i B OyAb-IKOMY IOPAAKY, 30KpeMma iHiniaropHa TPHK B3aemonie
3 IIpeiHiiaTOPHUM KOMIIAEKCOM HE3aA€XKHO BiZl CTApTOBOro KOIOHA.
HactynHuM KpoKOM € BIIi3HAaHHA KOJOHA aHTHKOOOHOM y P-caiirti, mo-
AermryBaHe akTopamu I[F2 i IF3. YTBopeHHsa KOOOH-aHTHKOIOHOBOI
noABilHOI cmipaai iHAYKye KoHdoOpMalliliHy 3MiHy Maa€HbKOi cybomu-
HUIi, YHaCAiOK $gKOi BinOyBaeThbcs 3BiabHeHHs dakrTopiB IF1, IF3
i 3B's3yBaHHsa BeAuKoi pubocomHol cybomuuHuIili. Blaemonmia Mmixk BeAu-
Koio cybonmuHuneno Tta IF2 inaykye GTPasHy akTHBHICTH OCTaHHBOTO:
BinmbyBaerbcda rinpoaiz GTP Tta gucomiaria IF2.

Y pesyabTaTi cucreMa TPaHCALIli € TOTOBOIO OAS IIEPIIIOTO €AOHTAllii-
HOro IIUKAY: A-caiiT HarorotoBi nputinatu aa-tPHK 3 gpyroro aminokwuc-
AOTOIO TIOAIIEIITHIHOTO AQHIIOTa, HA Ky IIPH TpaHCIenTHaamii Oyxe re-
peHeceno f-Met 3 iximiaropuoi TPHK.
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Iniyiayisa mpancaayii e eykapiomie

Eykapiornyna pubocoma I103a IIPOIIECOM TPAHCALAIIl TAKOXK MAUCOLLi-
HoBaHa Ha ABi CYOOAWHUIL, 3aBASKH B3a€EMO/ii MaaeHbKOI 3 paKTOpOM
elF3 (craamaerbca 3 9-11 cybommHHIB). Kpim TOro, mucoiifioBaHui
cTaH CyOOAWHUIE HiATPUMYETBHCS KiAbKOMAa iHIIMMHU (PaKToOpamH, IO
B3aeMO/il0oTh 3 MaaeHbKolO (eIF3C) i Beaumkor (elF6) cybomuHUIIIMH.
3 KoMIIA€eKCOM MaaseHbKa cybomunung — elF3 3B'adyeTbca noTpiltHUM
KoMIAeKc iHiniaropHa MmetrioHiHoBa TPHK — eIlF2:GTP (elF2 € anaaorom
¢dakTopa eaonraiii eEF1).

elF4E
eIF2GTP

TMet-TPHKi AAAAA

Ker

o

AAAAA

Puc. 8.28. [locAifOBHICTE OCHOBHUX ITOIiH
npwu iHimiamnii Tpascaanii B eykapioTis.

[TapasearHO (puc. 8.28) BimOyBaeThCcd BIIi3HAHHA Kerla Ha S'-KiHIIi
MPHK dakTopamu inminianii rpynu elF4: cybomununga elF4E 3B'a3yeTbcs
3 kenoM, elF4G € CTPYKTYypHHUM MOIYAEM, IO 3abe3redye IIiAiCHICTH
KOMIIAEKCY Ta HOro B3a€eMOil0 3 IHIIIMMH eAeMeHTaMu iHimiarii, elF4A
€ ATP-3anexnoro PHK-reaikasoro, paktop elF4B (He mokaszanuit Ha puc. 8.28)

256



Po30in 8. CunTes 6iakiB

B3aemomie 3 MPHK, crumyaroe ATPa3zHy akKTUBHICTB reAikasu i Ipu CKaHy-
BaHHiI MPHK Gepe y4yacTh y BIi3HaHHI CTAPTOBOTO KOZIOHA.

HacTtymHUM KpoKOoM € 00'€qHaHHS KeIl-acOIL[ifOBAHOTO KOMIIAEKCY
3 TAKHUM, III0 acOLliioBaHU# 3 MaA€HBKOIO cyboamHuIero (iHimiaropaa TPHK
Mae OyTH IIPUCYTHBOIO HA MAAEHBKIi#l CyOOAWHHUII, III00 I OCTAHHS MOTAQ
IIpUENHATUCS 10 Kelly). EeKTHBHICT, yTBOPEHHS 1IBOIO IIPEiHilliaTOpPHOIo
KOMIIAGKCY Ha KeIli MiICHAIOETBCH 3a PaxyHOK B3aeMomii polyA-3B's3aHuX
0iakiB (PABP) 3 elF4G: polyA-niocainoBHicTs Ha 3'-kinni MPHK Takox mnpu-
€OHYETHCS OO IIpeiHiliaTopHOro KoMIAeKcy, 3amukarodu MPHK y Kiablie.

Iaai 3a paxyHOK reaikazHoi akTUBHOCTi elF4A mnpeiHiliaTopHUH KOM-
IIAEKC (3aamninarodyu Ha Kemi aunie elF4E) nmoumHae TpaHcaoKaliio: elF4A
3aiticHioe rigpoaiz ATP i mepecyBaeThcs B3noBx MPHK y HanpaMmky mo
3'-KiHIIgI, OMHOYACHO PYMHYIOYH ABOAAHIIIOTOBI HINMHUABKHU, SIKIIIO BOHHU 3Y-
crpivarorecda. [lim gac TpaHcaokallil mpeiHiiaTOpHUNE KOMIIAEKC CKaHy€e
nocaigoBHicTe MPHK, mepeBipsroun ii Ha HasgBHICTH CTAPTOBOrO KOMIOHA.
30BciM He 000B'A3KOBO ITpH IboMy mepmiuii KogoH AUG, 1o 3ycTpidaersb-
cd, CIpUMMaEeTbCca IK CTApTOBHH. YIIi3HAHHA CTApTOBOTO KOJOHA 3aAse-
JKUTH Bi, KOHTEKCTY IIOCAITOBHOCTI, B 9Kili BiH po3raimnoBanuii. Hatikpa-
MM KOHTEKCTOM, SKUH MaKCHUMaAbHO CIIPHUSE iHilialii TpaHcadallii, € Tak
3BaHa nocnidogHicms Koszak (Marilyn Kozak): GCC(A/G)CCAUGG.

YmizHaHHYA CTapTOBOr0 KOMOHA BHKAWKAE BiAINIOBimHI KoHpOpMaIiiiHi
3MiHN KOMIIAEKCY, 3BiAbHeHHd ¢pakTopiB elF3 i elF4 (ocranHi#l moBep-
TaeTbCcd Ha Ken pa3oM polyA-miagukoro MPHK), npuemHanHa BeAMKOi
pubocomHuoi cybonunuuii Ta nuconiamnito elF2-:GDP micag rinpoaizy GTP.
Huconiartia elF3 i elF2 moaermyeTbea pakTopom elFS. Pubocoma micas
IIbOTO BCTYyIIa€ B €Tall €AOHTrallii TpaHcAdIlii, a Ha Kelli NOYHHAa€eThCH
30upaHHd HACTYITHOI prbocoMu.

Takum uywmHoMm, Ha MPHK omHO4YacHO mpallioe KiabKa pubocoM, sKi
YTBOPIOIOTH TaK 3BaHy noJsicomy (puc. 8.29). 3allMKA€HHS I10AICOMH:
1) cripuge 3aaydeHHIO 3pyHMHOBaHOI IIpH TepMiHaIlil TpaHcadali y 3'-KiH-
nesiti 3oui MPHK pubocomu mno HoBoro payHmy iHimiarii; 2) 3abesmnedye
pomaTkoBuH 3axucT 3'-KiHug MPHK (yHacaimok #oro B3aeMomii 3 KeIl-
acouifioBaHUM KOMIIAEKCOM) BiZl HyKAe€as3HOI Aerpazailii; 3) migBHIlye Ha-
OIHHICTE CHCTEMHU TPaHCALIll — oCcKiabKU aerpaznailis MPHK mozke posmo-
YUHATHUCA TiABKHM 3 3'-KiHIF (IUB. PO3MiA 7), AUIIIE TIOBHOIIIHHI MaTpHIL,
10 MiCTATh POlyA-TIOCAIOBHICTEH (I aBTOMaTHUYHO — KOAYIOUY YaCTHHY)
3aAy4arThCd 10 0iIAKOBOT'O CHHTE3Y.
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O
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Puc. 8.29. [{upkyaspHa Imoaicoma

Tepminanist Tpancasii

TepwmiHalliss 6iAKOBOTO CHHTE3y 3MiHCHIOETHCS 3a MOMIOHOIO MIAS IIPO- Ta
eykapioTiB cxemoio (puc. 8.30). Koan micag 4eproBoro €AOHTALiHOTO ITH-
KAy (IKWU cTaHEe OCTaHHIM) B A-caliTi ONMMHAETHCH OOUH i3 TPHOX CTOII-
KOJIOHIB, BiH yITi3HAeThCa (pakTopoMm TepMiHarii Tpancaanii RF1 a6o RF2
(RF — Release Factor) — :xxonaa TPHK He MicTUTh BigIOBiIHUX aHTUKOIO-
HiB. lle#i ¢akTop perpyrye mo pubocomu kommaekc RF3-GTP (amasor
EF1). Ilix mi€ro oCTaHHBOTO CIPAIBOBYE IMENTHAUATPAHC(EPA3ZHUH LIEHTP
pubocoMmy, HaMararm4duCh 3OiHCHUTH ITepeHEeCeHHs IenTHAUAy. OCKiABKU
B A-caliTi HeMae 3BH4YaHHOro cybcTpaTy TpaHCcHenTHaallii, BigbyBaeTbcs
IIepeHeCeHHsI Ha MOAEKYAY BOOU — TiZpoai3 3B'da3Ky C-KiHIIEBOi aMiHOKHC-
AOTH 3 pubo3o1o0 y ckaani nentuaua-TPHK. Ha 1ibomy 3akiHUyeThCH BAaCHE
TepMiHallid TpaHCA4Lil — 3 pubocoMHU 3BiABHAETHCH IoAinenTun. HacrymnHi
oIl CTOCYIOTBCH B3KE ITiATOTOBKHU PHOOCOMU O HOBOTO PAYHIY TPAHCASIIII.

[Ticag rimpoaizy GTP 3miticHioeTbCa gucolriamida pakTopiB TepMiHAILl Ta
3B'A3yBaHHS 3aMiCTb HUX QakTopa BimHOBAeHHS pubocomu RRF
(Ribosome Recycling Factor) i dakTopa eaonranii EF2 B kommnaekci 3 GTP.
CywmicHa mig nux ¢akTopiB y KoopauHallii 3 rinpoaizom GTP cnpuyunnzsge
JHCOIliallifo pUOOCOMHHUX CyOOAMHUIIE. |3 MAA€HBKOIO CYOOMHUIIEIO 3aMiCTh
auconirioBannx RRF i EF2 3B'a3yerbca aktop iHimiamii Tpancagrii [F3
(akmi#, TaKUM 4YMHOM, MOXKHa BBaXKaTH TaKOX i1 (pakTopoM TepMiHallii).
IF3 copuse BusBoaeHHio TPHK i MPHK 3 masenbpkoi cyboaunuili # 3amo0i-
ra€ B3aeMofil MiK CyOOONMHHUIIMHU. Y pPe3yAbTaTi CyOOAWHUIN PHOOCOMHU
3HOB MOXKYTb 3aAyIHUTHCS [0 iHimiamii TpaHcAdIii.
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RF3 *GTP

UAG . RF1/2
UGA
5' 3’

IF3

Puc. 8.30. IlocAifoBHICTE OCHOBHUX HOAIH IPHU TepMiHallil TpaHCASITii

Peryasiiis TpaHcasiiii

[Tpokapiornyraa MPHK mae mocuTh HEBEAMKHH Yac KUTTS — IPAKTUIHO
BOHA iCHYyE€ i yac TpaHCKpPUIILi Ta Binpasy micaa Hel. Peryasmia ekcope-
cii reHa y mpoKapioTiB 34iHMCHIOETHECH IIEPEBAKHO Ha PiBHI TPAHCKPHIILLi
(xoya 6iAKOBUY CHHTE3 MOKe OyTH 3aAy4EHUM [0 TaKOl PeryAdliii — aAuB.
po3mia S5). [ad eyKapioTiB PETyASIlisS TPAHCASINI €, HABIIAKU, AysKe BaxK-
AUBHUM OKPEMHM €A€MEHTOM 3araAbHOI peryasdilii ekcrpecii.

Pezynauis na pieni iniuiauii mpancnayii — e oaVH i3 HaliBaXKAU-
BimmMx mexaHi3MiB. EdekTuBHICTL iHimiarmii TpaHCAdIlii 3aAeXUTh Ha-
camIiepen Bim:

e KOHTEKCTy IIOCAIIOBHOCTI, B gKifi 3HAXOAUTHCHA CTApPTOBUM KO-
OOH — BIOAXHMAEHHA LIBHOTO KOHTEKCTY Bin mnocaimoBHOcTi Kozak
(omB. BHIllE) yTPYAHIOE BIIi3HAHHS CTApPTOBOI TOYKH i, BiAIIOBiAHO,
3YMOBAIOE HEOOXiMHICTh TO3UTUBHOI PETYASILi].
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e Bincraui craproBoro KozmoHa Big S'-KiHng mMPHK — moBre ckany-
BaHHS MaTpUlli mif yac iHimianii nigBuIiye AMoOBipHICTE pyHHY-
BaHHS IIPEiHIIIaTOPHOTO KOMIIAEKCY.

e HagBHocTi / BiICYTHOCTI ABOAAHIIIOTOBUX IIIIHUABOK Yy S'-KiHIEBIiH
30oHi MPHK, 110 He TpaHcAO€ThECA (AUB. puc. 7.10), gKi raAbMyIOTb
IIPOIleC CKaHyBaHH4.

e [IpucytHOCTi / BiACYyTHOCTI peryAaTopHUX OiAKiIB, SKi 3B'93yI0ThHCH
y S'-KiHIIEeBiH 30Hi.

Kpim Toro, y mesarux Bunagkax (PHK mikopuasipyciB, MPHK dakTopiB
pocty ibpobaactiB) mmporec iHimiamii BinbyBaeTbcsa 3a e(peKTHUBHUM BHY-
TPIITHIM MeXaHi3MOM He3aAeXXHO Bi/l CKaHyBaHHsS: 3aBAsKHU HasBHOCTI
ocobauBux mocaimoBHocTei (IRES - Internal Ribosome Entry Site), mio
Ge3rocepeHBO BIIiI3HAIOTHCS €AEMEHTAaMU CUCTEMH iHiIarii.

OpuH i3 mpHUKAaiB y4dacTi 0iAKiB y HeraTHUBHIH peryadqini ixiriartii
TpaHcAadllil HaBeneHo Ha puc. 8.31. Binrok, 9KUN yTpPHUMy€E 3aAi30 B Kai-
THUHI — PEPUTHUH — Ma€ 3'IBASITHCS HETAWHO ITiCAd IIPOHUKHEHHS B IIUTO-
IIAa3My IIBOI'O HeOOXiMHOTo, ase OTPYyHHOTO y BIABHOMY BHUTASIZII MiKpoO-
eaeMeHTa. Tomy MPHK depuTuHy 3aBXKAU MICTUTBCS B IIUTOIIAA3Mi,
y BiOCYTHOCTI 3aai3a — y HEaKTHUBHOMY CTaHi. [HakTHBallia 3a0e3rnedyeTbcsa
3a paxyHOK 3B'sI3yBaHHs pernpecopa (axuii OAOKye MIpollec CKaHyBaHHS)
31 OIMTUABKOIO ¥ S'-KiHIEBil 30Hi.

AKoHiTa3a

AAAAAA
f\ PepHTHH
&

€
\_/'.

AAAA
Puc. 8.31. Peryagqiiia cunte3y pepuTHHY

9k pempecop BHCTyIlae akoHiTaza (oguH i3 pepmeHTIB KAy Kpebca
(Hans Adolf Krebs)). [Ipu mosiBi 3asiza BOHO 3B'SI3y€TBHCH aKOHITA3010, III0
BHUKAUKAa€E 3BiAbHeHHS akoHiTaszm Big MPHK i, 9K Hacaigok, akTuBallilo
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TpaHcadalii pepuruHy. CHHTE30BaHUH (PEPUTHH 3B'd3y€ 3aAai30, 3abuparo-
4M HOro B aKOHiTa3y, sika rnosepraerbcss Ha MPHK i 3yniuHsie TpaHCAAILiTO.

MimenH!o rao0aAbHOI peryaduii Ha piBHI iHimiaii € TakoX QakTopu
igimianii. Hampukaan, docdopuatoBannsa / aedocdopuatoBanug elF-2
IPUBOAUTH, BiATIOBiAHO, M0 Horo AeakTuBauii / akTHUBAILii.

Kpim peryagTopHuX 0iAKiB, 4O PeryAsIlii TpaHCALIll 3aAy4aroThbCs Ta-
kox MaaeHbKi PHK. Cepen HUX € Taki, III0 MalOTh CTUMYAIOIOUNH BIIAUB
Ha tpaHcaguito: PHK peakux BipyciB, PHK-npoaykTu TpaHCKpHIIIii
Alu-nioBTOpiB raanbMyloTh (pocdopraroBaHHs elF-2, copudaiodyu akTHUBAallil
TpaHcadglii. Moaekyan MikpoPHK (amuB. posmia 6), HaBOaKU, TaAbMYIOTH
TPAHCAAII0 (JacTillle Ha eTalli CKaHyBaHHS MaTpHIli) 3a paxyHOK KOM-
naeMeHTapHoi BzaeMozii 3 MPHK.

Enonzayisn mpancnayii TakKoOX € MIIIEHHIO PEryASTOPHUX BIIAUBIB.
[IIBuAKicTh eAOHTallii Bapiloe B JOCHUTH HIMPOKUX MeXKaxX BiJHOCHO CEPE-
HBOTO 3HA4YEHHS, iHOZI prubocoMa MozKe 3yIIHHATHUCS Ha ITeBHUU 4ac. [lay3u
BigOyBalOTbCd Ha KOAOHAX, dKi BiamosimaroTs MiHopHuM TPHK, 3mina
KOHIIEHTpAallii 9KHX € OOHUM 3i IIAGXiB PeryAslii IIBUAKOCTI TPaHCASIII].
[TinBumieHHa 3araAbHOI IIBHUAKOCTI TPAHCALIl MOB'd3aHe 3 afarTalli€lo
HabopiB aa-TPHK — y3romkeHHAIM MiXK YacTOTOI HAWYyKWBAHIIITUX KOIO-
HIB i BignoBinHux izoakiientopuux TPHK.

HagapHicTs IINMABOK ycepeauHi Koayrodoi yactuau MPHK Takoxk rassmye
€AOHTAllilo, SIK 1 PENTPECcoOpH, dKi BITiI3HAIOTh EAEMEHTHU IOoCAimoBHOCTI MPHK.

Opnniero 3 MmimreHed peryadnii € Takoxk (paKTOpH eAoHrallii, KoTpi
(gak 1 pakTOopHU iHimianii) miggamTbCA HEBHHM MoaudiKaIlisM, II0 3y-
MOBAIOIOTE aKTHUBalilo / iHakTHUBallilo (pakTopiB. ExcTpeMasrHUE nIpu-
KAan — nudpTepiiHUY TOKCHH, 9kui iHakTuBye akTop eEF-2 i moBHic-
TIO BUMHKAa€e 0iAKOBUH CUHTE3.

Oco6AMBUM BHUIIAIKOM € BKAIOYEHHS B KiAbKAa BasKAMBHX 0IAKIB (IIpHUCYTHI
B yCixX opraHiaMmiB (pepMeHTH, II0 HaAeXaTbhb A0 KAACy OKCHAOpPeayKTas)
Moau(iKOBaHOI aMiHOKUCAOTU CEAEHOIIUCTEIHY (IKa € eAeMEeHTOM aKTHB-
Horo I1eHTPy X (pepmeHTiB). CeaeHorucreinoBa TPHK (mpooykT ocobau-
Boro TPHK-rena) 3maTHa BmisHaBaTH BHYTpIlIHIE cTorn-konoH UGA, daaH-
KOBaHUH (y HanmpsaMmKy A0 3'-KiHIld) cnerudgidHoro mimuabkoro. g TPHK
CIIOYaTKy akKIEeNTye Ser, SKHUH masl MepeTBOPIOETHCA Ha CEAEHOIIMCTEIH
BignoBimHUMHN QepMeHTaMu (BimOyBaeThca 3amiHa OH-rpynu Ha rpyiy
SeH, nuB. puc. 2.2). Ceaenomuctein-rPHK 3B'a3yerbca 3i crenudivHuM
a”aaoroM eaoHraititinoro gakropa EF1 (mo3Hadaerbca gk SelB y npokapi-
otiB i gk SECIS B eykapioriB). [lImuarka B MPHK ymi3naeTbca abo camum
UM crenudiyHuM (PaKTOpPOM eAoHTallil (IpokapioTH), abo IIle OJTHUM
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O0iakoM, 3 IKUM IIed (paKTOp eAOHTallil B3aemogie (eykapioTu), mo # 3a-
Oes3mneuye 3B'a3yBaHHA ceaeHonucTeiH-TPHK 3 A-catitom pubocomu.

3mina uacy xmummst MPHK — Ille OOWH IIIASIX PETYASIii TpaHCALITii.
Yac xurta MPHK y 1mutonmaasmi 3aA€XUTh TOAOBHUM YHHOM BiJl CTYIIEHS
3axXuIleHoCcTi 3'-KiHIg BiZl €K30HyKAea3 (OCKIABKU KeIl € HEYYTAUBUM [0
HyKAeas). [JJocuThb THIIOBY CHUTYAILIO IAIOCTPYE IIPUKAAL PETyAdIlii TpaHC-
Agii igmoro 0ianka, AKHHE Mae BiZHOIIIEHHH 40 OOMiHY 3aai3a, — pelenropa
TpaHcdepuny (puc. 8.32).

AAAA

<A AxoHiTa3a

0 ’ Hyxaea3sa

Puc. 8.32. Peryaqiiia cunTe3y pellenropa TpaHchepuHy

TpaHchepuH € M03aKAITUHHUM IIE€PEHOCHUKOM 3aAi3a, TPaHCIIOPT 3aAi-
3a B [HUTOIIAA3My 3aA€XKHTH BiJl KIABKOCTI pelemnTopiB TpaHchepUuHy
B MeMOpaHi. ¥ BifAcyTHOCTi 3aai3a BcepenuHi kaitnau Ha MPHK pernenrropa
3niticHoeTbes cuHTe3d 6iaka, MPHK mpu npomy crabiaizoBaHa: akoHiTasa
3B'd3aHa 3i MIDUABKaMH B 3'-KiHIIEBIiH 30Hi, 10 0AOKYy€E HYKAeas3Hy Oerpa-
[aitiro. 3pocTaHHd KOHIIEHTPALIl 3aAi3a BUKAHMKAE OUCOLIiallilo aKOHITa3!,
1 mounHaeThCcs MBUAKA Aerpanaitis MPHK.

DopMyBaHHS IPOCTOPOBOI CTPYKTypu OiaKa

TepMmiHaiis 6GiAKOBOro CHHTE3y Ha pPHOOCOMI He O3HAYa€ YTBOPEHHS
PYHKIIIOHAABHO aKTHBHOI MoAeKyAHu Oiaka. Cepern pi3HHX BasKAMBHUX OIle-
paiifi, g9KUM MOiAIa€TbCd CHUHTE30BaHUM IIOAIMENITHUAHUN AAHITIOT, CAif
3raflaTH TakKi, I110 IX MOXKHa 00'€qHATH ITifl HA3BOIO OL1K08020 NpoyecuHay —
[03PiBaHHS IOAITIEIITHIHOTO AQHITIOTA.
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e YacTkoBa MPOTEOAITHYHA Oerpajallid — BiAIIENA€HHS KiHIIEBUX
MIASTHOK AQHITIOTa, JacTiie Ha N-KiHir, abo iHomi po3pi3zaHHS Aa-
HI[fOTa Ha OoKpeMi dparMeHTH. YacTKoBa Aerpanallid € ocobAnuBO
XapaKTEPHOIO OAd CEKPETOPHUX OiAKiB i pepMeHTIB, SKi MaioTh
TiIAPOAITHYHI aKTHUBHOCTI, — TaKa Aerpajallis ImepeBOAUTH 0iAOK
Y aKTUBHY (bopMy.

e YTBOpPEHHH AUCYAb(MIMHUX MICTKiB — KOBAA€HTHHX S-S-3B'd3KiB
MiXK ABOMa HaOAUKEHHUMH y IIpocTopi 3asuinkamMu Cys. dopmy-
BaHHS MICTKIB IIPUCKOPIOETHCH CIIEI[iaAbHUM (QPEPMEHTOM -—
OUCYABQiLi30MepPas0io.

e KoBaaeHTHI mocTTpaHcadlliiiHi Moaudikallii aMiHOKHCAOTHUX 3a-
AVIIKIB  (pochoprArOBaHHSI, alleTHAIOBAHHSI, TAIKO3HMAIOBaHHS
TOIIO), TPUETHAHHS ITIOAICAXapHUIAiB, AIIIAIB, IPOCTETHYHUX TPYII
i KopakTOpPiB HEOGIAKOBOI ITPUPOIH.

e BiakoBui#l crmaaficMHT — OOCUTH €K30TUYHA OTlepallis, OIThcaHa A
KIABKOX JIeCAaTKiB OiAKIB Pi3HMX TAKCOHOMIYHHUX T'pPYyI, Big GakTepiit
[0 XpebeTHHX. Y IIPOIEeCi TAKOrO CIIAAHCHHIY IIeHTPaAbHa 4YacTHHA
AQHIIOTa ({HMeiH) BUpi3aeThCd, a ABa KiHIEeBi oparMeHTH (excmeinu)
3IIUBAIOTBCA MiXK COOOI0 B aBTOKATaAITHYHIN peaxkiiii. Peakiiia He
rorpedye He TIABKH 30BHIIIHBOIO (PepMeHTy, a ¥ [Kepeaa eHeprii:
noxibuo no crinaticuary MPHK (po3zmia 7), 6iakoBuit ciaaicuHr 3maiti-
CHIOETLCS IIIAIXOM 3aMiHH OJHHUX 3B'A3KIiB IHIITMMH.

KozkHa 3 Ha3zBaHHX oOllepalliii He € yHiBepcaabHOIO. [IpoTe Oyab-aKui 11o-
AITIETITHIHUH AQHITIOT, HE3aA€KHO Bifl TOro, moTpedye BiH IIPOIIECHUHTY YU Hi,
Mae cPOpPMyBaTH IIPOCTOPOBY CTPYKTYPY AT HAOYTTS IIEBHOI aKTHBHOCTI
(3po3yMino, 1110 He HaeThCs PO HECTPYKTYPOBaHi 6iAKM, 3rafiaHi B po3/iai 2).

3akonomipnocmi ykaadanns 6irko60i zao6yau

[lep1re #i TroAOBHE TBEPAXKEHHS OO IIPOILIECY YKAQOAHHS IIOAITIEIITUI-
HOTO AQHIIOTA B HATHUBHY TAOOyAy IIOAdTAE B TOMYy, III0 npocmoposea
cmpykmypa HamueHoz0 binka i wnsax i popmyeanHHst noeHicmro eusHa-
YAOMBCSL AMIHOKUCIOMHOIO NOCNIO06HICMIO, i MiNbKU AMIHOKUCIOMHOIO
nocniooenicmio.

[Iporiec yKaamaHHa 0iAka B HATUBHY CTPYKTYPY — II€ IIOIIYK KOH(OP-
Mallii, sKa BiAIIoBiiae MiHIMyMy BiABHOI eHeprii nas AaHOoi IIOCALTOBHOCTI
aMiHOKHCAOT, i, BiANIOBimHO, € HadcrabiabHimow0. [leBHe ygBA€HHS IIPO
CBOEPIAHUH “eHepreTHYHUN AaHAmIadT”, 10 BiAIOBIIa€ 3araAbHOMY Ha-
Oopy pi3HOMaHITHHUX KOH(oOpMAaIllifi aMiHOKHCAOTHOTO AQHIIOTa, A€
puc. 8.33 (3po3yMiao, 10 HaACIIpaBAi KiAbKICTh KOHQPOPMALiHHUX KOOPIU-
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HaT 3HAYHO OiAbllle IBOX — KOH(OPMAIiHHU HPOCTip € GaraToBUMipHHUM).
HaTtuBHa cTpyKTypa rao0yaspHoro 0iAKa 3aBxKOAU BiZoKpeMAeHa Bif iH-
X KoHdopMallii o0co6ANBO TAUOOKUM MiHIMyMOM — 3HAXOOUTHLCS B €He-
pretuuHil ami (puc. 8.33). HagBHIiCTh Takoi SMHU, sIKa BiAIlOBiae cTadiAb-
HOMY LIABHO YIIaKOBAHOMY TinpodobHOMY Aapy (AuUB. pos3mia 2), 3abesmne-
4ye HaAiWHICTh (PYHKIIIOHYyBaHHsS OiaKa: TemaoBi (pAyKTyalll He 37aTHI
BUBECTH CTPYKTYPY 3 TAKOI AMH.

BeanyesHa KiABKiCTb KOH(pOpMALIi, Y IPUHITUIIL JOCTYITHUX IAS ITOAIIIETI-
THUIHOTO AQHIIIOTa, IIOCTABHAA IIpobAeMy, BimoMmy sIK napadokc /AegiHmans
(Cyrus Levinthal). dkmio KoKeH aMiHOKHUCAOTHUU 3aAHNIOK Mae ~10 KOH-
dopmartiit, aaxIror 3i 100 3aanmikiB — 10100 kordopmartiii. 3a HaHHUKIOIO
OL[IHKOIO IlepeMUKaHHs oaHiel koHGopmaillii BigOyBaeTbcsa 3a ~10-13 c,
TOOTO, 11106 TIepebpaTu Bci KoHdopMallii moTpibHo 1oHatiMenIie 1080 po-
KiB, III0 3HAYHO IlepeBUIlIye BiK BcecBiTy. AHaaoria KoH(opMallilitHOIo
npocTopy 3 aauamiadgpToMm (puc. 8.33) Bigpasdy mae pillleHHs ILOTO I1apa-
[OKCY: piuka He mepebupae yBech aaHAMIA(T, BOHA IIPOCTO TE€Y€ OTHUM
abo KiAbKOMa aAbTEPHATHUBHHUMHU HU3BKHUMHU PYCAAMH, BIIQIAI0OYH BPEITi-
PEIIT Yy HAMHMKYIY AMY.

Tak camMo ¥ A TIOAITIEOTHUHOTO AAHIIOTA ICHYIOTH NEBHI “BHiAeHI”
IIASIXY YKAQKH, SIKi BiAIIOBimaroTh iepapxii cTpykTypu 6irka (ouB. po3mia 2).
CrouyaTKy 3a pPaxyHOK AOKaABHHUX B3a€EMOiNl yTBOPIOIOTBCS €AEMEHTH
BTOPHHHOI CTPYKTYPHU 3 TiApodpoOHUMHM MOBEPXHSIMH. BomHodac 3aBOSKU
rinpodobHUX B3aEMOAI BOHU “3AHUIIAIOTHCA’ MiXK COOOI0, YTBOPIOIOYU
posrnaaBaeHy raobyay. Lle#t nporiec BinOyBaeThCsl JOCHUTD IIIBHUIKO — 32 KiAbKa
MikpocekyHa. Ha mpyromy erarmi, gkuii morpebye 3HAa4YHO OIABIIOTO Yacy
(KiAbKa CEeKyH[ YU HaBiTh XBHUAWH), PeaAi3yeThbCcs LIiABHA YITAKOBKA T'AOOY-
AU 3a PaxXyHOK BaHIepBaaAbCOBHUX B3a€MOMiH 3 yTBOpPEHHSM TBepOOi Ha-
THUBHOI MOAEKYAH, IO BiAIIOBinae raobasbHOMY MiHiMyMy BiABHOI €Heprii.
Kondopmariis aaHIfora 3MiHIOETHCH, IIPIMYIOUHN Yepe3 AOKaAbHI MiHIMyMH
eHeprii, gKi BimoKpeMAeHi OOUH Bifl 0THOTO HEBUCOKUMH Oap'epamu. Bap'epu
AETKO [OAAIOTBECH 34 PaxXyHOK TEIAOBUX (PAYKTyaIliil, i AQHIIOT HapPEeIITi
OITMHSIETHCS y TAMOOKOMY TAOOaABHOMY MiHiMyMi. Aae Ha TaKOMy IIASXY
MOXKAWBI €HepreTH4Hi nmactku (puc. 8.34) — mOCUTBH TAMOOKiI MiHIMyMH,
3 IKUX HEMOXKAWBO BUOpaTUCH 3a PO3YMHUH Hac, OCKiABKHM rAMOMHA TaKoi
AOKaABHOI SIMU II€PEBUIIYE €HEPTiI0 TEAOBUX (PAYKTYallil.

OpnHi€I0 3 TOAOBHUX IIPUYMH BUHHKHEHHS €HEPTeTHUYHHUX ITaCTOK € arpe-
rallis IOAIEeNITHAHUX AQHILIOTIB. Y CTaHi po3MAaBAE€HOI TA0OyAH, sIKa Bimpis-
HSIETBHCS Bi HATHBHOI BEAMKOMACHITAOHUMH pyXaMH CBOIX YaCTHH, 4ac Bifg
4yacy Bi0yBaeThCs BUXi[ Ha MOBEPXHIO 3HAYHOI YaCTUHM TinpodoOHUX 3a-
AVIIKIB. BiArmoBigHO, HEOOCTPYKTYPOBAaHI ITOAITIEITHIHI AAHIIOTH OyayTh
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IparHyTH YTBOPUTH BEAMKI HECIeIM(PidHi arperatu 3 MeTO0 3acKpaHyBaTH
HEMIOASIPHI TPyIU Bim MoaeKyA Boau. ArperaT i € IacTKOIO — OIIMHSIIOYHNCH
y MiHiMyMi BiABHOi €Heprii, BiH IIpaKTHUYHO HE [OOIIyCKae AMCOILiallii cBOiX
€AEMEHTIB i He M03BoAd€ IM ITPONOBKUTH IIPOLIEC ITOUIYKY HATUBHOI CTPYK-
TypH. 3po3yMino, 1m0 epeKTHUBHICTE arperarii 3pocTae IpH ITiABUIIEHH]I KOH-
OEeHTpaLlii MoAIIeNTHAIB, a TaKOXK IIPU 3POCTaHHI TeMIIEpaTypH (IKe ITiACH-
AIO€ 1 pyXAUBIiCTb TA00YAH, i rigpodoOHi B3aemomii (ouB. po3mia 1)).

&‘

A\

HaTuBHa
/ CTPYKTypa

a1

Puc. 8.33. CxemaTuyHa TPUBHMIipHA IIPOEKIlisd KOH(OPMALIHHOTO IPOCTOPY
TIOAIIENITHAHOIO AAHIIOTa — 3aA€KHICTE BiabHOI eHeprii (G)
Big ABOX napaMeTpiB (qi, o), IKi XapaKTepHU3yITh KOH(OPMAIIII0 AaHITIora

AG

q4

[
»

Puc. 8.34. EnepreTuyHa nmactka Ha IIAIXY
YKAIaHHS IOAIIIENITHIHOTO AQHITIOTa B3I0BXK
onHiel KoH(oOpMallifiHOl KoopaAUHATH (OUB. puc. 8.33)
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[ToBepTarounuch OO0 CPOPMYyABOBAHOI BHIIlE MOOTMU IIPO BHU3HAYEHHH
IAIXY YKAQIKH 6iaKa HOro IIEpBHHHOIO CTPYKTYPOIO, CAiZl 3ayBaskKHUTH, IO
IpoleC YKAAAKH MOIKe ITPOCTO He MiUTH 40 CBOro KiHIlg. YHCAEHHI eKcIie-
PUMEHTH in vitro CBig4aTh PO Te, IO A0TMa IIOBHICTIO IIiATBEPAXKYETHCH:
HPaKTUYIHO Oyab-KUH 0iAOK y JeHATYPOBAHOMY CTaHI MOKHA 0e3 XKOIHUX
crnenudivHUX (PAKTOPIB peHaTypyBaTH — BiTHOBUTHU HOro HATHBHY CTPYK-
Typy # (pyHKIif0. Aae yCIIillTHa peHaTypallis € MOXKAHWBOIO, SIKIIO HIITYYHO
CTBOPHUTH II€BHI YMOBH Ta PEXKUM ii 3aiicHeHHS:

e [lepr 3a Bce, 6azkaHO IIPOBOAUTU PEHATYpPAllil0 IOCTYIIOBO, ITOBIAb-
HO TIOBEPTAIOYU 30BHIIIHI YMOBHU M0 (Pi3ioAOTIiYHUX. Y pe3yAbTaTi
Ha IPOMIDKHHUX eTallaxXx peHaTypallii Oyab-IKHUi AOKAABHHUH MiHIMyM
eHeprii He Oyze HaATO TAMOOKHM i He 3MO3Ke CIIPAIIOBATH 9K €Hep-
FeTUYHa [IaCcTKa: AAHIIIOr 3MOXKe IIBHAKO MepedupaTu pi3Hi He
aoyzKe cTabiabHi KoH(opMallil, peaaidyrodn KoH(OPMAIIiiHy pPiBHO-
Bary, 3CyYHyTY [0 II€BHOI'0 HAWHUKYOTO MiHiMyMy eHeprii.

e [Ipyroro BasKAWBOIO YMOBOIO € 3[OiMCHEHHS peHaTypallii Ipu HU3bKIH
KOHIIeHTpallii 6iAKa — 3 MeTOI0 3aro0irTi HecrieludivHil arperartii.

Kpim 1yux 3araapHUX IpaBHA, ¥ KOXKHOMY BUIIQAKY YaCTO NOBOAUTHCS
nigdupaT YMOBH peHaTypallii oOKkpeMo: BU3HA4YaTHU ONITUMAaAbHUN pexXUM
3MiHM KOHIIEHTpallii coai, TeMIiepaTypy, KOHIIeHTpallii cyOoauHUIb Oia-
Ka 3 YeTBEPTUHHOIO CTPYKTYPOIO TOIIO.

3po3yMiao, 10 BCE IIe HEMOXKAHBO 3MiHCHUTH N ViV0 — JOCTATHBO CKa-
3aTH, LI0 3araAbHa CEpPelHs KOHIEHTpAallid OiAKIB Yy KAITHHI CTaHOBUTH
~100 Mr/mMa abo Giabire. ToOTO KAITHHHI YMOBH € Oy>Ke€ arpeCHBHUMH AT
MIOAITIEITHUIHOTO AQHITIOTA, IO ITIepebyBa€ y IpOoLleci MOIIyKy CBOEI HATUB-
HOl KoH(popmMarlii, i 6e3 cremiacbHUX MexXaHi3MiB OiABLIICTE 0iAKIB IPOCTO
He BCTUTAU O ITIiCASI CBOIO CHHTE3y TaKy KOH(OpMAILi0 3HAWTH, IIIBUIKO
OIIMHUBIIINCH V CKAa/i arperary. Taki MexaHi3MU — CTBOPEHHS pPiBHOBaXK-
HUX YMOB ITIOCTYIIOBOTO IIOIIYKY HATUBHOI CTPYKTYPH Ta 3aXUCT Bim arpe-
ramii — 3a0e3medyloThCda CHeIliaAPHUMH 0iAKaMu — wanepoHamu (Bix dp.
chaperon — kanomioH, abo ocoba, 10 CYIPOBOAXKYE He3aliMaHy AiBYUHY).

IllanepoHu He eu3HauaromMme aHi HAMUEHY cmpykmypy 6inka, ani wnsix
il yxnadanus — i me, it iHwe demepmiHyemocst AMiHOKUCIOMHOIO NOCNidoe-
Hicmro. T'onoena pynkuyist waneporie — sabeaneuumu ymoeu 0t ULBUOKO20
nowyky Hamuenoi koHdopmauii, CTBOPIOIOYH CBOEpimHuM “iHKybaTop”
[ASl HECTPYKTYPOBAHOTO ITOAITIEIITHIHOTO AQHITIOTA.

Cepen OOCUTH BEAWKOI KIABKOCTI IIAaIEPOHIB € crenurdidHi — 30KpemMa
TaKi, 10 OOCAYTOBYIOTE ITpOLleCH 30HMpaHHS MYABTHUOIAKOBHUX KOMIIAEKCIB
i cybommHMYHUX OiAKiB. BiabIll yHiBepcaabHi IIarepoHH BiZHOCATH OO
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ponuHu hsp — 6inkie mennogozo worky (heat shock proteins). Biaku hsp
€ 3araAbHUM KOMITIOHEHTOM KAITHH OAS BCiX TAKCOHOMIYHUX TI'PyI, V HOMKi-
AOTEPMHHX OPTaHi3MiB TPaHCKPHIILIS Ha reHax hsp akTUByeThbCA y Biaro-
Binp Ha 3poctraHHsa Temneparypu no 30-40 °C mpu rasabMyBaHHiI TpaHC-
KpHUIILii 6iABIIIOCT] IHIIIUX IeHiB (TEIIAOBHH IIIOK).

Hlaneponu hsp70

[Iporec yKaamaHHA MOAIIETITHIHOTO AQHIIOTA V TAOOYyAy Mae BigOyBa-
THUCSH caMe NOCMTPAHCALIIHHO — mo3a pubocoMoro. TyHeAb, yepe3 SKUM
CHUHTE30BaHUH AQHIIIOT BUXOAUTH 3a MexXi pubocomu (puc. 8.9) mae noB-
xuHY ~100 A, cepenniit miamerp ~15 A — y TyHeai Moxe posmicTuTHCS
TIABKM BHUTATHYTHH AaHIIOT OOBXKHUHOIO ~30 amiHokmcaoT. OTKe, yKAa-
JaHHS He MOXKe IIoYynHaTHucs B TyHeAi. Biaku hsp70 (tyT i maai nmudpamu
II0O3HA4YE€HO MOAEKYASIPHY Bary B KiAOJaAbTOHAaX) 3B'd3yIOTh PO3TOPHYTHH
IOAIIENITUAHUY AQHITIOT Bigpas3y IicAd TOTO, IK HOro dacTHHAa BUXOOUTH
3 pubocoMHu Tpu 0IAKOBOMY CHHTE3I.

Moaekyaa Ma€e OBa CTPYKTYpPHI OOMEHH — IIENTHA3B'SI3yBaAbHUU,
AKUH B3a€EMOII€ 3 €AeMEHTOM PO3TOPHYTOI'0 IIOAINIENTHIHOI'O AaHIIOTa
(puc. 8.35), Tra ATPazuuH.

Puc. 8.35. Kommnaekc nenTua3B’93yBAABHOTO JOMEHY
GakrepiaabHOoro hsp70 (6isaok DnakK) i3 pparMeHTOM IOAITIENITH/IY
(zepBoHU) noBxkuHOI 7 amiHoKucAoT (1DKZ). Ctpiaka Bkasye
HaNpSIMOK KoH(opmarlifinoi 3Mminu 0iaka, ska iHayKyeTbca ATP
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3B'g3yBaHHS 3 PO3TOPHYTUM AQHIIONOM 3[iHCHIOETHCI HecenugidHOo
3a PaxyHOK TiApo(poOHUX B3aEMOIiH 3 HEMOAIPHUMH aMiHOKHCAOTHUMU
3aAUIIIKAMHU: AQHITIOT BKPUBAETHCS “IIIyO0I0” MOAEKYA HIarnepoHa. BaacHe,
NIOMPUMAHHSL PO320PHYMO20 CMAHY JAHUI02a Npu 3anobieaHHi azpezauii —
omHAa 3 OCHOBHUX (pyHKIiH hsp70.

MoaeKkyaa mianepoHy MOXKeE iCHyBaTH y ABOX CTPYKTYPHHX CTaHax 3a-
A€XKHO Bif TuIlly 3B'a3aHoro airanay — ATP uu ADP. ¥ kommnaekci 3 ATP pe-
aaizdyeTbcd CTPYKTypHa QopMma, dKa [OOIMyCKae MIBHUAKY PIiBHOBAry MixX
3B'93aHUM / AucolliioBaHuM mnoainenTumoM. [iapoaiz ATP (3mificHIOeTHCH
ATPasuum gomeHoM hsp70 3a cripusHHA Ko-1nanepoHiB hsp40) Bukaukae
CTPYKTYPHY 3MiHY 3 MIITHOIO (PiKCAIli€I0 MOAITIENITUAY IEeNITUA3B 93yBaAb-
HUM JIOMEHOM. 3a [JOIIOMOrOI0 iHINNX Ko-mniarnepoHiB ADP 3HOBY 3amiHIO-
erbcs Ha ATP (puc. 8.36).

Y mporeci Takoi mukaigvHoi ATP-3aaexkHOl 3MiHM CHOPiIAHEHOCTI HIarie-
POHY [0 TIOAITIENITULY CTBOPIOIOTHCS YMOBH [IASI PIBHOBAIKHOTO ITONIYKY Ha-
THUBHOI KOH(opMAaLlil i1 9ac KOPOTKOCTPOKOBOi aucorriamnii. et mexaHizm
€ I[IAKOM aHaAOTiYHUM [0 TaKOrOo, III0 PO3TAIAaBCSa B PO3isi 4 y 3B'A3Ky 3i
30MpaHHAM XPOMAaTHUHY 3a JOIIOMOI0I0 IIPOMIiXKHHX II€PEHOCHUKIB TiCTOHIB,
dKi TaKOXX Ha3WBaIOTh XPOMATHHOBUMHM LIanepoHaMu (amuB. puc. 4.11):
3BIABHEHHH TTOAITIENITUL 3 HECTAabIABHOIO CTPYKTYPOIO (3 BEAMKOIO KiABLKICTIO
rigpooOHUX 3aAUINKIB Ha ITOBEPXHi) 3HOB pos3roptraerbcd hsp70 i 3mific-
HIOE HOBY CIIpOOy IpH HaCTymHiH aucoriarii. [ag 6araTtbox 0iAKiB Takuh
IIpoLeC BHUSBASETHCH AOCTATHIM, H100 3HAWTH HATHUBHY KOHQOpPMAII0 —
CTPYKTYPY 3 TiapodoOHUM SApoM ycepeayrHi, sKa He Moxke OyTu cyocTpa-
ToM 1A hsp70. [Hoai mpollec yKAQOKHM TTOAITIETITUIHOTO AQHIIOTa BimOyBa-
€TBCS KOTPAHCAAINHHO: yrRaamaeTbcd N-KiHIIEBa YacTHHA AQHINIOTA, sSIKa
BXKe BHUHIIAQ 3 PUOOCOMH, TOAi 9K peIlITa IMOAINENTHAY IIe CHHTE3YEThCS.
3okpema, TaKUH IIPOIleC iHOMAI CIIOCTEPIraEThCs AT MYABTHIOMEHHUX OiAKiB.

[HITI TTOAIENTHAM IIEPEHOCATHCS Ha iHIII IIallepOHM (HaAIpHUKAa[, Ha
HIaIepPOHIHU, AUB. HHUXKYE), YaCTHHA HecTabiAbHUX OGiAKiB, 3BIALHSIOYHCH
Bim hsp70, miagaeTbes IIpoTEOAITHYHIN Aerpaaartii.

Y ckaagi minHOro KoMmnaekcy 3 hsp70-ADP noainenTus TpaHCIOPTYETH-
cd Kpi3b MeMOpaHy [0 IHIIHX KOMIIAPTMEHTIB KAITHHH, YCEPEAUHY MiTO-
XOHAPIH, M0 Micid 306ipKH MYyABTHOIAKOBUX KOMIIAEKCIB TOIIO: OAM3BKO
TPETHHH BCiX CHHTE30BaHHX O0iAKiB MaroTb OyTH TPAaHCIIOPTOBAaHUMH B
iHIme Miciie KAITHHH ab0 CEeKpeTOBAaHHMH B II03aKAITHMHHHUU IIPOCTIp.
TpaHcopTyBaHHS KOMIIAEKCY moainentuay 3 hsp70 BimOyBaeThca 3a pa-
XYHOK HasIBHOCTI Y CKAali AQHIIOra CIEIU(IYHUX CUTHAABHHX ITOCAITOB-
HOCTeH (dKi BiAIIENAIOIOTECS B MiCIli IpHU3HAYEHHs), 1110 BITi3HAIOTHCH 06ia-
KOBHMH (paKTOpaMH Ta HianepoHamu TUIity hsp90.
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S fe Pi
o L[]
hsp70-ATP &ﬁ:ﬁ) hsp70+ADP

ATP

Inmi mamnepoHH,
Aerpasaiisa

TpancnopT

Puc. 8.36. ATP-3aaexHME pobounii mura hsp70

Y meakux Bunankax hsp70 Ta aHaasoriyHi OIAKM TEmAOBOTO ILIOKY Oe-
PYTh y4acTh Y KOHTPOAI aKTHUBHOCTI peryAaaTopHuxX 6iakiB. Ileprum mpu-
KAQIOM € CHUCTEMa PEryAdIlil TPaHCKPHIILI caMuX 0iAKiB TEIIAOBOTO IIIOKY
IIOMKIAOTEPMHHUX OpraHi3MiB. 3a HH3BKUX TeMIlepaTyp pakTop TpaHC-
kpunuii HSF (Heat Shock Factor) nepebyBae B HeakKTUBHi# opmi — y He-
JOCTPYKTYPOBAHOMY BHIrAdAi B KoMmIaekci 3 Oiakamu hsp40, hsp70,
hsp90, aki cuHTe3yIThCS 3a paxyHOK (POHOBOi aKTHBHOCTiI CBOIX TI€HiB.
[TimBUIIEHHS TeMIlepaTypH, IKe 3yMOBAIOE mecTtabinizallirto baratbox 6ia-
KiB 1 eKCIIOHyBaHHS TifpodOoOHUX TPyl y IXHBOMY CKAai, BUKAHKAE
3B'a3yBaHHsa hsp 3 numu 6iakamu — HSF 3BianbHsS€eThCcs, HabyBae ocra-
TOYHOI CTPYKTYPH 1 3B'dA3yeThbCd 3 IIPOMOTOpPaMHU I'eHiB hsp, akKTUByIO4YU
ixHro TpaHckpunmiro. [lixBuIleHHsa KOHIEHTpanii hsp 3HOB iHaKTHUBYye
HSF. Iamuii npukaan 3asydeHHsI O0iAKiB TEIIAOBOTO IIOKY OO0 PETyASILii
TPaHCKPHIILii BXKe po3ragaaBcd y 3B'S3Ky 3 TOPMOHOBUMHU PELIENITOPAMHU
(po3mia 6): micag cuHTe3dy peuernropa hsp70 (uo 3B'93yeThbcst 3 HOTO AQH-
IIIOTOM ITiCAT BHUXOAy 3 puOOcoMH) 3aMiHIOETBCI Ha hsp90 Ta kKo-
manepoH p23, i B CKAal IIbOTO KOMIIAEKCY TOPMOH3B'13yBaAbHUMN JOMEH
HiATPUMYETHCH B HEOOCTPYKTYPOBAHOMY CTaHi [0 MOMEHTY 3B'SI3yBaHHS
3 TOpMOHOM (OuB. pHuc. 6.13).
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Ilaneponinu

OcobauBHil KAQC IHIATIEPOHIB, ITOOymoBaHUX i3 0iaKiB hsp60, 06'emHYIOTH
y TpyIy wanepoHiHie. BakrepiaabHUil mianepoHiH (nramepoHiH I) mictute
[Ba KOMIIAEKCH, KOXKEH 3 SIKHX cpOopMOBaHHU ciMoma MoaeKyaamMu hsp60
(imma HazBa GroEL). Kommaekc Mae hopMy KiabIla 3 KaHasoM ~45 A y mia-
MeTpi, yTBOPIOIOYH CBOEPIAHY MIiKpompolbipKy (puc. 8.37), sKa MoxKe 3aKpH-
BaTHCHd KPHUIIEYKOIO, YTBOPEHOIO i3 7 MoaeKyAa hspl0 (inmra HaszBa GroES).

EykapioTuuyHi aHasoru (marnepoHinu II) marote monibuHy OymoBy, aae
KOXKHE KiAbIle POPMYETHCS 3 BOCBMHU ab0 MEB’ITH CyOOMHUHUID, JOIATKOBI
CTPYKTYPHi [OMEHH SKHX YTBOPIOIOTH KpPHIIEYKYy, ILI0 3aKPUBAETH-
cd / BiIKpPUBAETHCHI B PE3YABTATI CTPYKTYPHUX I1epebynoB.

Puc. 8.37. Crpykrypa maneponiny GroEL (1WE3) y pi3HHUX ITpOEKITisax.
[lBa ceMuuAeHHHX Kiablld hsp60 3adapboBaHi 3eA€HUM i Y4epPBOHHUM,
7 cybomuuunp hspl0 — curiM

KoxkHa cyOOAMHUIIA KiABLE, i HA IIBOMY 0a3ye€TbCs IIPUHIIUI POOOTHU
HIariepoHiHy, iCHye HNpUHAWMHI y ABOX CTPYKTYPHUX dopmax (puc. 8.38).
[lepma (y AgBOoxX BapiaHTax, II0 TPOXH PO3PI3HAIOTBECH) peani3yeTbcd
B KoMmrIiaekci 3 ATP a6o ADP i xapakTepHu3yeTbCs: 1) BUCOKOIO CIIOpimHe-
HicTio m0 hsplO (110 cnipusie yTBOPEHHIO KPUIIIEYKH); 2) HU3bKOIO Tiapo-
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¢obHicTIO cBO€l moBepxHi. [ducoriamisa airauay (ADP micas rigpoaizy ATP)
IHOAYKY€E CTPYKTYpPHY IIepeOyaoBYy 3i B3a€EMHHM IIEPEMIIIEHHSIM TPHOX
CTPYKTYPHUX AoMeHiB. [Ipu npoMy BTpadaeThcsd crnopimHeHicTs mo hspl0
(BiOKpUTTA KPHUIIEYKH) i HA BHYTPIIIHIO ITOBEPXHIO 0OiAKa (ycepemmHi
KaHaAy MiKpoOipKH) eKCIIOHYIOTBCS TiapodobHi rpymu.

Puc. 8.38. [IBa crpykTypHi ctranu hsp60 (1WE3):
3B'a3aHul 3 ADP y KoMmmaekci 3 moaekyaor hsplO (uepBoHMit)
i BiAbHUH Bif AlraHay (3eaeHUi)

3B'asyBaHH4d Ta rigpoaiz ATP, nucomiaiis ADP i BignoBiaHi nepebymoBu
BiZIOyBaIOTHCH CHHXPOHHO JASI CEMH CyOOMMHHUITL OMHOTO KiABIld (no3umusHa
KOOIIEPaTHUBHICTh ¥ MeXKaxX KiABIIs), aA€ ABa KiABIS IIPAIlOIOTh 34 IIPHUHIIU-
IIOM He2amueHOi KOOTIEPATHBHOCTI: IIEPIIHH CTaH OJHOTIO KiAbIlS CIIPUSIE pe-
aaizailii gpyroro craHy B iHIIIOMY KiABIl (K Ha puc. 8.37).

Poboumnii IMKA I1anepoHiHy rmokasaHo Ha puc. 8.39.

Yepes BiAKpUTHUI OTBip MiKPOIPOOIpKU BCEPEANHY IIOTPAIIASE IIOAiITe-
nrugauit aaHor. Kiasiie hsp60 (Bepxue Ha puc. 8.39, po3ragHeMo came
foro) mepeOyBa€e IIpH IIBOMY B CTaHi, II0 He 3B'A3y€ ZKOAHOTO AiraHIY:
KpHIIeYKa BiAKPHUTA, IoAinenTun (PikKCyeThCcd BCepeauHI KaHAAy B PO3TOP-
HyTOMY BUTASl 3a paxyHOK rinpodobHux B3aemonili. 3B'd3yBaHHSA CEMU
Moaekya ATP BUKAMKAE CTPYKTYPHY HepebymaoBy: KpHIIeYKa 3aKPHUBAEThH-
csl, TiZpooOHICTE BHYTPIIIHBOI ITOBEPXHi KaHAAy 3HHUKA€E — IIOAIMIENTHI
(MOBHICTIO 3aXHUIIEHUH Bifl 30BHIMIHBOTO CEPEAOBHIIA) Mae 3MOry 3mific-
HIOBaTH BAaCHy yKAadky. Ha 1ie BiH Mae ~20 ¢ — yac, IIOKHU iCHy€ 3B's3a-
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Huit ATP, mmicag Joro BimOyBaeThCcd HOTo Timpoai3 (3a paxyHOK aKTHBHOCTI
hsp60) i morim 3aaumnaersesd 3B'a3aHuit ADP. 3B'azyBanug ATP 3 HUXKHIM
KiablieM iHAyKye nuconiaiiro ADP Bix cyOOOMHUIL BEPXHBOTO: KPUIIEYKA
BiIKpPUBa€ETHCs, 1 0IAOK 31 C(pOPMOBAHOIO HATUBHOIO CTPYKTYPOIO — Tiapo-
¢dOOHUX TPYII IPAaKTHYHO HEMAaE Ha HOro MOBEepXHi ¥ BiH He HNPHUAUIIAE 10
CTIHOK KaHaAy — BUXOOUTH 4Yepe3 oTBip MikKpobipku. [asa Giabimocti GiaKiB
IpoMizkoK y 20 ¢ € IIAKOM [AOCTaTHIM, 1100 3HAWTH HATHUBHY KOH(opMma-
I1if0. SIKIIO IIbOTO HE BiZOyAOCs, ITPOIIEC MOXKE ITOBTOPUTUCH.

- ATP - ADP - %
6 a s E@éa S /=
——
« ADP - ATP «

Puc. 8.39. PobGoumii 1uKA 11arepoHiny. CTPyKTypy CXeMaTHYHO 300paXkeHo B Po3pisi:
JIAST KOZKHOTO KiABIIS ITOKAa3aHO I10 [1Bi CyOOMMHULL, KOKHA CKAQIAETHCS 3 TPHOX JOMEHIB.
YepBoHMI i 3eA€HHI KOAIp BIiZITIOBIAAIOTE PiSHUM CTPYKTYPHUM CTaHaM KiABIII
(ax Ha puc. 8.37, 8.38), cuniii — hspl10

KOHTPOABHI SAITHTAHHSA

1. Ha3BiTb OCHOBHi CTpPyKTypHi eaemeHTH OymoBu TPHK? 9k cawme
BOHU PO3TAaIllOBaHi y mpocTopi? 9Ki B3aemoxii cTabiai3yioTh IPOCTOPOBY
cTpykTypy TPHK?

2. Slkoro ximiunoIO rpynoro TPHK aknentyerbca amiHokucaora? HassiTh
TPYIly aMiHOKHCAOTH, L0 3aidHa B IIbOMY 3B'SI3KY.

3. 4ki ximiyHi peakuii karaaizye APCaza? Illo Take akTUBYBaHHS] aMi-
HOKHUCAOTH?

4. JJrkuM 9MHOM peaanisdyerhbca crienmudivHicTs APCa3s mono TPHK Ta awi-
HOKMCAOT?

5. Ilo Take pubocoma? 3 YOro BOHA CKAAmAETbCsI? OMNUIIITH OCHOBHI
PHCH IPOCTOPOBOi OYI0BH PHUOOCOMH.

6. SIki dyHKITiOHAABHI caifTu Mae pubocoma? IxHe posTamryBaHHS Bia-
HOCHO OJWH OMHOTO Ta IIOA0 CyOOAUHHUIIL PHOOCOMHU?

7. 91k posnoxiseHi pyHKIIi prbocoMu MiK ABOMAa CyOOIUHUIIIMU ?

272



Po30in 8. CunTes 6iakiB

8. [NopiBHgAlTEe CTPYKTYPHI Ta (PYHKIIIOHAABHI OCOOAMBOCTI pUOOCOMHUX
PHK i 6iakiB.

9. 3 gKHUX eTalliB CKAQIa€ThCS EAOHTAIlIHHUN [TUKA PUOOCOMH?

10. OnuIniTh CTPYKTYPY Ta (PYHKIIOHAAbHE 3HAYEHHS (PAKTOPIB eAo-
Hrauii EF1 i EF2.

11. ¥ yomy noasirae poasb rinpoaizy GTP nipu eaoHramuii TpaHcAdii?

12. 9k pubocoma 3IiHiICHIOE CBOIO AEKOAYIOUY (PYHKILIIO?

13. Ilo Take akomopmania aa-TPHK Ha pubocomi Ta gk came BoHa Bin0y-
Ba€eThHCA?

14. Y yoMy noasirae peaxlilis IOOBKEHHS ITOAIIIEIITUIHOTO AQHITIOTa Ha
ONIHY aMiHOKHUCAOTY? JK BiOyBaeThbCcs KaTaai3 Iiei peakItii?

15. YlkuM 4YHHOM BiZOYBa€ETbCSI TpPAHCAOKAILA PHUOOCOMH B3I0BXK
MPHK?

16. dka crazgisg eAOHTaifHOTO MUKAY € HAUIIIBUAKIIIOKO?

17. TlopiBHaMTEe cUCTEMH iHIiMialii TpaHCcAdLii y Ipo- Ta eyKapioTiB.

18. OnuuriTe OCHOBHI cTafii TepMiHaLii TpaHCATIi.

19. 3a gkuMu MexaHi3MaMU 3iHCHIOETBCS PETYASIld 6IAKOBOTO CHHTE3Y?

20. Ha3BiTh OCHOBHI cTazii mporecy ykaamaHHs 0iAKOBOI rao0yau. SIKoro
BIABHOIO €HEPri€l0 Mae XapaKTepHu3yBaTUCS HATHBHA KoHQopMallisa Oiaka
HopiBHAHO 3 iHmIMMH KoH(popmanigsMmu? [Ilo Take eHepreTHyHa I1acTKa; SIK
BOHaA MOXK€ BUHUKAaTH?

21. Y yomy moadrae (pyHKITIOHAABHA POAB HIATIEPOHIB?

22. Onnurite pobounii UKA manepoHiB hsp70.

23. BusHauTe CTPyKTYpPHY OpraHisallifo Ta poOo4Hii IIUKA IIallepoHiHiB.
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Po30ir 9
PEIIAIKALIISI AHK

It has not escaped our notice that
the specific base pairing we have
postulated immediately suggests a
possible copying mechanism for the
genetic material.

J. Watson, F. Crick

[Tpoutec mogBoeuusa [JHK — pemnaikarisa (replication) — 3abe3mneuye Bia-
TBOPEHHS caakoBoi iHgopMallil Ta nepemady ii A0 AOYipHIX KAITHH IIPU
MiTo3i B metiosi. CuaTe3 [AHK BigOyBaeThcsa mpu peraikallii 3 BHKOPHUC-
TAHHAM O0OX ITOAIHYKACOTHAHUX AQHIMIOTIB 9K MaTPHUIb — 32 TaK 3BaHUM
HANIBKOHCEPBAMUBHUM MEXAHIZMOM: IABI HOYipHI MOAEKYAHU-KOIIi MiCTATH
ONVH MATEPHUHCBKHUH AQHIIOT (II0 CAYTYyBaB MaTpPHIEIO) 1 OAMH AQHIIIOT,
CHUHTe30BaHUM de novo. BKaloueHHS HyKA€OTHIB A0 AAHIIOra, III0 CUHTE-
3VETHCS, AeTePMIiHyeETbCSI MaTpPHUIEI0 32 MPUHITUIIOM KOMIIAEMEHTapPHOCTI.
Takuii MexaHiI3M pemnaikallii craB 3p0o3yMiANM Bimpasy Imicad Toro, 9k YoT-
conoM i Kpikom Oyaa cchopmyaboBaHa MozeAb roaBidHOI cripaai [THK.

3pocranHga aaHmiora /[HK BigOyBaeTbcd B HampsaMKy Bim S5' mo
3'-kinng. CybcTparamu peaxiii € 3'-kinneBa OH-rpymna me3okcupubo3u
3pPOCTAIOYOr0 AQHIIOTA Ta Oe30KCUPHUOOHyKAeo3uaTpudocharu (dNTP,
ouB. po3nia 3). dPepMeHT, 110 KaTaaizye 10 peakiiito — JJHK-3anexHa
[HK-nonimepasza (DNA dependent DNA Polymerase, DNAP). Cunrtes
JHK 3a momibHUMHM MexaHi3MaMM 3IiHCHIOETHCSA TaKOXK IIPH perapartii
IIOIIKOJXKEHD 1 IEIKUX iHITUX IIpollecax.

MoaekyAdapHi MexXaHi3MU peHaAikallii € CHiABHUMU A9 BCiX KHUBUX Op-
ra”HiamiB. Ha nouyaTky po3miay Oyzie po3TASHYyTO B OCHOBHOMY OakTepiaAb-
Hy cucTeMy permnaikarii. /laai onrcaHo oco0AMBOCTI pemnaikariii B eykapio-
TiB, a TakoxX mpoliecu cuHTe3y AHK mpu pemapartii.
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Perniaixon

Penaikania [AHK nDodynHaeThCd 3 HEBEAUKOI MIASHKU — OpPUOXKUHA
(origin), me 3mificHIOEeTbCs iHiITialliss Ipoliecy, TOAOBHUM MOMEHTOM SIKOi
€ po3xomxkeHHsa aaHIoriB JJHK. [aai o xomy pernaikaliii Takuil pensika-
mueHuil mixyp (puc. 9.1) po3pocTaeThcsa y ABOX IIPOTHUAEKHUX HaIPIM-
Kax. Ha koxxHomy Oomi Mixypa iCHye Tak 3BaHa peniikamueHa SUKA,
y ocHOBI gKoi ¥ BinOyBaeTbcs cuaTe3 [JHK. Hiaauky [JHK, me 3miticHioeTbCcs
peraikaid, Mo po3NOYNHAETHCH 3 OJHI€l TOYKU, HA3UBAIOTh PEnJliKOHOM.
BakTrepiaanbHa xpomMocoma, i 30KkpeMa B E. coli, 4acTo MiCTUTH TiABKYU OIHH
OPU/IKUH, SIBASIE COOOI0 €VHUH PENAIKOH. Y AedKux OakTepiil Moxke OyTHU
[Ba PEIAIKOHU Ha XpoMmocoMy. EykapioTHyHa XpoMocoMa € IOAIpPENAiKo-
HOM — BOHA MIiCTUTH BEAUKY KiABKICTH TOYOK iHIrfarii.

Ainupyrouni
AQHIIOT

5

Aanuzor, 110 3aNi3HIOETHCS —
¢parmenTH OKa3aki

Puc. 9.1. PenmaikaTUBHUN MiXyp — ABi pelAiKaTHBHI BUAKH,
110 HePEMILTYIOTBCHA Y IIPOTHAECKHUX HaAIIpAMKax
(raHITIOTH, IKi CHHTE3VIOTBECH, [TI0Ka3aHO TiABKHU A4 OAHI€I 3 HUX)

Y KOXKHIll penaAiKaTUBHIN BHALI HpalioloTh ABI Moaekyau [JHK-moaime-
pasu, L0 3AIHMCHIOIOTh CHHTE3 ABOX ITOAIHYKACOTHAHUX AQHIIOTIB. OCKIABKU
[Ba AQHIIOTH € aHTHUIIapaAeABHUMH (AUB. po3mia 3), i cuHTe3 BinOyBaeThbCcs
TIABKYU B HAIIPSMKY Bifm 5'- mo 3'-KiHIF, CHHTE3 TiABKU OJHOTO 3 AQHIIIOTIB
MoxKe BimOyBatucd (i BigOyBaeTbcd) Oe3nmepepBHO, ITOYHMHAIOYHCH Bifl OpH-
mkuHa (puc. 9.1). Lle#t aaniror HazuBawTh Jsidupyrouum (leading strand),
Horo 3'-KiHelb po3TallloBaHUH ITOOAM3Y Bifl OCHOBH PEINAIKATHBHOI BHAKH.
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CuHTe3 IHIIOTO AQHIIOTa PO3NOUUHAEMbLCS. Bil PETIAIKATUBHOI BUAKH: CUH-
Te3yIOThCS OKpeMi (pparMeHTH — TakK 3BaHi ¢gpazmernmu Okxasaxi (Reiji
Okazaki), gki mi3Hime 3'€qHYIOTbCH MiXK cO0OI0 (OUB. HHKYe). [JOBXKHHA
dparmenTa Okasaki Ipu penaikarii y 6akrepiit opiBHIOE 1-2 THC. HyKA€O-
TUOiB. A CHUHTE3y KOXKHOIO i3 dpparMeHTiB Tpeba CIIoYaTKy 3BiABHUTH
BiAIOBiAHWH MIPOCTip HA MaTPUYIHOMY AQHIIO3] — IEPECYHYTH PEIIAIKATHB-
Hy BUAKYy BHepen (puc. 9.1), BiamoBigHo, doparMeHTApHUH AQHIIOT Ha3H-
BaIOTb JIAHUI20M, W0 3anizHioemobces (lagging strand). CepenHs MIBHAKICTH
pemnaikariii Ha oaHy peNAiKaTHUBHY BHAKY CTaHOBHUTH ~750 HYKA€OTHUIIB 3a
cekyHay B Oakrepiii, 60-90 HykAaeoTHOIB 3a CeKyHAy B eykapioriB. CuHTE3
bakTepiaabHOI XpoMocoOMH BimOyBaeTbcs 3a ~50 XBHAWH, TIOBHA pPeEMAiKaIlig
JHK eykapioTU4YHOI KAITHHU — 3a KiAbKa T'OIHH.

< —> < —»> NG s

|

Puc. 9.2. Pemnikaliiss eyKapioTH4HOI XpOMOCOMH

Y GiabHIoCTi pemAiKOHIB penaikallis 3AiMCHIOETbCS TaKHUM YHHOM, SK
300paxkeHo Ha puc. 9.1 — B o6ox Hampamkax. CycinHi perAiKoHU eyKapi-
OTHYHOI XPOMOCOMH BPEUITI-PENIT “3yCcTpidaroTbcsa’, i B pe3yAbTaTi yTBO-
protorbea aBi komii [THK xpomocommu (puc. 9.2). LHupkyasgapHa baxTepi-
aAbHa XpOMOCOMA TaKOXK PEHAIKYETBHCS Y ABOX HAIpPsIMKaX 3 YTBOPEHHIM
IIEHTHUYHUX LUPKyAsSpHUX Moaekya [JHK (puc. 9.3). AHasoriuHo perai-
KYIOTbCH OKpPEMi aBTOHOMHI PEIIAIKOHU OakKTepiil — [MUPKYASIPHi maa3Mi-
ou. [Iaa nesdkKux i3 HHUX pemnaikaillis BigOyBaeTbCs TIABKU B OZHOMY Ha-
OPSIMKY: B OPUIKUHI (POPMYETHCS AHIIE OAHA PENAiKaTHBHA BUAKA, dKa
pyXaeTbCd HAaBKOAO KiABbLlA 40 BUXiAHOI TOYKH.

OcobAuBUM BUNAQMOK — penaikaria nupkyadgpHux [JHK 3a mexaHizMoMm
Kibust, wo komumocst (rolling circle), axuit peaaizyerbcsa nas JJHK 6akrepio-
dariB Ta medkux naasmia. OouH i3 BapiaHTIB Takoro MexaHi3Mmy (masg 6ax-
Tepiodara A) rmokaszaHo Ha puc. 9.4. B ogHOMY 3 AQHIIIOTIB IIHUPKYASIPHOI
JHK iHaAyKy€eThCsT OMHOAQHITIOTOBUH po3pi3, 3'-KiHellb, 1110 yTBOPUBCS, I0-
OyZOBYETBCSI 3 BHKOPHCTAHHSM IHTAKTHOIO IUPKYASIPHOTO AQHIIOTA SK
Matpulli. [IpomoBXKEeHHS IBOTO IIPOIIECY CTBOPIOE AOBTHUH OIHOAQHIIIOTO-
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BUM 5'-KiHIIEBHUH XBiICT, III0 CKAQAETHCH 3 TAHAEMHHUX IIOBTOPIB — KOIMIiH
KiAbI1eBOI MOA€KyAU. KOXKeH i3 ITMX IIOBTOPiB BUKOPUCTOBYETHCH SIK MaTPULIS
[ASI CHHTe3y iHIIoro AaHItora. [licag IIbOTo AiHIHHI ABOAAHIIOTOBI (hparMeHTH
BHUPI3aI0ThCH Ta YIAKOBYIOTHCS 10 YACTHHOK OakTepiodara.

oTe

Puc. 9.3. Pemaikatiis UpKyAdpHOi 6akTepiaAbHOI XpOMOCOMH

O-0

a

5

A 4

a W

Puc. 9.4. Pemikaria nupkyasgpsoi [ITHK 6akrepiogara A
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AHK-noaimepasa

Y kaiTuHi E. coli mpamotors [JJHK-moaiMmepasu TpbOX OCHOBHUX THIIIB.
¥Yci BoHH MaroTh ABi PEPMEHTATHBHI aKTUBHOCTI: BAACHE NOJIMEPA3HY,
3a paxyHOK 9Koi A0 3'-KiHIIg AQHIIOTa, IO CUHTE3YEThCs, IPUEAHYIOTE-
cd HYKAE€OTHUOH, i 3-eK30HyK/ea3Hy, dKa BUKOPHUCTOBYETBHCS OAd peaa-
TyBaHHS TIOMHAOK — BiAIIEIA€HHS IOMHAKOBHX HYKACOTH/IB, IIOHHO
OpueTHaHuX A0 3'-KiHIId.

e JIHK-moaimepasa I (a6o moaimepasza Kopubepra (Arthur Kornberg)) —
MOHOMEPHUH 0iAOK i3 MYABTHIOMEHHOIO CTPYKTyporo. Ha BigMiHy
Bin inmmmx [IHK-1mioaAiMepas BoHa Mae Tako¥XK OOJAaTKOBY S'-eK30-
HyKAea3Hy akTuBHicTb. [JJHK-mmoaiMepasa I BUKOPHCTOBYEThCS SK
OONoOMIDKHQA TIoAIMepas3a HPHU PeTAiRarlii (OIUB. HUXKYE) Ta IHIITUX
nporecax cuaresy AHK.

e JIHK-mioaimepasa Il 3aaydeHa 40 MEBHUX penaparlifHuX IponeciB.

e JIHK-mmoaimepasza III — ocHOBHa penaikaTuBHA [oaiMepasa, OBi Ko-
mii 1Kol HpallloloTh y penAikaTUBHIN Bualli. CkaamaeTbCcs 3 TPHOX
cyOoouHHUIE: CyOOAMHHUIIA 0 BIiAIIOBigae 3a IloAiMepasHy aKTHB-
HICTE, € — 3a 3'-eK30HyKA€a3Hy, 0 — BUKOHYE CTPYKTYPHY POAB.

Cmpyxmypa AHK-norimepasu it norimepasna peaxyis

Crpykrrypy ocHoBHOi wactuHH [IHK-moaimepasm | — Tak 3BaHUiél @ppae-
menm Knenosa (Hans Klenow) — mokazaHo Ha puc. 9.5 (ooaTKOBHU JOMEH
rnoAiMepasu BignoBigae 3a 5'-eK30HyKA€a3Hy aKTHUBHICTH). [logibHy CcTpyKTy-
Py MaroTh OIABLIICTD iHIIMX IIpo- Ta eykapiotmyHux [IHK-toaimepas. IToai-
Mepa3HUH aKTUBHHUMI IIEHTP PO3TAlllOBaHUH y MexKaxX O0osoHI (palm) — nriam-
HH, gKa OTO4Y€Ha ABOMAa XapaKTEPHUMH CTPYKTYPHHMHU OOMEHAMH: PYXAHU-
BUMU naneysimu (fingers) i eenuxum nansyem (thumb). Beaukuit maasers
B3a€EMOJI€ 3 MAA€HBKHM ZKOAOOKOM IIOABIHHOI cripasi, yTBOpeHOi MaTpud-
HUM AQHITIOI'OM 1 TAKHM, III0 CUHTE3yeThcs. [Taablli B3a€EMOMiIOTh i3 MaTpHUy-
HUM AQHITIOTOM, AKWH IIPU IILOMY TPOXH BUTHMHAETHCH HABKPYT [AABILB,
€KCIIOHYIOYH 4YeproBy a30THCTy OCHOBY nas B3aemomii 3 NTP. Caiit 3B'a3y-
BaHHAa NTP yTBOPIOETBCH MAABIIIMHU, 3aAUIIKAMU aKTUBHOTIO LIEHTPY, HyKAe-
OTHIOM MAaTPHUYHOI'0 AaHIlora Ta 3'-KiHIIEM AQHILIOTa, IO CHHTE3YETHCS.
PyxXAUBICTE ITAABIIB M03BOAdE IM iCHYBaTH y ABOX KOHPOPMALTISIX:
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e Biokpuma nepenbadae pyx moasimepasu B3moBxk [AHK i mBuzg-
Kui niepebip NTP.

e 3arxpuma, KOAW MaABLli I€PEMIIIYIOTHCS B HAIIPSIMKY /10 BEAUKOI'O
aAblLs, KopcTKo ¢ikcyroun NTP y akTHBHOMY LIeHTpPi Ta 3ab6e3-
[IeYy4Yn KaTaai3 rmoaiMepas3Hoi peakiii.

doAaoHsa

AaHugzor, mo
—~~ 3pocTae

L. 3'-ek30H 7
yKA€a3HHH
B s JOMEH

Puc. 9.5. Kommnaekc pparmenra Kaenosa [JHK-moaimepasu I
i3 JHK y noaimepasHoMy akTuBHOMY LieHTpi (1L3T)

[ToaimepasHa peaxkitig (puc. 9.6) nependbauae, 1o JHK-nmoaimepasza mae
postamnyBatu 3'-KiHIleBy OH-rpymny 3pocTarodoro AaHirora B aKTHUBHOMY
neHTpi, 3B'93aTu NTP, 3a yM0oBH HOr0 KOMIIAEMEHTAPHOCTI [0 HYKAEOTULY
MaTPHUYHOTO AQHIIOTa 3MIACHUTH KaTaai3 cuHTe3y (pocdomiepipHOro 3B's93Ky
3 OJHOYACHUM BIAIIETIA€HHAM ITipodocdary.

docoar
e

ne3okcupubosa

-
OCHOBA
m&& ” m&f
;

Puc. 9.6. Cxema [IHK-ntoaimepasHnoi peaxkirii
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Ha mepiri#i cranii eAroHTraImifiHOTO IHMKAY BimOyBaeTbCs 3B'd3yBaHHS
NTP (pmc. 9.7). AHK-moaiMmepa3a Opu IILOMY peaasidye CBOIO BiIKPUTY
KoH(popMallilo, gKa MO03BOAIE IIIBUAKY acolliallifo / AucoIliamiio pi3HUX
HYKAEOTHIIB. SKIIO0 HYKAEOTHUl BUSABAIETHCH KOMIIAEMEHTAPHUM MaTpU-
i, 3 Iapol0 OCHOB PeaAi3yIOThCS YHUCAEHHI B3aeMoMii aKTHBHOIO ILIEHTPY
Ta Horo oroueHHs. lle iHayKye KoH(opwMmarlifiHy 3MiHy B moaiMmepasi
(HaMinoBiABHINIA AIMiTyIOYA CTais ITUKAY) i3 IIepeMillleHHs ITaAblliB, Hac-
AigroM 4Horo € gikcaniga NTP y akruBHoMy neHTpi (puc. 9.8) i Hepyxo-
MicTh ItoaiMepasu BigHocHo [IHK. Ha Tperti#t cranii 3aificHIOETECS KaTaail
peakwii. Ilicag npuenqHaHHI HyKA€OTHAY BinOyBaeThcd Aucolliallid mipo-
docdary ¥ podMHKaHHA mosiMepasu. OCKIABKH YTBOPUBCS HOBUH IIPO-
[OoBxXKeHuM 3'-KiHellp, SKUH Ma€ CHOPIAHEHICTh A0 aKTHUBHOIO IIEHTPY, Ha
ocTaHHi# cTamil 3AiCHIOETECS TPAHCAOKAILd — IIEPEMIIIIEHHS ITOAIMepas3u
B ii BigkpuTi#i popMi HA OOAMH HYKACOTH/, Y3L0BXK MATPHUILI.

ONTP
-,

DNAP

S n0- g - mi

Puc. 9.7. Eronranitinuit nuka JIHK-noaimepasu

Puc. 9.8. Hykaeosuarpudocdar (CTP) Ta iorn Mg2* (dbioaeToBuii)
B akTUBHOMY HeHTpi [JHK-noaimepasu (1LV5).
MaTpHuyHHUH AQHITIOT CHHIH, 3poCcTalouuil — 4epBOHUH

[IpunnunoBa cxema eaoHrarlifinoro nukay JHK-moaimepasu nmpaxkTud-
HO He BinpisHgaeTrbca Big Takoi PHK-mmoaimepasu (ouB. po3mia S5). MexaHizm
kataaizy [JHK-mmoaimepasHoi peakilii TakKoOXK € I[IAKOM aHAaAOTIiYHUM: KAIO-
4OBY POAB V KaTaai3i BUKOHYIOTBH ABa ioHH Mg2*, 110 yTPUMYIOTBCSI B aK-
TUBHOMY LIEHTPi TphOMa 3aAHUIIKaMU ASp.
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Pedazysanns nomurox

YroisHaHHA KOMIIAEMEHTAPHOI IIapd OCHOB aKTHUBHUM lieHTpoM [JHK-moai-
MepasH Iepel 3aiHCHEHHIM KaTaaidy moaiMepasHoi peakirii 3abesrnedye da-
CTOTY IIOMHAKOBOT'O BKAIOYEHHS HYKAEOTHAIB Ha piBHi ~10-5 (ocHOBHE mIKe-
PeAO TIOMHAOK — TAyTOMEPiSd a30TUCTHUX OCHOB, AWB. puc. 5.11). OcKiabkH
JHK cunTe3yeTbca “pas i HazaBXkau Tmepesn ii mepegadero HaIIaaKam,
TakKuil piBeHb IIOMHAOK HE MOXKE BBazKaTUCH 3aJ0BIiAbHUM. BiarosigHo,
JHK-mioaiMepasy peaai3yroTh e(peKTUBHUN MeXaHi3M peaaryBaHHH, BUKO-
PUCTOBYIOYH CBili 3'-eK30HyKA€a3HUU aKTUBHUHU 11eHTp (pHc. 9.9).

3'-ek3oHyKaeasHuii IloAimMepasHuH
AOMEH LHEeHTp

HyxaeasHuH
LEeHTP

Puc. 9.9. PenaryBaHHS IIOMHUAOK: CXEMATHYHUN BU “3BEpPXy”
Ha [JTHK-1m1oaimMmepasy (ouB. puc. 9.5)

[IBa KaTaaiTH4HI IeHTpH, po3ramoBaHi Ha BigcTani 1o 30 A, KoHKypY-
I0Th 3a 3'-KiHeIlb AaHIIora, W10 CHUHTE3yEThCS. 9IKINO0 BHACAILOK IIPHELN-
HaHHS IOMHAKOBOI'O HYKAEOTHUY yTBOPHAACS HEKOMIIAEMEHTapHa (HecTa-
OiabHA) TTapa OCHOB, Ii CIIOPIAHEHICTH MO ITOAIMEPA3HOTO HEHTPY 3HUKY-
€ThCd, 1 3'-KiHelb HePeMIlyeThCS 0 €K30HyKA€a3HoTo 1eHTpy. [loaBiiHa
cripaab [JHK mpu 11b0My IPOKPYYUYETBCA HABKOAO CBO€i oci, 30epirarodu
B3aeMO/Iii MaA€HBKOTO K0A00OKa 3 BEeAMKHM maablieM, a [JHK-moaimepaza
3aAUIIAEThC Y BiAKpUTiH KoH(popMarliii. [ToMHAKOBUH HyKA€OTH Bifnlle-
TAIOETBCH, YHACAIJOK YOr0 BiTHOBAIOETBCHA CTaDIABHICTH KIiHIIEBOI mapu
OCHOB. 3a paxyHOK O0iABII BHCOKOi CIIOpiflHEHOCTi cTabiAbHOI Imapu 1o IIo-
AiMepa3HOro LEeHTPy, 3'-KiHelb IoBepTaerbca Tyau, i JJHK-moaimepasa
3M1iHCHIOE HOBY CIIPO0Y MOT0 IOMOBXKEHHS.
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Y pesyabTati Takoi ocuAdIlil moaiMepasu 3 HepeMHKAHHAM aKTHUBHO-
cTi MiXK ABOMa HEHTPaMH PiBE€Hb MOMHAOK 3HUXKYyEThCSI m0 ~10-8. Ocra-
TOYHHH PiBEHb IIOMHUAOK 3HUKYeETBCH n0 ~10-10 3a paxyHOK aKTHBHOCTI
CHUCTEM peraparii.

Ocobausocmi JHK-norimepasu 6 nopienanni 3 PHK-noaimepasotro

HesBazkaroyu Ha BHCOKY IIOAIOHICTE 0230BHUX MeXaHi3MiB poOOTH IBOX
THIIIB IIoAiMepas, Io 3AiMCHIOIOTH CHHTE3 HYKA€IHOBUX KHCAOT, iCHYIOTH
IIPUHIIUIIOB] BiIMIHHOCTI Mi>K HUMH. ['0OAOBHa OCOOAHMBICTB IIOASITAE B TOMY,
mo nag JHK-nmoaimepasu /JHK e oOHouacHO Ui mampuyero, i npooyKmom
peaxuii, i 11e CTBOPIOE CYTTEBI IpodAEMU.

Ockiabku 1ipu cuHTe3i PHK B aktuBHOMy neHtpi PHK-moaimepasm
TUMYAaCOBO icHye TibpumHa noasitiHa croipaab [JHK-PHK (ouB. po3miau 5, 6),
PHK-mionimepasza MozKe AeTKO AUCKPHUMIHYBaTH TiOpUA Bix 3BUYAWHOI 110-
nBitHOI cripaai /IHK. Bucoka criopiiHeHICTb OTOUEHHSI aKTHBHOI'O LIEHTPY
PHK-nioaimepasu no ribpuga ta KaHaay Buxony TpaHckpunty no PHK za-
Oes3nedye BHCOKY ITPOILIECHBHICTE (PEPMEHTY — 30ATHICTH ITpalfoBaTH 0e3
oucoliartii micad ogHOKpaTHOTO akTy iHimiawmii Tpanckpunitii. JAHK-1oai-
Mepasza Mae InoaBitiny cripaab [IHK gxK y oTodeHHi CBOro aKTHBHOIO
LIEHTPY, TaK i CKpi3b I103a IoAiMepa3sHUM KoMIaeKcoM. BianoBinHo, icHye
BHCOKa HMOBIpHICTS ii aucoriiatiii: mpouecuBHicTh [JJHK-mosiMepasu € ayxe
HU3BKOIO — BOHA MOXK€ CHHTe3yBaTH [0 AUCOLLallii AWIlle MIATHKY NOBXKU-
Hoo 10-20 HykaeoTuaiB. OTXKe, Ma€ iCHyBaTHU IIEBHUM N0AATKOBHUM Mexa-
Hi3M HiABUIIIEHHS ITPOIIECUBHOCTI.

Bucoka cniopiguenicte PHK-moaimepasu go riopuna [AHK-PHK mno3Bo-
AsI€ AETKO pyMHyBaTH HoaBiliHy cmipaab [IHK 1o xXomy pyxy HIoaiMepasu
IIPU eAOHTallii TPaHCKPUIILii — TPAHCKPUNIT IIPOCTO BHUTICHSE HEMATpPUU-
Hul aaHmror [AHK i3 gymaekca. Jag JHK-mioaiMmepasm Takwuili MexXaHiZM
€ HeMOxXAUBUM: aynaekcu [JHK y KoMIaekci 3 moaiMepasoro Ta IoIepeny
Bim Hel HiYMM He BiApPi3HAIOTHCA OAWH Bim omgHoro, TooTo [IHK-moaimepaza
norpebye HagBHOCTI ogHoAaHIIoroBoi MmarpuyHoi /IHK, gaka mae OyTu BU-
Ay4deHa 3 MOABIHHOI cripaai.

Tpera npobaema moadgrae B ToMmy, o JHK-mioaimepasa 3maTHa pobutH
TIABKHM OJHY OIlepallilo — IIPOJAOBXKyBaTH (penaryioud) 3'-KiHellb AaHIIora
JHK, BoHa He MOXKe IHiyilogeamu CUHTEe3, CTBOpUTH mepmiuii dpocdomiedip-
HUY 3B's30K. lle o3Hauae, 110 IIeBHA KOPOTKAa [AiAdHKa Mae OyTH cTBoOpe-
Ha gKOChb iHakie, 106 maai JJHK-moaiMmepasa moraa OpomoBKyBaTH ii
cuHTte3. Taky miagHKy, 0e3 sKoi HemoxkauBa pobora [JHK-moaimepasu, Ha-
3UBaIOThL npatimepom (primer). Hacnipasai, kop-depmerT PHK-mtoaimepaszu
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TakKoxXK He 37aTeH iHiliroBatu cuHTe3 PHK: mepBUHHUN KOPOTKUH TpaHC-
KPUIT CHHTE3YETBCS AUIIE 3a ydJacTi pakTopiB iHimiarii, aki momomara-
I0Th [0JATKOBO 3aiKCyBaTH IepIli HYKACOTHAW B aKTUBHOMY LEHTpPi
(muB. po3miau S5, 6). Ilpu cunresi [JAHK 6yao 3HaligeHO iHIIIE eBOAlOIifiHE
pillleHHSI: poAb IIpaiiMepa BHKOHye KopoTkKa miagsHka PHK, mio cunTesy-
erbca crnerudgiunoo [IHK-3asexxrHoro PHK-moaimepasow - npatimasoro.
Bukopucranusa came PHK y poai npatimepa Ha nouaTtky cuntesy [JHK mae
BasKAUBE 3HA4YE€HHH [Ad IIiABUIIEHHI TOYHOCTI cMHTe3y. KOpoTKi ImepBHHHI
MIASTHKY HEMOXKAMBO CHHTE3yBaTH 3 Oy»Ke BHCOKOIO TouHicTio. Ha momaab-
mnx eramnax penaikailii PHK-mpafiMmepu MoOKHa A€rKo BiApPIi3HUTH Bifg
JHK, BUAyYUTH Ta 3alIOBHUTH IPOTAAUHHU MiXK cycimHiMu giagakamu JHK
3a gonomororo JJHK-1mmoaimepasm.

Otrxe, [IHK-mmoAiMepasa € Xo4 i TOAOBHUM, aA€ He JOCTATHIM eAeMeH-
TOM CHCTEMHU pemnaikallii. ¥ pemnaikaTuBHIM BUAL Opamioe€ CKAaAHUM
MYABTHOIAKOBHH KOMIIAEKC — pPEenlicoma, A0 SKOT0 KPiM ABOX MOAEKYA
JHK-noaiMmepasu BXOASTH KOMIIOHEHTH, 110 3a0€311eYy0Th PO3HAiTaHHS
OHK, migBumieHHs OPOIIECHBHOCTI Ta BHKOHYIOTH iHIIII BaXXAWBIi 0IO-
MiXKHi omepartii.

Penaicoma Ta iHIIi eAeMeHTHM CHCTeMM pernaikarii

TI'eaixasa ii 6iaxu SSB

Omnepailisa po3mAiTaHHS NOABIHHOI cripaai (TOOTO yTBOpPEHHS peIlAi-
KaTuBHOI BUAKM) 3xiticHoerbea [JHK-reaikazamu — ATP-3aaesxkHi dep-
MEHTH LBOTO THIIy BXKe€ 3rayBaAHCh y 3B'A3Ky 3 TPaAHCKPHIILIIEIO Ta
craalicuHIOM (po3ziau 6, 7).

OCHOBHOIO pemnAiKaTHUBHOIO I'eAika3oio OakTepitt € 6ia0k DnaB — Kiablte-
BHH KOMIIAEKC IIECTH OJHAKOBHUX CyOomuHUIIL (puc. 9.10). Y KaHaai Bce-
PEAVHI KiABIS PO3MIIYETHCH OAWH ITOAIHYKACOTHIHUH AQHILIOT, Y300BXK
KO0 BiJ0OyBa€ThCS TPAHCAOKAIlid TeKcaMepy B HanpaMKy S5'-3' (TobTo mo
AQHITIOTY, IO 3alli3HIOEThCS — puc. 9.11), 110 ¥ IpU3BOAUTE 00 pyHHYBaH-
Hd TIOABIMHOI cripaai.

[TlicTe cyOOAMHUIE TE€AIKa3W MalTh caliTu 3B'a3yBaHHd ATP, e Bia-
OyBaeThbcs Horo rimpoais. CTpyKTYypHi nepeOymoBH y BiAIIoBiAb HaA 3B'd-
3yBaHHS Ta ringpoaiz ATP 3miHIOIOTE iHTEpdeiic B3aeMOii 3 0OJHOAQHITIO-
rosoro [JHK, mio # IpuBOAUTE A0 TPAaHCAOKAIll — Ha TPHU-II'ITh HyKA€O-
TUMIB 32 OUH aKT Tigpoaizy ATP.
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Puc. 9.10. CTpykTypa pernaikaTuBHOI reaikasu (1G8Y)

[HIIi penAikaTUBHI TeAikasu noOymoBaHi 3a aHAAOTIYHHUMU TPUHIIHUIIAMH.
Y posnaitanHi [JHK mix gac perigartii 6epyTh TaKOXK yIacTh T€AiKa3u IIPOTH-
AEXKHOIo HalpaMmKy (3'-5' — TpaHcaoOKallid B30BXK AiIUPYIOUOTO AQHILIOTA),
ase, Ha BinMiHy Big DnaB, BoHU He € XKUTTEBO HeoOXimHMMH. ['eaikaza DnaB —
IIe HEBiA'€MHHH €AEMEHT PEIIAICOMH, depe3 IHII CTPYKTYPHI MOIyAi BOHA
3B's13aHa 3 JJHK-moaiMmepa3zaMu Ta HOpalfo€ B TICHiIH KoopAuHALll 3 HUMHU.
MIBuakicTs posnaitanusa JJHK okpemoro reaikazoro JOpiBHIOE ~35 HYKAEOTH-
[iB 3a CEKyHMy, HMIBUAKICTE pyXy okpemoi [IHK-noaiMepasu B3A0BXK OAHOAA-
HirroroBoi /IHK — ~1 THC. HYKA€OTHUMIB 32 CEKYHIY, IIpU IXHbOMY O0'€IHaHHi
CyMiCHa HIBUAKICTBH pemaikariii craHoBUTh ~750 HYKAEOTHIIB 3a CEKYHIY:
reaikasza TPOXH raabMYye€ IIOAIMepasy, OCTAHHS — IIITOBXAE TeAiKa3y.

Enepria rigpoaizy ATP BUKOPHUCTOBYETBCA T'€AIKA30I0 [IAS 3OiMCHEHHS
€HEePreTHYHO HEBUTIAHOTO IIPOIIECY POo3MAiTaHHS ayraekca. ToOTo omHO-
aaHIoroBa [JJHK, 1110 BUHHMKae B PeNAIKATUBHINA BUAII BHACAILOK aKTUB-
HOCTi reaikasm, mae OyTH THMYacOBO cTabiAi30BaHa B OJHOAAQHIIOTOBOMY
Buragai. o dyHKIliI0o BUKOHYIOTE Oiakn SSB (Single Strand Binding),
dKi MaloTh BHCOKY CHOpPifHEHICTb H0 onxHoaaHIorooi JJHK (puc. 9.11).
SSB 0iAkHM 3B'A3yIOTHCH 3 IIOAIHYKACOTHIHHM AQHIIIOTOM KOOIIEPaTUBHO,
B3aemonitoun He Tiapku 3 [JHK, a # MixX coboro. Y pe3yabTaTi AQHIIOT
ePEeKTUBHO BKPHUBAETLCA OIAKOBOIO “IiIy00r0”. SSB 0iAKM B3a€EMOIIOTH Ta-
KOXK 3 IHIITMMH KOMIIOHEHTAaMH PEIIAICOMH, ITiICHAIOIOYM IXHIO aKTHBHICTDH —
y ToMy 4ducai aktuBHIicTh JJHK-mmoaimepasu.
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Puc. 9.11. PeniikaTuBHA BHUAKA, 1110 BUHUKAE
K pe3yAbTaT HOii reaikasu Ta miarTpumyerbed SSB Giakamu

Cunmes ranyroza, wjo 3anisHIOEMbC

Ainupyrouuii aaHIIOr TIpH iHimiamii penaikarii, a KoxkeH d¢parMeHT
Oxkazaki mig 4yac pemnaikairii, maioTh posnouuHaTtucad 3 PHK-mpatimepa.
Voro cunres 3xificHioe mpafimasa (6irok DnaG E. coli). IIpaiimasa pekpy-
TYETBCA OO0 OCHOBU PETIAIKATUBHOI BHUAKU T'eAiKa30io (ixHiMi KOMIIAEKC Ha-
3UBAIOTh NPAiMOCOMO10), poboTa ITpaliMas3y CTHUMYAIOETBHCS TeAiKa30i0 Ta
SSB 6inkamu. Po3rodnHaour Bi OCHOBH PETIAIKATHUBHOI BHAKH, IIpaiiMasa,
dKa Ma€ HU3BbKY IIPOLIECHBHICTD, CUHTE3y€E IIpatimep — pparmeHT PHK noB-
XKUHOIO ~12 HyraeotuniB (puc. 9.12). Ilicag nporo JHK-moaimepasa III,
ONOBXKyIOUH 3'-KiHeIlb IpaiiMepa, IIOYMHAE CHHTE3YBATH pPeLITy dpar-
meHTa Oka3zaki, a IpaliMasa (Ta cama 4M iHIIIa) 3HOBY 3B'd3y€TBCH 3 T'€Ai-
Ka30I0 i 3roJ0M PO3IIOYHHAE CUHTE3 HACTYIIHOIO IIpatimepa.

Ha Binminy Big JAHK-moaimepasu, nmpatiMasa Mozke 3 OJHAKOBUM YCIIi-
XOM BKAIOYATH [0 IpaliMepa dK Oe30KCUPUDO- TaK i pUOOHYKAEOTHIU.
[Ipatimep € pparmenTom came PHK mpocTo ToMy, 1110 BHYTPIITHBOKAITHH-
Ha KOHIIEHTpAallid puboHyKAeo3uATPpUdOC(AaTIB € BHIIOIO.

3posywmino, 1o PHK-mrpaiimep Ha rmoyaTky KozKHoro gpparmenra Okasa-
Ki Mmae OyTu 3amiHeHH#l Ha BimmoBigHy mocaimoBuictTb [JHK. Lo poboty
BUKOHye MOHK-moaimepasa I (puc. 9.12): 3a paxyHOK CBO€i S5'-€K30HYK-
A€a3HOI aKTHBHOCTI IToAiMepasa BUAaAsie ITpatiMep i oqHOYaCHO, BUKOPHC-
TOByI0OYH 3'-KiHellb nonepeaHsoro gpparmenTa Oraszaki, IIOOOBXKyE HOro,
3alI0BHIOIOYH ITPOTAAHHY.

[Ticas 3mificHEHHS OCTAaHHBOI oreparrii Mixk aBoMa dgpparmenTamMu Okasaxki
3aAMIIAETHCS OJHOAAHITIOTOBUH po3puB (puc. 9.12, 9.13) — JJHK-moaimepasa
He MOxKe HOro 3IINTH, OCKIABKHM 30aTHa TIABKU [I€PEeHOCUTH HyKACOTHIU
3 NTP na 3'-kinneBy OH-rpymy. YTBOopeHHs ¢ocdomiedipHOTO 3B'I3Ky MizK
cycinHiMu pparmenTamu OKazaki, sike ToTpedye MKepeaa eHeprii, 3iicHIo-
eTbcst B ATP-3aaeskHIN peakilii, ska KaTaaizyeTbcs airasoro (ligase).
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Puc. 9.13. Cxema poboTH airaszu

Cxemy poboTu airasu mokasaHo Ha puc. 9.13. [Io aKTHUBHOIO LEHTPY
depMeHTy, KOBAA€HTHO NIPHUEAHYIOUNCH N0 aMiHOrpynH Lys, IepeHOoCHUTH-
ca AMP 3 moaekyau ATP. Jaai AMP npuemnyerbcss o S'-KiHIeBoro goc-
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daTy B Mmicui po3puBY (CBoepimHa akTUBAllisd, IO Haraaye akTHUBallilo
aminokucaotu APCa3zor, nuB. po3zia 8). Bumasenna AMP cynpoBoaxXy-
€TbCs YTBOpeHHAIM pocdoaiedipHOTo 3B'93KY.

TI'oropepmenm JHK-norimepasu

TonodpepmenT [AHK-mioaiMmepasu, SKUH € OCHOBOIO PEIIAICOMH, MICTHUTDH ABI
moaekyan [IHK-moaimepasu Il (mo Tpu cyOOAMHUII B KOXKHIN — Kop-cep-
MeHT), ABi Komii 1-6iaKa, y-KoMIaeKc (I'aTb cyboauHUIL) Ta ABa B-0iaka,
3B'd3aHi 3 KOXKHOIO IToAiMepasoro. [Ipu3HauyeHHsS KOMIIOHEHTIB roaodep-
MEHTy — yTPHUMaHHd pa3oM i 3abe3nedeHHs KOoopAUHAallii poboTH KOMIIO-
HEHTIB peraicomu, migBuIlieHHs ITpoiiecuBHocTi JIHK-moaimepasu.

[IpobaemMa HPOIIECHBHOCTI BUPINIyeTbCs B-6iakom, IKUM YTBOPIOE TaK
3BaHUM 00py4 (3azkuM), 1110 KoB3ae (sliding clamp). [IBi oqHakoBi cybonu-
HUIIi o0pyda, MIIIHO B3a€EMOMIIOYM 3a MPHHIIUIIOM “TOAOBa OO XBocTa”,
YTBOPIOIOTH IIUPKYASIPHY TOPOIIOAIOHY CTPYKTYPYy 3 OTBOPOM ITPUOAH3HO
35 A y miamerpi (puc. 9.14). YcepeauHi TAKOTO KiAbLI AETKO PO3MIIITy-
€Thcd ToABiiiHa cripaab [JHK, ska mpakTHYHO He B3aeEMoi€ 3 [3-0iAKoM.
Kiabrie Moxke BiABHO pyxaTuch y3noBxXK [IHK, are He Moxke AUCOLiIOBATH.
C-kinneBui rinpodobuuit xsict JHK-noaimepasu III mosxkunoro 11 awmi-
HOKHCAOT B3aeMofi€ 3 rigpodoObHUM KapMaHOM obpyda. Y pe3yabtaTi hop-
MY€ETBCSI CBOEPIOHHI ITOBOIOK, IO [AOIIyCKa€e IE€BHY CBOOOMY PYXiB IIOAi-
MepasH, ase MiltHo yTpuMmye ii Ha [THK.

Puc. 9.14. O6pyy, 110 KoB3ae, — bakrepiaapHuii 3-6ia0k (2POL)

OckiabKH 00py4d — 6iAKOBe Kiablle, 110 oTouye [JHK, iioro 3aBaHTa>KeH-
Hs Ha NOABIiMHY cHoipasb BUKOHyeThCH ATP-3aseskHUM mIAgIXoM, 19 (PYHK-
IIiT HAAEXKUTDH Y-KOMIAeKcy. BinOyBaeTbcs 3aBaHTaKE€HHS Ha TiOpuaHiM
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noasitiHit cripaai PHK-/IHK Bigpa3sy micas 3aKiHUeHHS CHHTE3y YeproBO-
ro mpaiiMmepa. y-Kommaekc, 110 CKAaA€EThCS 3 M'ATH CYOOAMHUIL Ta Mae
U-ntomi6bHy cTpykTypy (puc. 9.15), 3B'a3ye ATP i 3miHIOE CBOI0O KOHGOpMa-
IIif0 TAKHUM YHHOM, III0 B3a€EMOIE€ 3 00pydeM, MOPYIIYIOYH HOTO ITiAICHICTH —
PO3MHKaIO4UM Kiablle. [laal Y-KOMIIA€KC BIIi3HA€E MQYIIA€KC, III0 YTBOPEHUM
MiXK IIpailiMepoM Ta MaTpHIIE0, 3a0e3IeYyI0UH I10CaKy BIIKPUTOTO KiAb-
08 Ha [0 OOABiHHY cripasb. B3aemopmisa 3 mymaekcoMm iHaykye ATPasHy
aKTHUBHICTb Y-KOMIIAEKCY. Y pe3yabTaTi rimpoaisy ATP y-koMmmaekc BTpadae
cropimHeHicTb A0 [-0iaka, 10 NPHU3BOAUTH OO0 3aMUKaHHA obpyda. [aai
Y-KOMIIA€KC 3HOBY 3B'adye ATP, mpoTe o0pydY Mae BHIIy CHOPiAHEHICTH 10
JHK-nmoAimepasu, HixK [0 Y-KOMIIAEKCY: 006py4 3aaummaerecs Ha [JHK i B3a-
€MOJIi€ 3 TToAiMepas0r0 Ta 3abe3mneyye ii MpPoIleCUBHICTD.

C———— ) AHK
~

obpyu / I\> @
& :
~_ ADP
y-KoMmnaekc*ATP @

Puc. 9.15. Cxema ATP-3aAeXHOTO 3aBaHTaXXeHHd 06pyda,
I1I0 KOB3Aa€, Y-KOMIIAEKCOM

F'orOBHY CTPYKTYPHY POAB B Opradizallii penaicoMu BUKOHYE T-0iAoK,
KoTpuil B3aemogie 3 [JJHK-tmoaiMmepaszoro, reaika3orn, npalMasoo Ta yTPH-
Mye Ha co0i y-KoMIlAeKC. UncaeHHi B3aemopii 1-0iaka 3a0e3redyroTb pyH-
KITIOHAABHY KOOPAUHAIII0 MiXK €AEMEHTaMU PEIIAICOMU.

[Bi Mmoaekyau T-6iAKa B3a€MOMIIOTH MiX CO0OI0 i KOXKHA YTPHUMYy€E KOP-
depmenT JHK-moaimepasu III, KokHa 3 SKHUX, y CBOIO 4epry, 3B'sa3aHa
3 obpydueM (puc. 9.16). OgHa 3 moaimMepas 34IMCHIOE CHHTE3 AiUpyIOY0Tro
AaHIIOra, iHIma — ¢gparmeHTa Okaszaki. O6UABI oAiMepas3u Opi€eHTOBaHI
B peraicoMi ogHakoBo. OCKiABKM BOHHU IIPU IILOMY BEAYyTh CHHTE3 Ha aH-
TUIIAPAAEABHUX AQHIIOTaX, TOH, IO 3alli3HIOETHCS, YTBOPIOE PEBEPCHY
MIEeTAIO: KOH(ITypallisl pernAiKaTHBHOI BUAKH Haragaye TPOMOOH.
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Ha puc. 9.16 300pakeH0 MOMEHT, KOAH IIpaiiMasa rodasa CHHTE3 4dep-
roBOro IpaiiMepa, a Y-KOMIIAEKC — HAIIOTOTOBI 3aBAHTAKUTH YEProBUH 00-
py4. Koan moaimepasa, sska mpalfroe Ha AAHIIO31, 0 3alli3HIOETHCH, 3aBep-
Tk CUHTE3 (pparmenTa OKaszaki (3ycTpiHe morepenHii oparMeHT), BoHA
BTPaTUTh CBil 3B'd30K 3 00pydeMm, ase 30epexke B3aEMOMII0 3 T-OiAKOM.
Brpara criopizHeHOCTI moaiMepasu m0 oOpyda BHU3HAYAETHCS OMHOAAHIIIO-
rOBUM pO3pHUBOM Mixk (pparmeHTamu Oxaszaki. HoBui#t obpyu Oyze mnpu
IIbOMY B3K€ 3aBaHTa*K€HUH Ha 4eproBUM IpaiiMep, moaiMepasa 3B'SKeTb-
Ccd 3 HUM 1 PO3HOYHE CHHTe3 HOBoro parmeHTa Okazaki. OOpyd, aruUil
HIOMHO BTPATUB 3B'SI30K i3 II0AIMEpPAa3010, IIPOB32aEMO/IIE 3 Y-KOMIIAEKCOM —
OCTaHHINM Ipalrroe TaKoX i 9K “po3BaHTazKyBad’ obpyda (auB. puc. 9.15),
sHiMarouH #oro 3 /JIHK i 3abe3nedyroun misHille #oro mocaaky Ha mpafmep.

Teaika3za

dparmeHT
Oxka3aki

\ Ainyrouni

AQHIIOT
Puc. 9.16. CxeMma opranizaliii permaicomu

Tonoaoziuni npobremu, noe’asani 3 penrikayiero

Ille omHUM HEBiA'€MHUM eAeMeHTOM cucteMu peraikariii € JIHK-Tomoizo-
Mepasu (ouB. pos3ia 3). Pyx penaikaTuBHOI BUAKH 3 OJHOYACHUM pPyHHyBaH-
HSIM IIOABIMHOI cITipaai CyIIpOBOMKYETHCS IIPOKPYTKOIO CIIipaai, IIT0 CTBOPIOE
TIO3UTHUBHI HaJCIIipaAbHi BUTKU — €AACTHUYHI HAIIPYyKE€HHs TOIIepeny Bing
BUAKH (ouB. puc. 3.24). lle cTocyeThca 9K €yYKapiOTHYHUX CUCTEM, [€ HeTAl
JHK 34eriaeHi CBOIMU KiHIIEIMH 3 dOepHUM MaTpPHUKCOM, Tak i IIPOKaPiOTHI-
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HUX IUPKYAIPHUX XPOMOCOM: 3YCTPIYHHUHM PyX ABOX PEINAIKATHBHHUX BHAOK
(puc. 9.3) cTBOpIOE TO3UTHUBHI HAIIPY?KEHHS Ha MIATHIL, gKa IIIe He € Perlai-
KoBaHo0. EAracTryHa Hampyra Mae 4dac Bif 4acy 3HiMaTuCs, iHaKIIle BPeITi-
PELIT BOHA IIOBHICTIO 3YIIMHUTE PyX penaicoMu. BiamorimHo, mpoliec pemai-
Karii rorpeOye AOTOMiKHOI maii ToIloi3oMepas, OCHOBHA (PYHKIlS AKHUX SK
pa3 i moasarae B peaakcallii HapacmipasizoBanHoi [IHK: 1mrryyHe BUMUKaHHS
aKTHUBHOCTI TOIIOi30Mepa3 MOBHICTIO OAOKYE pemAiKallifo.

B eykapioTH4Hil KAITHHI 3aBHaHHS peaakcalii MOXYyTh BUKOHyYBaTH
daK Tomoizomepasu I, Tak i Tomoizomepasu II. [IpokapioTuuyHa TOII0i30-
Mmepas3a | (Tomoizomepaza la) He HiAXOAUTH OAsT BUKOHAHHS Ii€l poai,
OCKIABKU 3/aTHaA 3HiMaTU TiABKH HeraTHUBHY Halclipaaizarito. Peaakcaritia
IIO3UTHBHOI HajzcHOipaaizamii npu penaikanii y 6akrepiii 3a0e3nedyeTses
ripasoro — (pepMeHTOM, III0 BiTHOCHUTBLCS 10 Kaacy ToroizoMmepas II. 'ipasa
BHOCUTH HETATUBHY HajcCIlipaaizaliito B nupkyagapny AHK, 1o # kom-
II€HCY€E ITI0O3UTHUBHI HAIIPYKEHHS.

[Ile omHa ToOmoOAOriYHa ITpoOAeMa BHHUKAE IIPU 3aKiHYEHHi IIpollecy
penaikailii B MUPKyAdpHOMY pemnaAikoHi. Koau aBi pemaikaTHBHI BHAKU
3yCTpPiYaroThbCd, BOHU 3yIIHHAIOTBECHA 3a KiAbKa BHTKIB ITOABIHHOI cIripaai
OIHA BiZm OoAHOI: earacTUYHY HAIIPYTy HA MAaAE€HBKIM MIAGHIII 3HATH BIKE
HEMOXKAHUBO (puc. 9.17).

@ ‘
\
JIBoAaHIIOTOBa 1
OHK
_ @

Karenan

Puc. 9.17. Tepminania pernaikariiii y MUPKyASIPHOMY PEIIAIKOHL

BinbyBaeTbca pyHHyBaHHS KOPOTKOI ITOABiHHOI cripaai, ika He Iignasa-
cd periaikariii, ase 1me HEeMO3KAUBO 3poOuTH 6e3 BiAIIOBIIHOIO IIepPeKPYIEeHHT
[OBOX MOYipHiX KiablleBUX MoaeKyA [JHK necs y inmomy micii. OgHOAQHITIO-
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TOBi IPOTaAWHU AaAi 3anoBHIOIOTECA [JHK-mmoaimepa3zamu. Aae IicAg 1IbOTO
OBl OCTATOYHO CHHTE30BaHi IIUPKYAIPHI MOAEKYAH TaK i 3aAWUINAIOTHCH
TOIIOAOTIYHO 3YENA€HHMH OJHa 3 OOHOI0 — yTBOPIOETHCHA TaK 3BaHUU
kKameHar (puc. 9.17). Take came HepeKpPydYEHHd ABOX OOUYIPHIX MOAEKYA
JHK peaaizyeTbca IIpu 3aKiHUYEHHI peIllaikallii Ha OBOX CyCioHIX eykKapio-
TUYHUX pelAikoHax (OuB. puc. 9.2).

3po3ymiso, 110 AeKaTeHallisd — PO3MiA€HHSI OBOX MOAEKYA — € HEMOXK-
AUBHUM 0Oe3 IBOAQHIIOTOBOTO PO3PUBY B OAHIH i3 HuUX. 3a If0 omepallito
TaKOXK BIAIIOBiIai0OTh ToIloizoMepasu Kaacy Il (eykapioTuyHa Toroizome-
pasa ll, aka 3B'd3aHa 3 gOepHUM MaTPHUKCOM IIiZl Yac penaikariii, i romo-
AoriuHa o Hei Tomoizomepasa IV y mpokapioTiB), 1110 pobAITH THMYACO-
BUH IBOAQHITIOTOBUM poO3pis.

Ininianis pemnaikartii y OakTepint

Catir ininianii penaikamii E. coli — opuakuH oriC — € OIASHKOIO JOBXKU-
HOIO 245 map OCHOB, fgKa MICTUTh YOTHUPH CAWTU IO AEB’dTH IIap OCHOB
KOXXHHH, III0 MaloTh CIOpigHeHicTh mo O6ianka DnaA, a TakoxX KiabKa
AT-30araueHUX OIASHOK IO 13 map OCHOB 3i 3HHMXKEHOIO CTabiABHICTIO IO-
[BittHOI criipaai. IlepenymoBoro iHimiamii pemnaikaliii € cTBOpeHHS 3a paxy-
HOK aKTHBHOCTI ripa3u II€BHOT'O PiBHA HeraTUBHOI HalCIlipaaizallii B iup-
KyAdapHiHE xpoMmocoMi. [lo-niepiie, HeraTHBHA HaCIIipaaizallid CIIPHSE AO-
KaAbHOMY pyMHYBaHHIO IIOABIHHOI CIlipaai B Mexkax opuaxuHa. [lo-apyre,
OCKIABKH BBEIEHHS HaCITipasizamii € MOXKAWBHM TIiABKH 3a YMOBH IliAic-
HOCTi ITOAIHYKA€OTHIHHUX AQHIIOTIB (Xoya 6 OOMH OMHOAQHIIOTOBUM pO3-
PUB 3HIMae Oyab-SIKy €AaCTHYHY HAIpPyry), 11e € e(PeKTUBHOIO IIePEBIPKOIO
TOTOBHOCTI MaTpHULIi (10 BCi¥ AOBKUHI) OO0 penaikariii.

Ha mepmriit craaii imimiamii Kiabka Komi#i DnaA (y kommaekci 3 ATP)
3B'd3yIOThCH 3 OPUIKUHOM (puc. 9.18) Ta iHaykyroTh ATP-3aseKHEe AOKaAbHE
mAaBA€HHI MoABiHHOI cripaai. Binok DnaC 3aBaHTaXXye Ha OZHOAAHIIIO-
roBi miagHKU reaikady DnaB, ska, y CBOIO 4Yepry, peKpyTye Ipaiimasy Ta
iHIII eaeMeHTH periaicomu. [Ipatimasa 3mificHIOE CHHTEe3 ImpaliMepiB Ha Ai-
[OUPYIOUHMX AaHIforax i 3aMmiHioeThes Ha [IHK-nmoaimepasy III: mounHaeThbcs
PYyX OBOX PENAIKATHBHHUX BHAOK Yy IPOTHAEXKHHUX HalnpsaMKax. Hampsa-
MOK PyXy 3aJa€ThCs HAIIPSIMKOM TPAaHCAOKAllil reaikasy 10 AQHIIOTY, III0
3ami3HIOEThCd. [IpUCYTHICTD reaika3y caMe Ha IIbOMY AQHII03i 3a0e3redye
PEKpPYyTYyBaHHS 10 HBOTO IIpaiiMas| il 94ac eAOHTalii pernaikalii Ha mogar-
Ky CUHTe3y KOxXKHoTo pparmeHTa OKazaki.
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Puc. 9.18. Ininjamia pemnaikanii B E. coli. 2KoBTHM IT03HAYEHO
13-mepHi miagaku [JHK 3i 3HUKEHOIO CTabiALHICTIO

Ha giameTpasbHO IIpoTHAEKHOMY 110710 OriC OOIi MHUPKYASIPHOI XpPOMO-
COMH PO3TalloBaHO 6 MiATHOK T0 22 Map¥u OCHOB — CalTiB TepMiHallii pe-
maikanii (Ter A, B, C, D, E, F), aki yTBopiooTh KOMIIAEKC i3 6iakom Tus
(Terminus utilization substance). Ha cafitax TepmiHaliii, 3B'13aHUX i3 IITUM
6iAKOM, pemnAiKaTHBHI BHAKM 3yIHHSIOTBCSA. 30HA MiXK HUMH IifaeTbCs
Jasl AOKaABHOMY IIAQBAEHHIO 1 IIiCASI IIHOTO BigOyBaeThbCs m00ymoBa Ipora-
AUH 1 ferareHalia (quB. puc. 9.17).

Oco0amBOCTi eyKapiOTMYHOI CHICTeMM peliaiKartii

3arasbHi IpUHIUNN H MeXaHi3MU peIllAiKallii € CHIABHUMU OAS IIPO- Ta
€yKapioTiB, PO3Pi3HAIOUYNCH ¥ AETAAIX:

e EyrapioTuyHa perniikaTuBHa BHUAKa Mictuthb aBi JHK-moaime-

pa3y, MPOIIECUBHICTb IKUX 3a0e3edyeThbCss KOB3HUM ITUPKYAIP-

HUM oOpydeM. PizHuia aunre B Tomy, o oopyd (PCNA - Prolife-

rating Cell Nuclear Antigene) ckaamaeTbCcd 3 TPHOX CyOOIUHUIID.

Kpim 3abe3nedyenns nponecuBHocTi [AHK-nmoaimepasu, PCNA B3a-

emogie mie 3 6arareMa OiAKaMu, 3aAy9YEeHUMH [0 BUKOHAHHS Pi3-
HOMAaHITHUX (PYHKINH IPHU perAirartii.

e OpHa 3 nmoaiMepas Bee CHHTE3 AlJUPYIOYOro AQHIIOra, iHIIa CHHTE-

3ye pparmenTu Okazaxki mosxkuHo0 200-400 nap ocHoB. PHK-mpaii-

MeEp Ha Io4aTKy KOXKHoro (gpparmMeHTa OKa3aki BUIAASIETHCH CIIe-

293



Cue0n06 A.B. MoAekyAasipHa Gioaoris

nudivHOI0 HyKAeasoro. [IporaamHa notiMm 3amnoBHIOeThCH JJHK-110A1-
MepasaMHu, OJHOAAHIIOTOBUY PO3PHUB 3LINBAETHCH AITa3010.

e OCHOBHUM CTPYKTYPHHM MOIYAEM PEIIAICOMH € MYABTHOIAKOBHUH
rommaekc RF-C (Replication Factor C), mo BHUKOHye QYyHKIIII,
aHAAOTIYHi 10 OaKTepiaAbHOTrO T-0iAKa Ta Y-KOMIIAEKCY.

e BpaxkaeThbcCsd, 1110 OCHOBHOIO PEIlAIKATHBHOIO I'eAikas3oio eyKapi-
oTiB € MoHorekcaMepHuii 6iaok MCM (MiniChromosome
Maintenance). OgHoaanitoroputi cran [JHK y penaikatuBHi#
BuAL minTpumyeTbcda 6iakamu RPA (Replication Protein A — ana-
aor OiakiB SSB).

Eykapiomuuni AHK-norimepasu

[I'are ocHOBHUX THUIIB eykapioTuuHux [JHK-moaimepas npuitHsSTO IIO-
3HAYaTH I'PEIBKUMHU AiTepaMU.

ITonimepa3sa 0 CKAQAETHCSI 3 YOTHPHOX CYOOAWHUIIL: OAHA BUKOHYE
CTPYKTYPHY poAb, Apyra Mmae /JHK-nonimepasHy aKTHUBHICTH, Ille ABi CyO-
OOMHUIII BiANOBIiAAIOTH 3a aKTuUBHiCTE PHK-nonimepasHy. BimmosimHo,
IIoAiMepas3a 0 BUKOHYE POAb npaiimasu: caMe BOHA CHUHTE3yE KOPOTKUM
PHK-mpaiimep (6—-10 HykaeoTHAOIB), aKHUH maai Tpoxu nomoBxkye sk JHK.
[ToaiMepaza 0 XapaKTepHU3yeTbCsI HU3BKOIO IIPOILIECHUBHICTIO i, HA BiAMIHY
Bix inmux JIHK-mioaiMepas, He Ma€ eK30HyKA€a3HOI aKTUBHOCTI.

Ionimepasa p — MOHOMEPHUH 0iAOK, OCHOBHA POABb SIKOT'O IIOASITAE
B 3alIOBHEHHI OJHOHYKACOTHUAHUX IIPOTAAUH IPH eKCUU3ifHiH penapa-
11ii OCHOB (ZUB. HUXKYeE).

ITonimepa3sa y — penaikatuBHa [JHK-nmoaimepasa mitToxonapiti. Ckaana-
€ThCs 3 ABOX cybomauHullb, Kpim JJHK-1moaimepasnoi mae obuzasi (3'- Ta 5'-)
€K30HyKA€a3Hi aKTUBHOCTI.

ITonimepasu & ma £ — ocHOBHI penaikatuBHi /[IHK-noaiMepasu eyka-
piotiB. CKAQIAIOTHCA 3 YOTUPHOX (€) ab0 TPHOX—II’ATH B Pi3HUX BHUIIB ()
cybomuuuis. OOMABI IToAiMepa3u MOXKYTH IIPAIlIOBATH B PEIAIKATUBHIHA
BuALli (y kKommaekci 3 PCNA ta RF-C) Ha 060x aaHIOrax (Aigupyr0doMy
Ta TOMY, SKUH 3ami3HIOEThCS). PYHKIIIOHAABHY PI3HUIIO MiXK JABOMAa II0-
AiMepasaMM OCTaTO4YHO He 3'scoBaHO. BBaxkaeThcs, IO IoaiMmepasa &
€ cyro [JHK-cuHTe3yH4Y00 MAaIllUMHOIO, TOAl SK IIoAiMepa3a &€ BUKOPHC-
TOBYETBCS TAKOXK fK “ceHcop” momnkomkeHb [JHK, cipusiodyu akTuBartii
penapariifinux mnpoieciB. KpiMm penaikaruBHoro cuntely JHK, moaime-
pas3u 8 i € 3miHCHIOIOTH 3alIOBHEHHH AOBTUX 0AaraTOHYKACOTHOHHX IIPO-
raAvH SK IOpH 3'€aHaHHI cycinHix ¢parmenTiB Okaszaki, Tak i IIpu pe-
napaiifiHux 1mpoiiecax, siki po3TrASIaTUMYThCS daAi.
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Kpim HazBanux JHK-moaimepas, siKi BiTHOCATH OO T'PYIIH IIOAIMepas3 BH-
COKOI TOYHOCTI CUHTE3y, B €YKapiOTUYHUX KAITHHAX IIpallioe Ile JOCUTH Be-
AMKa KiabKicTh [JHK-mioaiMmepas Husbkoi TouHocTi (C, 1, 1, k). [xHa ocHOBHA
dyHKIlig moasgrae B ToMy, 1100 3abesneuntn cuHted [AHK y pasi nomkon-
JKeHHS MaTpPHULli: 3yCTPidarody MOIIKOMIXKEHHd, PelAiKkaTUBHA MalluHepis
BHCOKOi TOYHOCTI (9Ka BKAIOYAa€ IoaiMepasu O 4u €) 3ynmUHAETbC. [loai-
Mepas3u HU3BKOI TOYHOCTI JO3BOASIIOTEH JOAATH MOMIKOMZKEHHS, SIKi ITi3HIIIe
MOXKYThb OyTH BUIIPABAEHI IIIASXOM periapaillii, i 3H0B 3aMiHIOIOTBCS Ha II0-
Aimepasu 6 /e, 10 MPOAOBXKYIOTH BUCOKOTOUHU cuHTe3 [JHK.

Kpim Toro, onucano e Kiabka [IHK-mioaiMmepas B eyKapioTHYHUX KAi-
THHAaX: IIoAiMepasa 0 iMOBIpHO Bifirpae poab y pernaparii MizkaaHITFOTOBUX
amuBoK [IHK, A € roMoAoriyHOIO M0 moAiMepasu B i, iMOBiIpHO, 3asydeHa
[0 pemnapartii mig yac medosy, | MOXKAUBO Oepe ydacTh y peKoMbiHartii
iMyHOTAOOYAIHOBHX reHiB (po3mia 10).

Iniyiayis peniixayii 6 eykapiomis

CyTTeBOIO BIAMIHHICTIO €yKapiOTHYHOI CHCTEMH pemaikallii € Te, II0
KOXKHa XpOMOCOMa € IIOAIPEIIAIKOHOM: 3arasoM TI€HOM, HaIIpHUKAa[ CCaB-
iB, MicTHUTb O6AM3bKO 40 THC. TOYOK iHIimiaIlii — opuaKUHIB. OpPUIKUHU
BaXKKO iIeHTHU(IKyBaTH, OCKIABKH CIIIABHHX EAEMEHTIB IIOCAiJOBHOCTI
y HUX HEMa€, BOHHU AMIIIEe XapaKTepHU3yIoThbCd MiBUIIIEHUM BMicToM AT-miap.
Poamip eykapioTuuHOro pernaikoHa Bapitoe Big 50 go 200 THc. m1ap OCHOB,
110 30iraeThcd 3 po3MipaMU IEeTAEBUX NJOMEHIB XpOMaTHHY (OUB. po3mia 4).
OTke, XpoMaTUHOBA IIETAS — 1€ OAUH PEIAIKOH, a OPUIAXKUH 306iraeTbcs
3 IIATHKOIO, aCOIliHOBaHOIO 3 SA/IEPHUM MaTPUKCOM.

[mimiamia pemnaikartii 3aaexuThb Big MyAbTHOiIAKOBOro KomIiaekcy ORC
(Origin Recognition Complex), skuii IpakKTUYHO IIOCTIHHO € IPUCYTHIM Ha
opumkuHi (puc. 9.19). Ipu nigroroBLi Ho pemnaikaiiii y ¢asi G1 xaiTuHHO-
ro IIUKAY BimOyBaeThca PochOPHUAIOBAHHS ITUKAIHO3aAEXKHHUMH KiHa3aMu
dakTopiB peryadanii KaitTmHHOrO0 MUKAY cdcb Ta cdc4S (cdc — cell division
cycle). ¥ pesyabrari 11i pakTOopu pa3oM i3 nBoMa MoHorekcamepamu MCM
(axKMM BiIBOOUTBCS POAb I'eaikas) BlaemofitoTk 3 ORC Ta iHAyKyIOTh AOKaAB-
He IAaBAe€HHd noaBitiHoi crmipaai. MCM pasom i3 cdc45 3aauinaroTbcd
1 maAl B OCHOBax ABOX PEIIAIKATUBHHUX BHAOK. 3 PO3MHAETEHUMU IIOAIHYKAE-
OTHAHUMH AaHIIoraMu B3aemomie RPA, cdc45S pekpyTye B KOXKHY perai-
kaTtuBHy BUAKY [IHK-mioaiMepasy o. OcTaHHS IOYMHAE CHHTE3 IIpaiiMepa,
3 OCHOBOIO BHAKH 3B'a3yeTbcs RF-C, akuit 3aBanTaxye oopyd PCNA, mo-
AiMepasa 0 3aMiHIOETBECS Ha moaiMepasy 6/¢ (Tak 3BaHe IepeMHUKaHHS I10-
Aimepas). Hamaai MCM mpomoBkye posmiaeHHsS aaHioriB [JJHK, a moaime-
paza o 3OiMCHIOE CHHTE3 IIpaliMepiB Ha AAHITIO3i, IO 3aIi3HIOETHCH, 1 KOXK-
HOTO pa3y 3aMiHIOETHCH Ha APYTy KOIIiIo HoaiMepasu 8/«€.
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Puc. 9.19. Iniujauia penaikanii B eykapioTiB

Penaikaria iHIIiIO€ETECH CHHXPOHHO Ha cycimuix 25-100 pemnaikoHax,
dKi CKAQAaIOTh TaK 3BaHy peraikaTuBHY (abpuky. [Ipu 1ibomy pi3Hi miag-
HKH XPOMAaTHHY PEIAIKYIOTBCS He OQHOYACHO: B OCTAHHIO Yepry BimbOyBa-
€TBCSI PellAiKallis reTepoXpoOMaTUHOBHX 30H.

Cmpyxmypti SMinu xpomamuny nid 4yac penrikayii

3po3yMino, IO HYKAEOCOMHU (OUB. Po3mia 4) € CYyTTEBUM Oap'epomM Ha
miAaxy penaicomu. [lomepeny pernaikaTUBHOI BHAKH BilOyBa€TbCS OEKOM-
MaKTHU3allid XpOMaTHHOBOI piOpmaM # THMYacoBe BHIAAEHHS BiIHOCHO
Aerko B3aeMogirorodoro 3 [IHK ricrony H1. Hykaeocomu pyHHyioTBECS y OBa
eranu (puc. 9.20): cnodaTKy BuAassgeTbcd nuMep ricrorniB H2A-H2B,
notiMm HadminHimme 3B'a3aruit i3 JHK Terpamep (H3-H4),. IIpouec Buna-
A€HHS TICTOHOBHX KOMIIAEKCIB 3a0e3I1edyeThCsl aKTUBHICTIO KOMIIAEKCIB
PEMOIEAIOBAHHS XPOMAaTHHY (po34iA 6) i IPHUCYTHICTIO IIPOMIZKHUX aKIIEIl-
TOPiB TiCTOHIB — IICTOHOBUX IIanepoHiB. Taki marnepoHu 3B'93yI0Th IiCTO-
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HOBI KOMIIAEKCHU, III0 BHUTICHSIOTBHCS PEIIAICOMOIO, a IOTIiM BHKOHYVIOTH
poAb (pakTOpiB 30HMpaHHSI HYKA€OCOM II033Qy peraikaTuBHOI BHAKH. HeoO-
XiAHICTh TaKUX (PAKTOPiB BHU3HAYAETHCH HaA3BUYAHHO BUCOKOIO CIIOPiA-
HeHicTiO ricroHiB Ao JJHK (ouB. puc. 4.11).

H2A H2B

TicToHwH,
CHHTE30BaHi
de novo

Puc. 9.20. PyiiHyBaHHA Ta BiTHOBAEHHS HyKA€OCOM
Y pemnAikaTUBHIN BHAILL

[o HatibiAbIl BUBYEHUX (PaKTOPIB 30MpaHHS HYKAEOCOM, IO IIPAIlIOIOTh
mig yac pemnaikartii, BigHOocaTtb, 30kpema: NAP1 (Nucleosome Assembly
Protein), mo mae migBumeHy cropimHeHicTs mo mumepiB H2A-H2B; CAF1
(Chromatin Assembly Factor) Ta ASF1 (Anti-Silencing Function) — criopiznae-
Hi no ricroHiB H3-H4 i PCNA, 3a paxyHok 4oro tTerpamepu (H3-H4). crps-
MOBYIOTBCSI O OCHOBM peraikaTuBHOI BHAKH (puc. 9.20); RSF (Remodeling
and Spacing Factor), 9kuii € OpOMIDKHUM aKIENTOPOM TiCTOHIB, a TaKOXK
CIIpUsIE PETYAIPHOMY PO3IMOIiAy BimHOBAEHUX HyKAaeocoM Ha JIHK.

BinmHOBAE€HHSI HYKA€OCOM II03a1y PENAIKATHUBHOI BHAKU BimOyBaeThCH
Takoxk y ABi crazaii: nepmuMm Ha JJHK moBepraerhes Terpamep (H3-H4),,
akull 3B'a3ye aBa auMepu H2A-H2B. Ilo nBox modipHix aaniorax [JHK
TiCTOHOBI KOMIIA€KCH PO3TIOMIAIIOTECSH BUIIAIKOBO, M0 HUX J0AIOTHCS Ti-
CTOHM, CHHTE30BaHi B UTONAa3Mi de novo mia 9ac penaikariii. Takum gu-
HOM, “cTapi” ricTOHH, IO HECyTh Ha CO0i MeBHI XapaKTepHi Momudikarrii
(muB. po3miau 4 i 6), moBepTaOTHCSI HA Ty camy miagHKy [JHK obox aaHITIO-
riB, Ha gIKi¥i BOHU OyAW HPHUCYTHI Ha MaTEepPUHCBHKIH MoAeKyAi. 10 MiASHOK
XPOMaTHHY PEKPYTYIOThCS BiAIOBiAHI hepMeHTH, KOTPi 34iHCHIOIOTE aHa-
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AOTiuHI Moamdikallii MoHAHO CHHTE30BaHUX TiCTOHIB — IIaTepH MoAudiKa-
il BiAHOBAIOETBLCH, III0 CIPHUAE 30€PEKEHHIO ITEBHOI0 (PYHKI[IOHAABHOTO
CTaHy OIATHKHM XpOMaTHHY B HOYipHIX KAITHHAaX.

Iodosxennsa xinyie eykapiomuunoi xpomocomu

[ITe omHa xXapakKTepHa BiAMIHHICTH €yKapiOTUYHOI XPOMOCOMH IIOASI-
ra€e B TOMYy, III0 BOHA, Ha BiAMiHY Bil IPOKapiOTUYHOI, € AiHiIiHHHOIO — Mae
[Ba KiHIi. YHacAigok 1iei npocToi o0ctaBUHU Ha 3'-KiHIIIX MaTPUYHUX
aAaHIoriB JIHK 3aaumiaroThbCs OMHOAQHIIOTOBI XBOCTH (puc. 9.21): nBa
PHK-ipatimepu Ha S'-KiHIIIX CHHTE30BAaHUX AAHIIOTIB BUIAASIIOTHCH,
a ImporaaAvHa He MOXKe OyTH 3allOBHEHOIO, OCKIiAbKHM HeMmae 3'-KiHId,
AKHH Mir Ou OyTH BHKOPHCTAHUM 9K IIpadiMmep. OQHOAAHIIOTOBI XBOCTH
OingnarThCs IMBUAKIN HyKAeasHid nerpapgarlii i micas KoxkHOI penaikarrii
XpoMocoMa Ma€ BKOPOTHUTHUCS.

3 5'
5' 'A 'A"""'Ai 3'
Hpai’:meprs
3 MAAA 5
5' 3
3 5'
5' 3
3 5'
5 3

Puc. 9.21. [IBi noyipHi AiHiliHI Moaekyau JHK micag pemnaikarii

Kinneni miasaku [IHK eykapioTH4HOI XpOMOCOMU — TE€AOMEPH — CKAa-
OaIOThCA 3 HEBEAMKHX €AEMEHTIB ITOCAIZOBHOCTI, III0 TAHAEMHO IIOBTOPIO-
IOTBCS — TEAOMEPHHUX MHOBTOPiB. [logoBKEHHA TeAOMEp IIiCAS perAikariii
3MIHACHIOETECS 32 JOIIOMOIOIO CIIEIiaAbHOTO (PEPMEHTY — mesomepasu, gKa
e PHK-3aaexuoro [HK-mmoaimepazorw. PHK-maTpuiga BXOAWUTH OO0 CKAQLY
camoro (PEpPMEHTY i MICTUTDH MIATHKY, KOMIIAEMEHTApHY TEAOMEPHOMY IIOB-
TOpy (pHc. 9.22). BUKOPHUCTOBYIOUH ILI0 AIAGHKY 9K MaTpHULO i 3'-KiHelb
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dK npaifiMep, TeaoMepasa MOKPOKOBO O00ymoBYe A0 3'-KiHIIA KiAbKa KOMiH
TEAOMEPA3HOro MHOBTOPY. [laai IIOAOBXKEHUM OJHOAAHIIIOTOBHMI XBICT BU-
KOPHCTOBYETBHCSI IK MaTPHIISI OASI CHHTE3Y IHITIOTO AQHITIora 3a 3BHYalHUM
pernaikaTuBHEM MexaHi3MoM. BumasenHs PHK-mpaiimepa micag 11boro He
€ IpobAEMOIO, OCKIABKHM XPOMOCOMAa BXKE € ITOJOBKEHOIO.

|[AGGGTT [AGGGTT |AGGGTT | 3'

ITCCCAA | 5 TeaomMepa3HHH

HOBTOP

|AGGGTT |AGGGTT |AGGGTT |AGGGTT

Teaomepasa

ITCCCAA
TeaomepasHa
PHK
|AGGGTT | A |AGGGTT |AGGGTT

[TCCC
<4

JHK-nmoAaimepa3sa

CCCAA|UCCCAA

PHK-npaiimep

Puc. 9.22. [TonoBKeHHH KiHIIB XpOMOCOMH
3a IOIIOMOT'OI0 T€AOMEPa3H

TeaoMepasza € aKTUBHOIO B KAITHHAaX, 1110 PO3BUBAIOTHCH, i 3A0IKiICHO
TpaHC(POPMOBAaHUX KAITHHAX i HEAKTUBHOIO — y AUQEPEHIIIHOBaHUX coMa-
TUYHUX KAITHMHaX BHUIIUX eykKapioTiB. BimmoBimHO, meBHEe KpPUTHUYIHE
CKOPOYEHHSI TeAOMEPiB, gKe BiA0yBa€ThCHA B TAKHX KAITHMHAX ITICAT KiAb-
KOX MOECITKIB KAITHMHHUX IIOMIAIB, € OAHHMM 13 MEXaHIi3MIB aKTHBAaIlii
porpamu ixXHboi 3arubeai.
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Penaparisa AHK

Penapaitia (repair) JJHK — ommH i3 3araabHUX OiOAOTIYHHX ITPOIIECIB,
IKUH COpPSIMOBaHUN Ha BUIIpPaABAE€HHS IIOMUAOK cuHTe3dy [AHK mpu perai-
Kalii, a TaKoXX YHCAEHHUX IIOIIKO/XKEeHb, KOTpi BUHUKAaOTh v JIHK yHac-
AimoK i XimivHEX 1 QizugHEX QakTopiB. [0 TaKHUX HNOUIKOIKEHBL BimHO-
CATh PiZHOMAaHITHI XiMidHI Moam@ikallii a3zoTHUCTHX OCHOB, KOBAaA€HTHI
3IIUBKH CYCiAHIX NipUMiAWHIB (YTBOPEHHA IMipUMIAMHOBHUX, HaWdacTille
TUMIHOBUX, OUMEPIB) IIig Ai€l0 yABTPadioAeTOBOTO BHITPOMIHIOBAHHY,
OHO- i IBOAOAHITIOTOBI PO3PUBHU i Ai€i0 i0HI3yI04OI pagiallii Ta BiABHHX
pamukaaiB Toio. YacTo CHCTEMH perapallii IIpamioTs oig yac abo Bix-
pa3y micas pemaikamnii. Biapiricts penapariifiHux mnporeciB mepenbadae
BUIAA€HHS TIOIIKO/KEHOI OTHOAQHIIIOTOBOI MIASHKU 3 HACTYITHHM CHHTE-
3om [JHK 3a momomoroio [AHK-moaimepas. Aae icHYIOTEH i IIpoliecH, IIOB'd-
3aHi 3 Oe3nocepenHiM “BHUIIPaBA€HHAM’ IIOIIIKO/IXKEHOI'O €AE€MEHTa 3a pa-
XYHOK ITpsaMoi fii meBHUX (PepMEeHTIB.

IIpama penapayia

HatioueBugHINIUM BUIIaAKOM HIpsiMOi perapailii € 31IMBaHHA OJHOAAH-
mroroBoro po3puBy [JHK airazoro (guB. puc. 9.13). [HIIuUM cHiABHUM OAdG
BCiX JKUBHUX OPTaHi3MiB (32 BUHSITKOM CCABIIiB) IIIAIXOM IIPAMOI pertaparii
€ pomopearxmusayis — pyHHyBaHHS MipUMIAWHOBUX AUMeEpPIB (puc. 9.23),
daKi OyAH iHIYKOBaHi yABTPadioA€TOBUM CBITAOM, (DEPMEHTOM (HOMOIA3010.
doTosiaza (abo Ii BAACHI aMiHOKHCAOTHI 3aAWIIKH, a00 3B'd3aHi 3 6iAKOM
IPOCTETHUYHI I'PpyNH) 34aTHA IIOTAMHATU CBITAO, ITI0 IIPU3BOAUTH OO0 aKTHU-
Bailii pepmenTy. ToOTO CBiTAO, IKE BUKAHMKAE YTBOPEHHS ITiPUMIiTUHOBHX
OUMeEpPiB, OMHOYACHO aKTHUBYye (POTOAia3y, KOTpa KaTaailye po3pHUB KoBa-
AEHTHHX 3B'd3KiB MiXK CyCigHIMH HipuMinuHaMmu (puc. 9.23), a oTxe, BiI-
HOBA€HH4 CTPyKTypu [JHK.

OmHuM i3 3araabHUX IOMIKOMXKYI0uMX BHAuBIB Ha [AHK € ankinysaHHs
a30THCTHX OCHOB — KOBAA€HTHE NPHEAHAHHSA METHABHUX YH €THUABHUX
rpyn no aromiB O abo N. [Ipama pemnapaliis TaKHUX ITOUIKO[XKEHb € MOXK-
AVBOIO 32 paxyHOK aKTHUBHOCTI crienu@idyHUX MeTHATpaHcdepas, 110 Bil-
LIETIAIOIOTh METHABHI I'PYIH (TAaKHMM IIASXOM penapyioTbes O6-meTHArya-
HiH Ta O*MeruatTumin). Lli meTuaTpanchepasm He € pepMeHTAMHU: BOHU
BiAIIEIAIOIOTE METHUABHY TPYILy H HeOOEpPHEHO KOBAA€HTHO MPUENHYIOTH il
o 3aauniky Cys y CBOEMy aKTHUBHOMY LIEHTPIi — Al HOBOT'O aKTy AEeMeTH-
AIOBaHHSI HEOOXi/THa HOBa MOAEKyAa Oiaka.
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H O
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Puc. 9.23. TuminoBuil numep

Excyusitina penapayis

Biapinl paguKasbHUM i €PEeKTHBHHUM IIIASIXOM BHUIIPABAEHHS MIOPYIIEHBb
HYKA€OTHIB € eKCIH3iliHa pernapariia (excision repair), KOAU IIOIIIKOIKE-
Ha OOHOAAHIIIOTOBA MiAgHKA BUpizaeTbesa 3 JAHK, a iHmM# AaHIIOT BUKO-
PHCTOBYETBCS OAaAl 9K MaTpPHIIS OAT HOBOI'O CHHTE3y. IcHye nBa BapiaHTU
Takoi penaparttii.

[Ipu excuusiiiniii penapauii asomucmux ocnoe (Base Excision Repair —
BER), 110 BinOyBaeThCs B yCiX opradi3miB, MoaudikoBaHa a30THCTa OCHOBAa
BHAAAIETBCH (PEPMEHTOM 2/1IK03UIA3010. ICHYy€e meBHAa KiABKICTb crerudid-
HUX TAiKO3HMAa3, IO PO3IIi3HAIOTH Pi3HOMAaHITHI MoAU(IKOBaHi OCHOBH.
Faiko3naaza pyHHye TAIKO3UIOHHHE 3B'930K MiXK ocHOBOIO Ta Cl'-aToMoM
ae3okcupubosn (puc. 9.24). ¥ JHK zaaumaerbca Tak 3BaHu# All-caiit
(amypuHOBH / ammipuMigUHOBHH), 9KWUH YIII3HAETBCA €HIOHYKAEA30I0, II0
rinpoaizye doccoaiecpipaUii 3B'930K MixK S'-poccaToM 3BiAbBHEHOI Bif OC-
HOBHU [1e30KCHUPUO03M Ta IonepenHiM HykaeoTunom. Haperrti pocdomiec-
Tepasa Bimmienaroe 10 gpocdoae3okcupubosy, i B JIHK 3aaumnaerbcess mpo-
raAnMHa JOBXKHWHOIO B OWH HYKACOTH/I.

g nporaanHa 3anoBHIoeTbcs JJHK-mmoaimepasoio B (B eykapioriB), gka
npuenaye Hykaeotuq no 3'-OH rpynu nonepegHBOT0 HyKAECOTHAY AQHILOra.
docdoniedipHril 3B'930K NPUENHAHOTO HYKACOTUAY 3 HACTYIIHUM HYKAe-
OTHUIOM AQHIIOra BiJHOBAIOETBHCSI AIra3ol. Y IIPOKapioTiB 3allOBHEHHS
nporasnHu 3AaivicHIOeThCcd [HK-1moaimepasoro 1. [Ipu mpomMy, 3a paxyHOK
CBO€1 5'-eK30HYKA€a3HOI akKTHBHOCTI, IIoAIMepa3a MOXKe pyHHyBaTH IIEBHY
[IASTHKY 3 5'-KiHIF IPOTaAWHH, OJHOYACHO IPOLOBXKYIOUN 3'-KiHEIb.

Excuyusiiina penapauiss nykneomuodie (Nucleotide Excision Repair -
NER) — mporiec, noB'sszanuil i3 BupizanHaMm miagaku [IHK, gaxka mMicTutb
IOMIKO/ZKEHHS (MOAM(PIiKOBAaHY OCHOBY, TUMiHOBHU AUMEP TOILO).
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Y raiTuHax E. coli 3a et miagx Bignosigae cucrema uvrABC (uvr — ultra
violet repair). Kommaekc 6iaka uvrB i gBox 6iAKiB UVrA BHi3Ha€ IOIIKO/I-
KeHHsa Ta 3B'da3yeTbes 3 JJHK y mipomy Mmicui (puc. 9.25). Ha HactynHO-
My Kpoli BigdyBaeTbcsa ATP-3asexkHa 3MiHa KoHpopMmanii uvrB, Buruu
JHK i gucomianig uvrA. [Jo KOMIIAEKCY peKpyTyeThcs 6isaok uvrC. O6u-
aBa O0iAKH Yy CKAQi KOMIIAEKCY HaOyBaloTh €HIOHYKA€a3HOI aKTHUBHOCTI:
uvrC poOUTH OOHOAAHIIIOTOBUH pPO3pPi3 y MOIIKOMIKEHOMY AAHIIO31 3a
KiAbKa HYKAEOTHU/IB y HaAIIPAMKY A0 S'-KIiHIIS BiJ IIOIIKOAXKEHHS (AiBO-
py4 Ha puc. 9.25); uvrB — po3pi3 3 iHmIOro 60Ky BifJ ITOIIKOIKEHHS.
JloBXKWHAa OIASHKH MiX po3pizamu mopiBHIOE 12 (abo 13 y BUIAOKy OAs
THUMIHOBOTO AUMepy) HyKaeoTHaam. [laai reaikaza uvrD pyiiHye noaBifiHy
CIlipaab MiX ABOMa po3pi3aMH, TOOTO BUOAALE IOMIKOKEHY MiASHKY.
[TporaamHa, 110 3aAHIIIHNAACH, 3alloBHIOETHCS [JJHK-mmoaimepasoro I, airaza
OCTaATOYHO BiTHOBAIOE I[IAICHICTBH AQHITIOTA.

5 Loy Leolidl

€eHIOHYyKAeasa
docdoniecrepasa

Al Al
wg@g@ J NTP wﬂg@g@

AHK-nmoaimepa3sa

Puc. 9.24. Excuusiiina penapallid a30THCTHX OCHOB.
[TomkomkeHa ocHoBa 3abapBA€HA YEePBOHUM

AHaaoriyHa cucTeMa €eKCIM3ifiHOi pemnapamnii mpaioe B eyKapioTH4-
HUX KAiTHHaxX. [lo Hel 3aaydyeHO OAH3BKO 17 OiAKiB, IpUYOMYy 3a PYHHY-
BaHHS IOABIHMHOI CITipaal BiAIOBimae reaika3zHa 4acTHHA 3araAbHOTO (PaK-
Topa TpaHckpunuii TFIIH (muB. po3mia 6). Lle 3abe3nedye TicHy KOOpau-
Hallilo perapallii 3 TPAHCKPUIIIE: i MiABUINEHAa WMOBipHICTE IOUIKOMI-
JKeHb, 1 IepIIoYeproBa HEOOXIMHICTL BUMIPABASITH IX BUHHUKAE HacaMIle-
ped y TPaHCKPUILINHO aKTHUBHUX OiagdHKaxX. [loIIKoM:KeHHSI po3Mi3Ha-
I0ThCca abo ocobAamBuUMU OinKoBUMH (hakTopamu, abo PHK-moaimepasoro,
fdKa poOUTH 3YIIMHKY Ha IIOLIKOIKEHOMY HyKAeoTHi. [licag 1poro reaikasa
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pyHHy€E OiASHKY HOABIHHOI cIlipaai moBXKWHOI0 24-32 mapu OCHOB, IIO-
MIKOXKEHAa MiATHKAa BUPiI3aeTbcd €eHOOHYKA€a3aMU, i IIporasnHa 3aIloB-
HioeTbcsa JJHK-nmoaimepazamu 6/¢.

THUMiHOBHH AuUMep uvrA

1'I'I'I'I'I'I'I'I'£'I'I'I'I'I'I'I'I'I'_>

NSNS EEEEEEEE

ATP ‘

TITTTTTITT I ITTIITIT
IESNSEEENENEEEEEEEEES

AHK-nmoaimepasa,
Airasa

uvrD
TITTTETITIIT

77T TIT ATP '7)\,

uvrC

Puc. 9.25. Cucrema uvrABC ekcrusiiinoi penapanii HykaeotuaiB y E. coli

Penapauia nexomnremenmaprux nap 0cHos — Micmemuie

HesBaskarouun Ha pemaryBaHHSI IIOMHUAOK IIi[ 4YacC peraikailii, meBHa KiAb-
KiCTh HEBIpHO CIIapEHHX OCHOB 3aAMIIAETHCA B CHHTE30BAHUX AQHIIIOTAX
JHK. 3pos3ymiao, 110 Ipu perapailiii Takux MmicMeTdiB (mismatch) i3 gBox
HEKOMIIAEMEHTAPHUX HYKACOTH/IB 3aMiHUTH CAiJl caMe TOH, II0 BXOIUTH
10 CUHMEe308a4H020, a HE 10 MAMPUUHO20 AAHITIOTA.

Y GakTepiaabHIM KAITHHI 3a perapariro MicMeTdiB BiflloBigae Tak 3Ba-
Ha cuctema mutHLSU. Ilo GakTepiaanbHOMY reHOMY PO3IOMiA€HI (Ha cepe-
[OHIM BizncTaHi 256 map OCHOB) KOPOTKi ImaaiHapomHi mocaimoBHocti CTAG,
Yy CKAQZl 9KUX a/eHiH IiggaeThbCsl IOCTPEIIAIKATUBHOMY METHAIOBAHHIO.
Aae meBHUM dac ITicAs pelaikallii MeTHABOBAHUM € AUIlE MaTPUUYHUN
(MmaTepuHCchKUH) aaHIror. Came 3a 1IIe¥ yac i cripallboBye CHCTeMa pela-
pauii (puc. 9.26): 6iaoK, IO ITO3HAYAEThCA SK mutS, ymizHae Mmicmerd
i pekpyTye 6inok mutl, ocraHHiY# B3aeMonie 3 gBoma Giakamu mutH, aki
3B'd3YIOThCH 3 TETPAHYKACOTHAHUMU ITAAIHAPOMHUMH CalTaMU II0 00uaBa
Ooku Bizm MicmeTrda. Y ckaazi yrBopeHoro komriiaekcy mutH xHabyBae eH-

~

JOHYKA€a3HOI aKTUBHOCTI M POOUTH OMHOAQHIIIOTOBUI PO3pi3 y Hememu-
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JIb08AHOMY AQHITIO3I B Me¥KaX OJHOTO i3 CalTiB (0AMH i3 ABOX CAMUTIiB 0OU-
paeTbca BUMAOKOBO). [aai reaikaza mutU (Toii camuii 06irok, 1o # uvrD)
poamaiTae NoABiMHY CITipasb, a eK30HyKA€a3a pyHHYye AQHILIOT BiJ po3pi3y
oo MicMeTda ¥ Tpoxu mnaai. Haperri nporaanHa 3anoBHIOeThCH JJHK-110A1-
mepasoro III, i omHOAaHITIOTOBHH PO3PHUB 3IIHUBAETHCHA AIra30¥o.

Cucrema mutHLSU € KOHCepBaTHBHOIO, I'OMOAOTIYHI OIAKM IIPUCYTHI
TAKOXK 1 B eyKapioTiB. MeTHAIOBaHHA aflcHiHy He BHKOPHCTOBYETBHCS OAS
AUCKPUMIHAIll AQHITIOTIB: 0iAKH €yKapioTHYHOI CHCTEeMH penapaliii Micme-
TYIB TIOB'sI3aHi 3 peraicomoro Ta aaHIoramu [IHK, 1110 cCUHTE3yIOTHCH,
TOOTO CIIPaIbOBYIOTE O€3II0cepeaHbO ITil Yac pernaikartii.

— CTMAG G CTMAG —
— GATC T GATC —

Qg \
)L () 050

Puc. 9.26. Cucrema penapartii micmerdiB mutHLSU

Penapauin 6e3 penapauii

[HOAi B KAITHHI aKTHUBYIOTBCS IIPOLIECH, dKi IIPUHHATO TaKOXK Ha3UBaTU
pemapairi€io, xoda HaCIIpaB/i BOHU € 3aco00M 3MiHCHUTH PENMAIKATUBHUHI
cunte3 [JHK, “He 3BepTarouu yBaru” Ha IMOMIKOMXKEHHS ii CTPYKTYpH.
PenaikaTuBHa MalllnHepisa 3a3BUYall 3yNIHUHSIETHCS, 3yCTPidarOud IIOLIKO-
[DKEHHS Yy CKAa[i MaTpHlli. JKIIO TaKMX [IOUIKO/XKEeHb HaaTo Oararo,
¥ icTuHHI pernapallifiHi CHCTEMH HE€ BCTUTalOTh iX BHUIIPABUTH, IIEpPEMH-
KaHHd Ha HetTouHHI cuHTe3 [IHK mae KaiTHHI NIaHC Ha BUXUBaHHC.
[TomKOMKEHHS MIIPH ILILOMY 3aAHIIAIOTHCH i, 9K HACAINOK, AAIOTh BEAUKY
KIABKICTBL MyTallifi. YCi mpoIllecH Takoro THUILy 3a3BHU4Yail 00'€THYIOTH il
Ha3BOIO SOS-penapauii abo (110 ToyHille) — mexaHi3miB cuHTe3y HK,
TOAEPAHTHHUX [I0 IOMIKO/KeHb (damage tolerance mechanisms).
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Y npokapioTiB nepeMUKaHHS Ha HeaKypaTHUH CHHTE3, SKUU 103BOASE
OOAATH TIEpPEHIKOAU, BimOyBaeThca 3aBagru 3amini JJHK-moaimepaszu 111
Ha moaiMepasy HHU3BbKOi TouHocTi cuHTe3y — [IHK-noaimepasy V (mmoaime-
pa3a aKTHUBYETBCHA Yy BIAIIOBiAb Ha HECHPHUATAUBI YMOBH, HaAIIPUKAAM,
yabTpadioreTOoBe OIIpoMiHIOBaHHd). llg moaiMepasa BcTaBAsSIE€E HAIIPOTU
THUMiHOBOTO AUMEPY OBl AOBiABHI HyKA€OTHAH (BUHHKAE MyTallid), MiCAL
yoro 3aMmiHioeTbcd Ha [JHK-noaimepa3sy I, aka mpoaoBKye TOYHUM CUHTES.
Kpim Toro, mosaTy HEBEAMKI OJHOAQHIIOTOBI IIporaauHu npu SOS-penapariii
noriomarae [AHK-tioaimepaza II — moaimMepasa HH3BKOI TOYHOCTI CHHTE3Y.
AHaAOTiYHO IIEepeEMHKAaHHS Ha [I0oAiMepas3y HU3bKOiI TOYHOCTI (OUB. BUIIE)
BiZI0OyBa€eThbCs i B €yKapioTiB 3a HAsIBHOCTiI B MaTPHILi MOIIKOMXKEHHUX OC-
HOB, HipUMiZMHOBUX AUMEPIB TOIIO.

[HIIIM#t M1AGX 3AIMCHEHHST pemAiKallii yepe3 TUMIHOBUH AUMEP Y CKAal Ma-
TPULL OTPUMAaB Ha3By nocmpennikamueHoi (perxombinauiiinoi) penapauii.
Y pa3i HagBHOCTI THUMIHOBOIO AUMEPY pemaicoMa Moxke Horo ob6iiTH,
3aAUMINBIIN IPOTAAMHY B AQHIlIO31, 1110 CUHTE3YEThCs (puc. 9.27). Y oMy
BUIIQIKY Ha MiCIle ITPOTAAMHH IIASIXOM I'OMOAOTIYHOI peKoMOiHalii (QuB.
HACTYITHHUH PO3MIiA) BCTABASIETHCS MIASHKA CECTPUHCBHKOI Moaekyau [JHK.
[IporaamHa, 1110 3aAHMNIAETHCH IIPH 1ILOMY B CECTPUHCBHKIM MOAEKYAi, AETKO
3anoBHIOETEC [HK-tmoanimepaszoro. TakuMm umHOM, 9K i npu SOS-pemna-
pailil, IIOIIKOMKEHHSI 3aAHUIIAETBCSI 1 MOXKe OyTH BUIPABAEHO ITi3Hile
3aBASKU eKCIU3iMHIN penapariii.

W AEep
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Puc. 9.27. ITocTpenaikaTuBHa (pekoMbiHallitina) penaparttis
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Penapauis dsoranyrozoeux po3pueie

Touna pemnapallisg aBoAaHIloroBoro po3puBy [HK MoxkauBa awule Imin
yac peraikarlii, Koan pozipBaHa miAgHKa MOxKe OyTH BifHOBA€HA 3aBISIKU
BUKOPHCTAHHIO CECTPUHCHKOI MOAEKYAU SIK MaTPHIIl 3a MeXaHi3MOM TOMO-
AOTiYHOI pekoMOiHalll (IKa PO3rASAaTUMETHCA B HACTYITHOMY POS3IiAi).

B immwux BUIagkax IiAiCHICTE posipBaHux Moaekya [JHK BimHOBAIOETBHCH
B KOHCEPBATHBHOMY [AsI BCIX OpraHi3MiB IIPOIIECi HE20MO0.1021UH020 3'€OHHAHHS
rKiHyie (NHEJ — Non-Homologous End Joining). 3'€aHyroTbCca IIpU IILOMY
Oymb-aki Kinmi [JHK, 1110, 3a HassBHOCTi BEAMKOI KiABKOCTi PO3PHUBIB, IPU3BO-
OUTH 10 00'€THAHHS MIATHOK Pi3HHUX XPOMOCOM, TPAHCAOKAIIiH TOIIIO.

KarouoBy poar y nporteci NHEJ Bigirparors 0iaku Ku, aki (y rerepoau-
MepHi#t dopmi) ymizHaroTh KiHmi [AHK, o0'enHyioTh iX y HEKOBaA€HTHHUH
KOMIIA€KC 1 PEeKpPyTYIOTh [0 IIFOTO KOMIIACKCY HHU3KY IHIIUX OiAKiB.
Y ckAazi KOMIAEKCY BiOyBa€eTbCs PO3MAITAHHSA KiHIleBUX miagdHOK [IHK
1 IIOIIIYK MiKpPOTOMOAOTii — KOPOTKHNX KOMIIAEMEHTAPHHUX (UM Makke KOM-
IIAEMEHTAPHUX) OJHOAAHIIIOTOBUX MIASHOK, 9Ki HaneXXaTb Pi3HUM MOAEKY-
AaM (puc. 9.28). Y pesyabTaTi yTBOPIOETHCA KOPOTKUU AYIIAEKC, 3aMBi Oa-
HOAQHIIOTOBI JIASHKH BiAIIEIIAIOIOTECH HyKA€a3aMU, Airaza 31INBa€E OOHO-
AQHITIOTOBI pOo3puUBU. TaKMM YMHOM, y IIPOLECi 3'€AHAaHHA BinOyBaeThCd
BTpaTa KiABKOX ITap oCHOB. llg ocobauBicts NHEJ-cucreMu BUKOPHCTOBY-
€TbCH IIPU peKoMOiHalii iMyHOrAOOyAiHOBUX T'€HIB (OUB. HACTYIIHHUH pPO3-
[iA) 3 METOIO MiABUIIIEHHS PO3MAaiTTd IXHIX ImocaioBHOCTEH.

Biaku Ku

!
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Puc. 9.28. Heromoaoriunue 3'eqHanng KiHiis JJHK
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KOHTPOABHI SAITUTAHHSA

1. IIlo Take penaikoH? OxapaKTepHU3yUTe OCHOBHI TUIIU PEMAIKOHIB.

2. [daiiTe BU3HAUEHHS PEIIAIKATUBHOI BHAKH. JYlKa Pi3HUIIT MiXK ABOMAa
aaHIoramu HK, mo cuHTE3yroThCd g 9ac penaikarii? [Ilo Take ¢par-
MeHTH OKas3aki?

3. 9ki ¢pepMeHTATUBHI aKTUBHOCTI MaioTh O0akTepiaabHi JHK-moai-
Mepasu? I[lopiBHalTe ocobamnBOCTI ¥ pyHKIIiOHaAbHe 3HadYeHHd [JHK-mo-
Aimepas i II1.

4. OmnuIliTh OCHOBHI pUCU IIPOCTOpPoBoi cTpyKTypu JAHK-110AIMEpas.

S. 4ki cmiabHi pucu marTb PHK- i /IHK-noaiMepasu? ¥ dyomy moasira-
IOTh IIPUHITHIIOBI BiZIMiHHOCTI MizX HUMH?

6. Yk 3mificHIOETBCS pefaryBaHHS ITIOMHUAOK IIpu cuHTesi JHK?

7. IIlo Take pernaicoma? Ha3BiTh ii OCHOBHI KOMIIOHEHTH Ta iXHE (PYyH-
KIT[iOHaAbHE 3HAYEHHS.

8. [laiiTe BU3HaA4YEHHd Ieaikasd. JIKy poAb BOHA Bifirpae B penaikariii?
[ITo Take 6ianku SSB?

9. IIlo Tare mpaiimep? Hagimo BiH morpibeH, gka #oro XiMiyHa ITpH-
pona, SKUH eAeMEeHT peraicoMu Horo CHHTe3ye?

10. 9Ky poab BHKOHYyE Airaza npu penaikarii JITHK?

11. 4k 3abe3meyyeThbCcs BUCOKA mpollecuBHicTh JJHK-mmoaimepasu?

12. ki TomoaoriyHi mpobaeMM BHHHUKAIOTH Il 4ac pemnaikamii ta 3a
JOTIOMOTOI0 YOI'0 BOHHU PO3B'I3YIOTHCA?

13. [JaitiTe BU3HAYEHHS OPUIXKUHA. YK came 3aiHCHIOEThCH iHirialliga
pernaikariii B 6akTepiii?

14. YkaxiTh 0COOAMBOCTI €yKapiOTHYHOI CHCTEMH peraikallii mopiBHs-
HO 3 IPOKapPioTHYHOIO.

15. ki JHK-moaiMepasn IIpalfoloTh B €YKapioTHYHIM KAITUHI? SKa
moAiMepasa 3AiUCHIOE iHilliallito penaikarii?

16. Slky (pyHKIIIOHAaABHY POAb BUKOHY€E TeaoMepasa? OIHIIITH MeXa-
Hi3M poboTH IIFOTO (PEPMEHTY.

17. TlopiBHANTE €KCIIU3iMHY perapallilo OCHOB i HYKACOTH/IIB.

18. 4k 3pmificHIOETBCS penapania micmerdiB y JAHK?

19. ddkuM YMHOM BiAOYBa€EThCH pelnapallia ABOAAHIIIOTOBHUX PO3PH-
BiB JITHK?
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Po3dia 10
PEKOMBIHAIIIS AHK

YekanMHCKUI CHOBa CTacoBall Kap-
TBI: UTPa MOILIA CBOUM YEPEOM.

A. Iwikun. ITukoBas nqama

CyTrTreBUM MOMeHTOM icHyBaHH4 [JHK y KHBHUX cHCTeMax € He TiAbKHU
PO3TASHYTI B HONEPEAHBOMY PO3iAl IPOIlECH BimHOBAEHHS Ta 30epe-

2KEHHHA

inpopmarii, mO MICTHTBCH B IIOCAIJOBHOCTI HYKAEOTHIIB,

a 1 pi3HOMaHITHI onepamnii, cnpsaMOBaHi Ha IepeTacyBaHHs miel iHdoOp-
Mallii 3 MeTOoI0 CTBOPEHHd HOBUX KoMOiHami#i reHiB. Cepen mporeciB
pekombiHarlii (recombination), SKi TPUBOAATE 40 T€EHETUYHOTO PO3MaiT-
Ts, PO3PiI3HAIOTH TaKi:

['oMmonoriyHa pekomOiHaIlid — OOMiH MIASTHKAMHU MiXK JOCHTBH I0B-
ruMu MoaekyaamMu /[JHK i3 rOMOAOTIYHHMMH IIOCAIJOBHOCTSIMH IIap
OCHOB. Big0yBaeThcs B yCiX opraHi3MiB, siKi PO3MHOXKYIOTBCS CTa-
TE€BUM IIIASIXOM, MiXK TNOMOAOTIYHHMHU XPOMOCOMaMH HpH Meto3i
(kpocuHTOBEpP), a TAKOXK MPU MiTO31 Ta B IIPOKAPIOTIB — HAIIPHU-
KAQ[I, TTiCAS KOH 'foralrii IBOX 0aKTepiaAbHUX KAITUH 1 TPOHUKHEH-
Ha [JHK 3 oxHiel B iHImy.

CatiT-cienincpiuHa pekoMmbOiHalliss — BUpi3aHHS / BOyZOByBaHHS
onHiel moaekyau [IHK i3/B inmry, abo 3MmiHa opieHTaunii (iHBepcis)
dparmenTa [AHK y mexkax oxmniel Mmoaekyau. PekombiHallig 110ro
TUILy 3OIMCHIOETBCH 3a PaxyHOK VITi3HAHHS cHeludivyHUMH Oia-
KaMH KOPOTKUX eAEMEHTIB nocaigoBHocTi [IHK.

HeszakoHHa pekomOiHallia — 06'eqHanHa A1BoxX MoAekya [JHK, axki
He MaloThb aHi romMoaorii, aHi cnenugiYHUX €AEMEHTIB ITOCAITO-
BHOCTI.

[TepemilieHHS B Me¥KaxX I'€HOMY MOOIABHHX €AEMEHTIB ITOCAiIOB-
Hocti [AHK.
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I'omoaoriuna pekomOiHaItis

HeobximHOIO yMOBOIO mOAd 3AiMCHEHHS TOMOAOTIYHOI peKoMOiHaIlil
€ 3arasbHa TOMOAOTII Mixk aBoMa Moaekyaamu [AHK 1o Bciil mOBXKHHI.

BarasbHy MOMEAb IIOYATKOBOTO €Tally I'OMOAOTIYHOI pekKoMbiHallii 3o0-
Opaxkeno Ha puc. 10.1. [HiITiIOIOYOIO TIOMIEID € O0B8ONAHUI0208ULL PO3PI3
B ONHIH 3 TOMOAOTIYHUX MOAEKYA. lle#l po3pi3 “po3IINPIOETHCS” IIASIXOM
S'-ek30HyKAea3Hol gerpaganii /IHK — y pesyapraTti B Micili po3pily 3asu-
IIAIOTHCH [ABa OAHOAAHIOTOoBi 3'-xBocTu. OMUH 13 HUX 3A1MCHIOE (H8AS3IIO —
YTBOPIOE IIOABINHY CIipaAb 3 aHTUIIAPAACABHUM AQHIIOTOM iHTAKTHOI ro-
moaoriuHoi Moaekyau JHK. [HIu# aanIror iiei ocTaHHbOi, BiAIIOBiAHO,
BHIITOBXYETBCS 3 AYIAEKCA Yy BUTAGAl OAHOAAHIOroBoi D-metai. D-netaa
(Biz displacement), pazom i3 3'-xBocToM, 37aTHA II€PEMIILyBATHUCh y II0-
HIYKY TOMOAOTIi — MaKCUMaAbHOI KOMIIAEMEHTAPHOCTI B Me3KaxX IMOoABiNHOI
Ciripaai, 110 yTBOPHAACS MixK AQHIIOTAMH [JBOX T'OMOAOTIiYHUX MOAEKYA
JHK. Ha nHactynmHoMy Kpolli BimOyBaeTbca penaparttitinuii cunres HK:
nBa 3'-kiHIi poszipBaHoi Moaekyau [IHK nonosxkyrorbca [IHK-moaime-
pasaMu 3 BUKOPHCTAHHAM y POAl MaTpUIlb ABOX AQHITIOTIB iHTAKTHOI MO-
AeKyAU. [Jo 11pOoro MOMeHTy cxeMa Ha puc. 10.1 € omHOYacHO cxemoro
mouHoi penapauii 080/10HUI0208020 PO3PULY B OOHIHF i3 ABOX CECTPUHCHKUX
moaekya JIHK mig gac penaikartii.

[Tin gyac pexkombinamii BimHOBAeHHs IiaicHocti [IHK € TiabKuM 3aBep-
IIEHHSIM [I0YaTKOBOTI'O eTally. ¥ pe3yAbTaTi iHBasii Ta perapaliiliHoro CHH-
Te3y nBi moaekyau [IHK 006'enqHYyIOTBCS B YOTHPHAAHIIOIOBY CTPYKTYPY
3 IBOMa IIepexXpecTsIMH AQHIIOTIB — cmpyxmypamu Xonides (Robin
Holliday). KoxkHa cTpykTypa Xoaizes Moxke IepeMillyBaTHUCh (Tak 3BaHa
Mi2payis 2inKku), PEe3yAbBTATOM UYOro € MOAOBXKEHHSI 2emepodyniexca —
noABifiHOI cmipaai MiX ABoMa Mmalixe KOMIIAEMEHTAPHUMH AaHIIOTaMU
[BOX I'OMOAOTIYHUX MoAekyA [THK.

BBakaeTbcd, 110 3a cxeMoro Ha puc. 10.1 BimOyBaroThCda ITOYATKOBI cTa-
Oii romoaorigHoi pekomOiHallii B OiABIIOCTI IPo- Ta eyKapioTiB. Aae mexa-
HI3MH ITUX IIPOIIECIB HaMKpallle BUBUEHI aa 6akTepiti. B E. coli nBa KiHIti
pozipBanoi moaekyau [IHK ymizHaOTBCH KOMIIAEKCOM TPHOX OIAKIB —
recBCD (puc. 10.2), akuii Mae reaika3zHy Ta €K30HYKA€a3Hi aKTHUBHOCTI.
Kommnaekc roynHae pyxaTuUcsd, PyHMHYIOYH IIOABIMHY CIIipasb i ogHOYaCHO
nerpanyioun [JHK 3a paxyHOK cBoOix 5'- Ta 3'-eK30HyKA€a3HUX aKTHUBHOC-
TeH. Y Tak 3BaHOMYy y-CaiTi (caliT HiABHUIIIEHOI YacTOTH peKoMOiHarlii
B E. coli — mOCAIIOBHICTE MOBXKUHOIO BiCiM ITIap OCHOB, III0 3yCTpidaeThCd i3
CepenHbOI0 IIEPIOANYHICTIO ¥ S THUC. IIap OCHOB) 3'-€K30HyKA€a3Ha aKTUB-
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HICTh TaABMYETBHCS, PE3YABTATOM 4HYOIO € YTBOPEHHS OJHOAAQHIIIOTOBOTO
3'-kiHneBoro xBocta. lle#l XBicT Bigpaldy BKPHUBAETBCS OIAKOM recA.
OcranHill Mae nBa caiiTu 3B'a3yBaHH4d 3 [IHK, 3a paxyHOK IIEpIIOro 3 HUX
i BinbyBaeTbcsa (y mpucyTHocti ATP gk KodakTopa) KoomepaTUuBHA B3ae-
Mozis 3 oxgHoAaHIoroBoro [JHK: MoAeKyan OiaKa OTOYUYIOTH ITOATHYKAEOTH-
OHUM AaHIOT, (QOPMYIOYH Ha HOro IoBepxXHi mpaBy cripasb. Came 1e#
KOMIIAEKC 1 3[iHCHIOE iHBa3il0 B IOABIMHY cHipasb iHTAKTHOI TOMOAOTIYHOL
moaekyan JIHK: npyruii caitt Bdaemogaii recA 3 [IHK BUKOPHCTOBY€ETBCA Ha
it cramii gad yTBOPEHHSI KOMIIAEKCY 3 ABOMAa AAHIIOTAMM I'OMOAOTIYHUX
MmoaekyA [IHK. 3a yMOBH KOMIIA€MEHTAPHOCTI ABOX AQHIIOTIB 3IiMiCHIO-
erbcd Tigpoaiz ATP, micag goro recA BTpauae crnopigHeHicTh no AHK,
3aAUNIAYd C(hOPMOBAHUN I'eTEePOAYIIAEKC.

3 5'

5' 3' JIBOAAHI}OTOBHH
5' 3' po3pi3
3 5
3 5' .
., 5'-KIHIiB

5' 3
3' 5

D-nmeTaAn

3 5' .
5' « 3' ImBasia
5 _)(_y 3 3
3 5'
Crpykrypa Xoaizes

3' —— 5'

5' 3' PemapauiiiHui

5 )( X 3+ CHHTE3 AJHK

3 5'
T'erepoaynaekcH

3 — 5

> x ,/ x : Mirpauis riaku
5

Puc. 10.1. ITouaTkoBi cTazaii romoaoriuHOI pekoMOiHaIil

[ToBepTaro4uch A0 OCTAaHHBLOI ITaHeai Ha puc. 10.1, po3ragsHeMO OKpeEMy
CTPYKTYPY Xoaimes. Yk nmokazano Ha puc. 10.3, ii moxkHa migmaTy izome-
pu3allii, ITIOBEepHYBIIN ABa ABOAAHINOTOBI KiHIi Ha 180°. Came y dopmi
0e3 mepexpecTs AaHIUOTIB (IpaBopyd Ha puc. 10.3) crpykrypa Xoainesd
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dikcyeThbCs 3aBOAKH ii B3aeMoil 3 roMoTeTpaMepHUM GiAKOM ruvA: 6iA0K
3B'A3yETHCS 3 LIEHTPOM XPEeCcTa, YTPUMYIOYH YOTHPHU OLHOAQHIIIOTOBI MiAf-
HKH y IIpUOAM3HO MAAHApPHIN KBaapaTHiE KoHpirypamii (puc. 10.4, a).
3 ruvA Ta gBoMa AYIAEKCaMH, III0 BUXOAATH 3 XpPEecTa y ITPOTHUAEIKHHX
HapsgMKax, B3aeMoie€ 6iA0K ruvB (UIicTb CyOOOUHUIIL, IKi OTOYYIOTH IIO-
ABiMHY cmipaab KiablleM). RuvB npaitoe gk ATP-3aaexxkHa reaikasa (abo,
IIBU/AIIIE, IK KOMIIAEKC PEMOJEAIOBAHHS XpOMaTHHY, AUB. puc. 6.16): nBa
rekcaMepu ruvB reHepyroTh obepTasbHI pyXH IIOABIHHOI CHipaai y mpoTH-
AEXHHUX HaIpsgMKax, I0 IMPUBOAUTHL OO0 MPOTITyBaHHS AQHIIOTIB depes
KoMIAekc ruvA/ruvB (puc. 10.4, 6). Came akTuBHicTb ruvB i 3abesneuye
IIEepPEMINIEHHS CTPYKTYPH XOAiziess — Mirpaifilo iAKW 3 OOHOYACHUM IIO-
JOBXKEHHSIM IeTepPOaAyIAEKCa.

y-caHT

AGOODONTOONININED

RecBCD

AGOONGNONONONGED

R TAVATAY RecA

D-neras
Puc. 10.2. MexaHi3M Io4YaTKOBUX CTamii
romMoAorigHoi pekomb6inarii B E. coli

Puc. 10.3. [3omepusania cTpykTypu Xoaiznes
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Puc. 10.4. (a): Kommnaekc ruvA 3i cTpykTyporo Xoaigest
(1BDX, nmoka3sano autie Ca-aromu 6iaka ta P-atomu [THK).
(6): Cxema mepeMilieHHS CTPYKTYpH Xoaimes 3a paxyHOK
aKTHUBHOCTI ruvB: cTpiAKH BKa3yIOTh HAIIPIMOK 0OepTaHHS
OYIIAEKCIB Ta HaAIIPSIMOK PYXY AQHIIIOTIB Yepe3 KOMIIAEKC
ruvA/ruvB (koaip cTpiaOK 30iraeThbcs 3 TAKHUM AQHITIOTIB)

3i cxemu Ha puc. 10.5 BUAHO, 9K MOXKHA OTOTOXKHUTH IIPOTATYBAHHS
YOTUPHOX IIOAIHYKAGOTHAHUX AAHIIOTIB i3 Mmirpaiiero riaku. Ha cxewi
y ABa eTary npoBeaeHO POPMAaAbHY i30MepH3allilo IAaHapHOI KoHpirypa-
ii cTpykTypu Xoaimed B KOHQIrypailito 3 mepexpecTsaM: Ha IeplIoMy eTa-
IIi ABa AQHIIOTH y CKAQi XpecTa BUIIPSIMASIOTHCH, HA APYTOMYy — HUXKHH
JacTUHA OTPUMaHOi KoHdirypailii obepTaeTbca Ha 180°. OdeBHAHO, IO
300pazkeHe Ha puc. 10.4, 10.5 mpoTaryBaHHS AQHIIOTIB Yepe3 KOMIIAEKC
ruvA/ruvB € eKBiBaA€HTHUM 3CYBY IepexpecTd y IIpaBuH Oik.

OcTaHHBOIO MIOMi€I0 peKoMOiHallii € po3nireHHsa (resolution) cTpyKTypHu
Xoaimesi pesonveasoro — GinkoMm ruvC. Pe3oAbBa3za € eHIOHYKAeas30io, ABi
MOAEKYAU SIKOI B3a€MOJIIOTH 3 KOMIIAEKCOM ruvA/ruvB i nBoma aanIiio-
raMy XpecTa, pOo3TalllOBAaHHMH OWH HaBIIPOTHU OJHOTO: € ABa PiBHOWMO-
BipHi BapiaHTH Takoro 3B'a3yBaHHs. OTXKe, pe3oabBa3a POOUTH IBOAAH-
LIOTOBUH PO3pi3 depes3 XpecT ABOMa MOXKAWBHMU IiagxaMu (puc. 10.6).
[licaAga HacTyIIHOTrO 3IIMBAHHA PO3PHUBIB AIra30i0 3aAHINAIOTECI OBl ABO-
AaHIIOroBi Moaekyau IHK.

Ha puc. 10.6 moka3aHo i30MepHU30BaHy YOTHPHUAAHIIIOTOBY CTPYKTYPY
3 puc. 10.1 — aBi cTpykTypu Xoaifed 3 IEPEXPECTIMH IIepeTBOPEHi Ha
IIAaQHApHI (OIASHKH, CHHTE30BaHi IIA9XOM perapallii, He II03Ha4eHO) —
i pesyabTart ii po3mineHH4d. I3 HJOTUPHOX MOKAMBUX KOMOiHAIN po3mineHHS
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[IBOX CTPYKTYp Xoaiges: rokasaHo aBi. OgHa 3 mux KoMOiHaIlili BUKAUKAE
pekoMOiHallilo (AaHAAOTIYHO, PEKOMOIHAHTHOIO € i mapa po3piziB 2 + 4): aBi
roMoaoriuyHi Moaekyau [IHK oOmiHsiAMca miagHKaMu ¥ ymMoBHa “abetka’,
gKoro no3HadeHo pparmeHTH HK, 3MiHIOE pericTp — BEAHKi AiTepu 3ami-
HIOIOTBCHA Ha MaA€HBbKi ¥ HaBnaku. [lapu pospisziB 1 + 4 i 2 + 3 He IpuUBO-
OSTb A0 pekomOiHarlii. Takum dYHMHOM, peKoMOiHaIlid IIpH PO3MiA€HHI
cTPyKTYyp Xoaineda BinbyBaeTbcsa 3 iMoBipHicTIO 50 %.

l» .

5

5.
R - Sl

e

5

5

<«
5

Puc. 10.5. CoporeHa cxeMa KOMIAEKCY ruvB 3i cTpykrypoio Xoainea 3 puc. 10.4
Ta 1 opMaAbHI TepeTBOPEHHS y ABi TOIIOAOTIYHO €KBiBaA€HTHi KOHirypartii.
OcranHsa KoHQirypartiis 36iraeTbca 3 mpaBoio CTPYKTyporo Xoaiges 3 puc. 10.1.

KoabopoBi cTpiaKK BKa3yIOTh HAIIPSIMOK PYXY AQHIIOTIB depe3 ruvB,
YOPHi — HAIPSIMOK PYXy AYIIAEKCIB i mepexpecTs

HeszaaexxHo Bim Toro, uu Bimbyaacs peKoMmOiHallid, yci IPOAYKTH Mic-
TATH TE€TEPOAYIAEKCH (CepenHs dYacTHHa BCiX KIHIIEBUX MOAEKYA Ha
puc. 10.6). OCKIABKHY TeTepoayIIA€KCH CKAOAIOTHCH 3 MAllKe KOMIIAEMEH-
TapHUX AAHIIOTIB, BOHU MicTaTh MicMeTrdi. BignmoBigHO, KiHIIeBOIO ollepa-
LIi€I0, gKa 3aBePIIIy€e IIPOIIeC TOMOAOTIYHOI pekoMOiHallii, € pernapartisa 1ux
MICMET4iB OIIMCaHOI0 B IIOIepeaHboMY po3xiai cucremoro mutHLSU.
Ha BinMmiHy Bizm Toro, sIK 11 cHCTeMa CHpallbOBYE IIiCAS perHaikaliii, micasg
pekoMOiHaIlil AaHITIOT, Oe Bin0yBaeThCcd 3aMiHa HYKAEOTHUMIB, 0OMPAETHCH
BHUNAAKOBO. Hampukaan, IleHTpaAbHUN (parMeHT MIepHIoi MOAEKYAU Ha
puc. 10.6 meperBoprOeThCca abo Ha B/B', abo Ha b/b'. dkmio Ha i miagH-
IIi po3TalloBaHUM I'eH, IIIASXOM pelapallii ooupaeTbcs OAUH i3 Horo aase-
AiB — B abo b. Otxke, nobiunuMm edekToM peKombiHAIll € BimoMe B reHe-
THIIl dBUINE KOHgepcii eeHa. Biaku cucremn mutHLSU gkumMochk 4YUHOM
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OAOKYIOTH peKOMOIHAIliI0 HA paHHIX eTanax, KOAM MiCMeT4YiB BUIBASIETHCS
HaaTo 6araTo (Tak 3BaHa 20Me0J/102IUHA peKoMOIHAaYls): Mirpallisa TiAKu 3y-
nuHseThbCd 1 gykopigHa [JJHK BHIITOBXYeETBCS 3 TETEPOAYIIAEKCA.

B'
1 4
o c.| ¢
3 A n,“’..‘_ 5' 3" e ‘x'..‘ c s
5' o~ 3' 5" 3
A ’.. g al cl ".. c
o bl
2 3
B
Po3pi3u 1+3 Po3spizu 1+4
Perombinamuis BiacyTHicTp pekombinaii
AI 9! gI Al !;I Cl
A B c A B C
a b C a b c
a' B' c' a' B' c'

Puc. 10.6. Cxema po3miaeHHS ABOX CTPYKTYP Xoained.

Yropi: KoH(iryparligd YoOTUPHOX AQHITIOTIB eKBiBaAeHTHA KOHDIryparlii Ha HIXKHIH
naHeai 3 puc. 10.1. AitepamMy IT03HAYEHO TIATHKHM AQHILIOTIB (BEAMKI ¥ Maa€HBKI AiTepu
BiAIIOBIiZAIOTH TOMOAOTIYHUM AiATHKAM JBOX MOAEKYA, AlTepH 3i mITpuxoM i 6e3 —
KOMIIAEMEHTaPHUM MiATHKaM BUXiAHHUX ayraekci). ludpamu 1-4 mosHayeHO
MOZKAMBI PO3pi3U pe30AbBa30l0. YHHU3Y: ABi ITapy ABOAAHIIOTOBHUX MOAEKYA
micAsT pO3miAeHHS CTPYKTYP XO0Aiziess, OTpUMaHi B pe3yABTaTi BiITIOBIAHUX PO3pi3iB

EykapioTH4Hi KAITUHH MIiCTSITH 0iAKH, TOMOAOTIYHI OaKTepiaAbHUM Oia-
kaM RecA, RecBCD, RuvA, B i C. Hampukaazn, 6irok RADS1 npixmaxKiB
i AFODUHM € TOMOAOTIYHUM 0iAKy RecA # BuKOHye nomiOHi dyHKIi. [Hiriro-
OYUi peKOMOIHAIlI0 MBOAAHIIOTOBUH PO3pi3 iHAYKYETbCH Y APIKIKIB Oia-
KoM Spoll, m1o Hasexxuth mo poauHu AHK-tomoizomepas II. 'omoaoriuni
Oiaku 3HalieHO B iHIIUX eyKapioTiB i Oakrepiti. OTKe, MeXaHiI3MH T'OMO-
AOTiYHOI pekoMOiHalli €, iIMOBIPHO, CIIIABHHUMH JASI BCiX 610AOTYHUX CHCTEM.

315



Cue0n06 A.B. MoAekyasipHa Gioaoris

CariT-cienudiyHa pekoMOiHaLisg

JK mpuraan cadT-cnerudiyHol pekKoMbiHaIii pPoO3TASHEMO iHCEpPILifo
(imrerpariro) [JHK 6aktepiodara A y H6akTepiaaAbHy XpOMOCOMY (OHB. Ta-
KOX po3mia 5). Y craami ¢daroBoi JHK € catiT attP — miagHka QOBXKWHOIO
270 map ocHOB, y ckaazai 6akrepiaabHoi [IHK — catiT attB (23 mapu ocHoB
(pmc. 10.7). ObugBa caliTH MalOTh OIASHKY CITIABHOI (a00 ToMOAOTiIYHOI)
IIOCAITOBHOCTI AOBXKHWHOIO 15 map ocHOB. /IBa 0ianku — OakrepiaabHUil [HF
(Integration Host Factor) i mpoaykT omgHoro 3 reHiB b6akTepiodara iHmee-
pasa — 3B'I3yI0ThC i3 IIUMU catiTaMu.

Ilepma
A OHK napa
po3pHEiB
attP L attB 5 InTerpasa
n /.
BakTepiaapna JHK
I[pyra O6min
mapa AQHITIOTiB
poO3pHBiB
CrTpykTypa
InTerpauia Xoaines

Puc. 10.7. Iurerpauisa [JHK Gakrepiodara A y GakTepiasbHUi reHOM

3a mexaHi3MoMm CBO€i nil iHTerpasa e cair-crenudivyaoro JHK-Tomoizo-
Mepa3zoio | (muB. po3mia 3). Hotupu cyboguHuIl 6iAKa MiCTATH YOTHPH aK-
THUBHI LIEHTPH, y KOXKHOMY 3 9KHX € 3aauIlok Tyr. Ha niepriomy erarri inTe-
rpamii [aBa AaKTHBHHX IIEHTPU pPOOAITH [ABa OSHOAQHIIIOTOBI po3pi3u
B OakTepiaabHi# i ¢parositi [JHK, ogHOYaCHO KOBAaA€HTHO MPUETHYIOYH KiH-
neBi docdaru mo 3asminkiB Tyr. [aai BimHOBAIOETBECS (pocdomiedipHmit
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3B'd30K, aAe 3 BiAIIOBIAHMM KiHIIEM iHIIIOTO AyTIA€KCa — BimOyBaeTbCcd 0OMiH
AaHIToraMu. Ha 1ipoMy etari yTBOPIOETBCH KOHITrypallids 4OTUPHBOX AaH-
IIOTIB, eKBiBaaeHTHa CTPYKTypi Xoaizes. Ilicag mporo apyra napa cybomu-
HUIIL pOOUTH APYTY IIapy PO3PHBIB (HA BiACTaHiI CEMH IlIap OCHOB Bin Ilep-
LIIOTO PO3PHUBY B KOXKHOMY AQHIIIO3i), i 3MiHCHIOETBCS apyra Iapa oOMiHiB
AQHIIOTaMH, 1110 ¥ IPUBOAUTD OO0 iHTeTparii.

[TomiGHO o iHTETrpa3u IIPallioe (HBEpMA3a — CalT-CIiel(ivyHa TOIIoi3oMe-
paza I, gka 3pmitficHIoe iHBepcito miaguku [AHK Gaxkrepiodara p. Jdiaguka
JOOBXKUWHOIO 3 THUC. ITap OCHOB, III0 HiAa€Thcd iHBepCii, MIiCTUTh Ha KiHIISIX
KOPOTKIi iHBepTOBaHi mmoBTopH (puc. 10.8). YoTupu cyboauHuIli iHBepTa3u
3MiHCHIOIOTh YOTHPH THMYACOBiI po3pi3u, BiaOyBaeTbcs OOMIH KiHIIIB
1 BiIHOBAEHHS 3B'SI3KiB, pe3yAbTATOM UOTO € 3MiHa HaIlpsIMKYy. [HBepToBa-
Ha JiAgHKa MICTUTH ABa I'eHH, L0 IIepeKpUBaIOThCsI, Ha Pi3HUX AQHIIOrax
JHK (tobTo Taki, 110 IMiamaroThCd TPAHCKPUIILII B Pi3HUX HAIIPSIMKAax).
Y pesyabTaTi iHBepcili TOM UM IHIIUM TeH (3aAeXHO Bim BUOy OakTepii,
B 9Ky IIOTPAITUB (par) IIiacTaBASIETHCH i IPOMOTOP i TPAHCKPHUOYETHCS.

Al
erd
3'GAG
~ Po3pi3u
5'c1g 4
3'@Gb

&8

Puc. 10.8. IuBepcia B 6akTepiodara |

Po3ragHyTi IpuUKAaau BKa3yIOTh HA OCHOBHY PI3HHUINI0 MiXK ABOMAa TH-
naMu peKoMOiHAaIlii: SKIMO ITPU IOMOAOTIYHIN pekoMbOiHaIll ABi MOAEKYAH
JHK ymi3HaroTh ofHa OHY IIIASIXOM MOPIBHAHHS CBOIX IIOCAIJOBHOCTEH 10
BEAHKIH MOBXKWHI, caiT-crenudiyHa peKoMOiHallig mnependadae HagB-

317
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HICTBb TAKOX TOMOAOTIYHHUX, aA€ KOPOTKHX €AeMEHTIB IIOCAIJOBHOCTI, II0
BIIi3HAIOTHCS CHEIN(PiYHUMHU OiAKaMU.

[Iporecu ca#T-cnerudgivyHol pekoMOiHAaIli 3a MexaHi3MaMHu, I[IAKOM
aHaAOTIYHHMH [0 PO3TASHYTHX, AyXKE MOLIUpeHi B OakTepiodariB, Ipu
iHCepIlil mAa3Miz B OCHOBHUII MeHOM y OakTepiil i APiXKIXKIB, BUpi3aHHI
naazmig. o cTocyeThcd BHIIUX €YKapioTiB, OOHUM i3 TOAOBHHX HIPOIIECIB,
Yy XOMi IKOTr0 BHKOPHCTOBYIOTHCH MEXaHi3MU CaiT-CcrieludidHoi peKoMbi-
Hallii, € 103piBaHHA iMyHOTAOOYAIHOBHUX I'€HIB (IUB. HUXKYE).

He3akonna pekomOiHariis

[Tin He3aKOHHOIO peKOMOiHAIli€lo 3a3BHYail PO3yMiloTh 00'€THAHHS
aBox moaekya JJTHK 6e3 romoaorii mocainoBHocTeH i 6e3 yuacTi MexaHi3MiB
caliT-crienudiuHoi pekoMbOiHallil, KoAn 3'€IHAHHSI MOAEKYA Bin0yBaeThCH
B OyIb-IKOMY MICIIi TTOCAiIJOBHOCTI.

Hanpukaan, moBHicTI0O HeroMoaoriuHi moaekyau [JHK dara A Ta maas-
Migu pBR322 MoXKyTh 00'emHATHCA 3a JOIIOMOTOIO Tipas3u (OuUB. po3mia 3).
[IBi MoAeKyAH Tripas3u (IO YOTHUPH CYOOOUHUII B KOIKHIii) poOAITH THMYa-
COBHH OBOAAHIIIOTOBHM PO3pi3 y KOKHiH 3 Mmoaekya [JHK (po3zipBani KiHITi
YTPUMYIOThCHA Tipas3oro). [licag 1woro ABi ripa3u OOMIHIOIOTHCH ITapaMH
CyOOnMHUIE i BiTHOBAIOIOTEH pocdoaiedipHi 3B'a3ku (puc. 10.9).

I'ipasza

/|

-G

Puc. 10.9. HezakoHHa peKoMbiHallis
OBOX MUPKYASPHUX MoAeKyA [THK

3araabHUM MeXaHi3MOM He3aKOHHOI peKoMbOiHarlii € penaparig agBo-
AQHITIOTOBUX pPO3PHUBIB CHUCTEMOIO HETOMOAOTIYHOTO 3'€THAHHS KiHI[iB
(muB. puc. 9.28), aKka IPHUBOAUTH OO0 3'€MHAHHS 4yxKOpimHHUX Moaekya [JHK.
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MexaHi3Mu He3aKOHHOI pekoMmOiHallii (mopdx i3 TakuMu cadT-crelu-
divyHOi) BHUKOPHCTOBYIOTBCS IIPH [03piBaHHI iMyHOrAoOyAiHOBHX TI€HIiB
3 METOIO ITiABUIIIEHHA iX po3MaiTT.

V(D)J-pexkomOiHartist iMyHOra00yaiHOBMX T'eHiB

OcHOBOI0 iMyHHOI BiAIIOBiZi IIPU ITOSIBi YyKOPIAHOI MOAEKYAM UM YaCTHH-
KM — aHTUT'€HY — € CHHTe3 iMyHOTAOOYAIHY IT€BHOIO THILY, SKHUH Ma€ [0 I1HOT0
aHTUT€HY BUCOKY CIelH(iuHy criopigHeHicTh. KiABKICTb THIIIB iMyHOTAOOY-
AiHIB, SIK 1 aHTUTEHIB, € IIPAKTHYHO HEOOMEKEHOI0. 3p03yMiA0, III0 3aKOIY-
BaTH TaKe PO3MAITTd y BHUTASAlI OKPEMHUX iMyHOTAOOYAIHOBHX T'€HIB TaKOIK
HEMOZKAWBO. EBOAIOIIHMHNM pO3B'd3aHHAM Ili€l ITPoOAEMH CTaB OCOOAWMBHM
pexkoMOiHaIiHHUH ITpollec 103piBaHHA iMyHOTAOOYAIHOBUX T'€HIB.

Moaekyaa iMyHOTAOOYAIHY CKAQIA€TBhCS 3 ABOX TaK 3BAaHUX BaXKHUX
1 IBOX AETKUX IoAinenTuaHuX aaHOIOTIB (puc. 10.10). KoxkeH i3 aaHIIO-
riB Mae KoHCTaHTHY C-KiHIeBY (CHIABHY IAS yCiX iMyHOTAOOyAiHIB) i Ba-
piabeapHy N-KiHIlEBY 4YacTuHH. BapiabeabHi YacTHHH KOXKHOI Ilapu
BaXXKOTO Ta AETKOT'0 AAQHIIOTIB (QOPMYIOTH [ABa aHTUIE€H3B'SI3yBaAbHI
ca¥TH Ha MOBEPXHi MOAEKYAH.

. . AHTHreH- .
BapiabeAbHi 3p'sayBasbuHil
YaCTHHH caiit >

Aerxkui
AQHIIOT

Baxxguu
AQHIIOT

Puc. 10.10. Ctpykrypa imyHorao0yainy IgG1 (11GY)
i cxema 6yIOBH MOAEKYAU

He3piai iMmyHOrA00yAIiHOBI T'€HHM MAalOoTh BHUTASL KAACTEPiB OKPEMHX eAe-
MEHTIB HyKA€OTHUIHOI ITIOCAIIOBHOCTI — OAOKIB, 3 SKHX IIIASXOM peKoMbiHa-
il B iMyHOKOMIIETEHTHIH KAiTHHiI 30UMpaeThcsl aKTUBHUH iMyHOTrA0OyAiHO-
BUii reH. KaacTep BakKoro aaHiora mictutb ~100 V-cermeHTIB (Bifg vari-
able), mo TaHAEMHO IIOBTOPIOIOTHCS (IOCAIZOBHOCTI BCiX CErMEHTIB PO3-
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pi3HSAIOTBCA Mik co6010), ~30 D-cermeHTiB (Bix diversity), mricts J-cermeH-
TiB (Bim joining) i C-miAg9HKY, IKa KOAYy€ KOHCTAHTHY YaCTHHY AaHIIOra
(puc. 10.11). AxasoriyHo 1obygoBaHUN KAacTep AETKOTO AQHILIOTA, SKUU
MIiCTUTh TiABKU OBa TUIIN BapiabeabHuUx cermeHTiB (~100 V- Ta yotupu
J-cermeHTH). AKTUBHUMH TeH “30MpaeThbcd” i3 CEerMeHTIB TphoxX (abo ABOX)
THIIB, K i3 KyOukiB, masgxom V(D)J-pekomOiHaiii: oguH BHUIIaAKOBUH
D-cerMeHT 3'€0HYETBCHA 3 BHIIAAKOBUM J-CETMEHTOM (HiASHKA MiK HUMH
BUpPi3aeThCHd), 0O HUX IPUEAHYETHCS OoAUH 3 V-cerMeHTiB (puc. 10.11).
AHaAOTIYHO, IAS AETKOTO AaHIIOra 00'€IHYyIOTBCA OOWH V- 3 OMHUM i3
J-cermenTiB. llepenq KoXXHUM V-CErMEHTOM pPO3TallOBaHUI IIPOMOTOD,
y creticepi nepen C-IiASHKOIO — €HXAHCEDP. [XHE 30AMKEHHS MiCAS PEKOM-
Oinamii akTUBy€e TPaHCKPHIILLiIO, 3aiiBi cieficepu Ta iHTPOHM KOHCTAHTHOL
4acTUHU BUAaAIIOThCS 3 MPHK miagxom criaalicuHry.

~100 ~30 6
r N\ N\ 7 N\

PexomOinamis

f

nmpomoTop €eHXaHcep

Puc. 10.11. BynoBa KaacTepa I'eHiB BaKKOT'0 AQHIIOTA iMyHOTAOOYAIHY
Ta cxeMma 30MpaHHs aKTUBHOro reHa. KoncrantHa gactuna (C)
MICTUTB IHTPOHH, fKi He IIOKa3aHO

JlasT BasKKOTO AaHITIOTA MOXKe peaaidyBaTucd ~ 18 THc. KOMOiHAIli#l Mixk
CerMEHTaMH TPhOX THIIB, AAd AeTKoro — ~ 400 kowmOiHarli#, i 3arasrom 3a
paxyHOK peKoMOiHaIlil JAsT 000X AQHITIOTIB YTBOPIOETHCH ~7 MAH BapiaHTIB
rocaimoBHOCTI. [lofaTkoBa BapiabeAbHICTh 3a0e3MedyeThcsl 3a PaxyHOK iH-
OYKILil MyTallifi y Mmexkax V-CerMeHTiB, a TaKoXK 3aBASKU 3aCTOCYBaHHS Me-
XaHi3MiB HE3aKOHHOI peKoMOiHallii ITpu 3'€JHAHHI CETMEHTIB (OUB. HUXKYE).

PekoM0OiHalliss cermMeHTIB 3aA€XKUTL BiJl CUTHAABHUX IIOCAIMOBHOCTEMH
RSS (Recombination Signal Sequence), 1110 paaHKYIOTh i3 ABOX OOKiB KO-
KeH i3 cermeHTIB (puc. 10.12) i € catitamu pekombGiHarii. CUTrHaABHI IT10-
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CAIJOBHOCTI MIiCTSITh ABi KOHCEPBATUBHI MiAIHKHM IIO CiM Ta AEB’STH Hap
OCHOB, PO3[iA€Hi HEKOHcepBaTUBHUM creticepoM. [locaimoBHicTs cretice-
pa He Mae 3Ha4YeHHd — BaXXKAUBHUHY Aullle Horo po3Mip: ABa THUIIU cIieficepiB
OoBxkuHOIO 23 1 12 map oCHOB BH3HAYaroTh ABa THOH RSS. O6'eqHaHHA
CerMeHTiB IpH peKoMOiHalll MOXKAWBE AHIIE 32 YMOBH BHUKOHAHHS IIpa-
Buaa “12/23”: o0'emHYyIOTBCH TiABKH CEerMeHTH, (paaHKOBaHi RSS pisHHX
TUITB. 3aBASIKU IILOMY BUKAIOYAETHECS 00'€fHAHHS OOHOTHUITHUX CEIrMEHTIB
(Hammpukaazn, V-V) um npomnyuieHHda D-cermeHTa.

1
CACAGTG——ACAAAAACC GGTTTTTGT- [{F],=1|-CACTGTG
GTGTCAG-|[l -0 | -TGTTTTTGG CCAAAAACA- LILLLN-GTGACAC

remnTamep HOHaMep HOHaMep remnTamep

Puc. 10.12. Opranizaiiigd CUTHaABHUX ITOCAIJOBHOCTEH,
SIKi KOHTPOAIOIOTH PEKOMOIHAIIiI0 B iMyHOTAOOYAIHOBHX reHax

KoHcepBaTHBHI €A€MEHTH CHUTHAABHUX IIOCAIIOBHOCTEH VIIi3HAIOTHCH
b6iakamu RAG 1 Tta RAG 2 (mpomykTu reHiB RAG — Recombination Acti-
vating Gene, aKTUBHHUX AUWIIE Yy KAiTHHax-mmonepemHukax B- i T-aimdo-
muTiB). BiAkM 00'€IHYIOTH V €AUHUIT KOMIIAEKC OBi CHTHAABHI ITIOCAiTOBHO-
CTi IIpX BHKOHAHHI ymMoBH “12/23” i KaTaai3ylOTh HH3KYy pEakllif, fKy
cxeMaTHu4Ho ITokasaHo Ha puc. 10.13. Ilepiia peakilis — ofHOAAHIIIOTOBUH
pPo3pi3 MizK CErMEHTOM 1 CHTHaAbHUM remnTamMepoM. [laai BimOyBaeThcd
TpaHcecTepudikalligd — PO3PUB 3B'A3Ky B IHIIIOMY AQHI[IO31 Ta KOBAACHTHE
3aMHKaHHS KiHI[IB CETMEHTA y IIITHUABKY. YHACAIZIOK TaKUX CAMUX PeaKIlii
y Apyriii RSS Bupi3zaeTbCcs, 3aMHUKAETHCS B KiAbLlE Ta BUAAASIETHCA Mi-
ASTHKA MiX ABOMa CerMeHTaMHU.

KoBaaeHTHI HINHMABKHY HA KIiHIIIX CECMEHTIB € HecTAOIABHUMHU — BOHU
IBUAKO po3MuKarThcd (puc. 10.13). ITpu 11poMy HEOOOB'S3KOBO YTBOPIO-
€TbCcd Tynmud (03 OJHOAAQHIIIOTOBHX BHPOCTIB) KiHEIlb, OCKIABKH IIITHABKA
MOXKe PO3IMKHYyTHCH acuMeTpudHo. Ha ocraHHiX cramisx 3'-KiHIII CerMeHTIiB
N00YyIOBYIOThCH [IEe30KCHPHUOOHYKACOTUAUATPaHC(epa3ow (puc. 10.14) -
depmeHTOM, KUY 6€3 ydacTi MaTpHUlli IPUENHYE BHUIIAAKOBI HyKA€OTHIU.
3posyMiso, 110 Iied mpoliec 1ie 3HAYHO MiABUIIYE PO3MAaiTTd IIOCAILOB-
HOCTel 3piAMX reHiB iMyHOrA0OyAiHIB. HacTHHa nuX reHiB Oyme Heak-
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THUBHOIO 3aBJASKU CTOI-KOAOHAM, 110 3 [IEBHOIO iMOBIpHICTIO BUHUKAIOTH
IPU TAKOMY BHUIIQIKOBOMY CHHTE3i, IIPOTE Ile € MPUUHSITHOIO IIAAQTOIO0 34
3arasbpHe 30iABIIIEHHSI BapiaHTiB.

<
N

5

Puc. 10.13. 3asexHe Bix OiakiB RAG BUpi3aHHS DiASHKU
MiX IBOMa CErMEHTaMH iIMyHOTAOOYAIHOBOTO reHa

\% D
5' 3

5

3'

I e30KCHPHOOHYKACOTHAHA-
TpaHcdepasa

;v

‘ NHEJ

‘ PenapaTHBHHH

CHHTE3

Puc. 10.14. 3aBepiiasbHi cTazii npolecy 3'€AHAHHS CETMEHTIB
iMyHOTAOGYAIHOBOTO reHa
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Hapemnrti KiHIi CErMEHTIB 3'€IHYIOTHCS 32 AOTIOMOI'0I0 CHCTEMU periapariii
aBoaaHIroroBux po3puBiB NHEJ (quB. puc. 9.28): BinOyBaeTbCs MOUIYK MiK-
poromoaorii Mixk fBoMa 3'-KiHIIEBUMH BUPOCTaMU Ta PellapaTUBHUMN CHHTE3
JHK, 1110 ocTaTOYHO 3aII0BHIOE IPOTAAMHU. TakuM YMHOM, Ha OCTaHHIX cTa-
Oisx pekoMOiHalli Impoliec 3'€qHAHHS CETMEHTIB iMyHOTAOOYAIHOBHX TI€HIiB
HaABMHCHO “3arpyOAgeThCS” 3 METOIO ITiIBUIIIEHHA BapiaOeABLHOCTI.

Tpancro3uiiii MoOOiabHMX eaAeMeHTiB

[TepemimnieHHs (TpaHCIio3uIlii) MoOGIABHUX (IHTEPCIIEPCHUX) €AEMEHTIB
(muB TakoX po3mia 4) € 1Ie O AHUM OCOOAMBUM THIIOM peroMbiHarii AHK,
dKa Big0yBaeThCd B yCix opraHidaMmiB. Mo0OiAbHI eAeMEeHTH MOKHA ITOTIAUTH
Ha [Ba OCHOBHI Kaacu: /JHK-mpaHCno30HU, 1110 IIEPEMITYIOTHCS 3a IIPHUH-
munioM 'cut and paste', i eaAeMeHTH, MHepeMillleHHA SIKUX Bia0yBaeThCs
magxoMm cuHTedy PHK i3 macrymuum cuntTe3dom [AHK ma PHK-matpwmiii.
OCHOBHUMU THUIIAMH MOOIABHUX €A€MEHTIB, sIKi HaA€XaThb 10 APYTroro KAa-
cy, €: LTR-pempono3oHu 3 JOBTMMH KiHIIeBUMU IToBTOpaMu (Long Terminal
Repeats); eaementTu LINE (Long INterspersed Elements); eaementu SINE
(Short INterspersed Elements).

[TepeminieHHs MOOIABHHUX €AEMEHTIB € JOCUTh PiIKOIO moicio — y 6ak-
Tepili BinbOyBaeThca omHa TpaHcro3ullis Ha 105-106 kaituH. [Ipote akTH-
BHICTH MOOIABHHX €AE€MEHTIB Ma€e BazkKAUBe OioAoriuyHe 3Ha4YeHHs. BOymo-
ByBaHHS MOOIABHUX €AE€MEHTIB y KOAyI04i YaCTHHU I'€HiB OY€BUIHO IIPU-
BOAWTH OO0 MyTalili, y PETYAATOPHI — A0 3MiHU TPAHCKPHUIIIIINHOI aKTHUB-
HOCTi. Y IpoIieci CBOTO epeMillleHHsS MOOIABHUM eAeMEHT MOXKE 3aXOITH-
TU TOW YU iHINUH PETyASTOPHHUH €AeMEHT IIOCAIMOBHOCTI Ta BOymyBaTHU
Horo B iHIIHUY mpoMoTop. [lepeMinieHHS reHETHYHOTO MaTepiasy pasoM i3
MOOIABHUMH €A€MEHTaMH PO3TASAAETHCH ChOTOAHI IK OAWH i3 HalBaXK-
AUBIIIINX €BOAIOLIIHHUX (PaKTOPiB.

AHK-mpaticnosonu

MoOGiABHI €AEMEHTH IIHFOTO THILYy YaCTO MIiCTATb OAWH a0 aBa I'eHH, 10 KO-
OyIOTh OavH abo aBa OiAKM IIifi CIIIABHOIO Ha3BOIO mpaHcno3asa. TpaHcriosa-
3a 3MIMCHIOE KaTaai3 XiMIYHUX peaklliff, 1m0 3abe3nedyioTh TPaHCIIO3HUILiI0
eareMeHTa — Moro BHpi3aHHS 3 JOHOPHOIO caiita Ta BOyZOBYBaHHS B calT-
MitreHb. KpiM reHiB TpaHCIio3a3u MOOIABHUM €A€eMEHT MOXKE MICTHTH iHIII
reHyd, abo0 HABIIAKU — T€HH TPAHCIO03a3H MOXKYTb OYTH IIOLIKOIZKEHHMHU.
B ocranHBROMY BHITQKy TPAHCIO3UILiS JAaHOTO €AEMEHTA Bil0yBaEThCS 3 BU-
KOPHUCTaHHAIM TPaHCI03a3H, 3akogoBaHoi iHmmM [IHK-TpaHCcrI030HOM.
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Komyroouya gacTuHa TpaHCIIO30Ha (paaHKOBaHA HEBEAMKHMHU IIOBTOpPA-
MH, KOTpPi po3mi3Hae TpaHcIio3asa, Bupizarwgu ¢pparment AHK 3 Tynmumu
KIHIIIMU (PO3Pi3Uu ¥ ABOX MOAIHYKAEOTHAHHUX AAHITIOTaX PO3TallloBaHi TO-
YHO OOUH HanpoTH oxHoro). CadT-MillleHb — HEBEAWKA CIelludidyHa IIo-
caimoBHIicTh [IHK, sika Tek yHi3HaAeThCs TPAHCII03a3010 i TeXK po3pilaeTsh-
cd — aae Tak, II0 B MicOi po3pily 3aAHMIAIOTECH OLHOAAHITIOTOBI
S'-kiHneBi BUpocTHu (puc. 10.15). [Jaai TpaHcIio3a3a KaTaAilye KOBaACHT-
He IIpHenHaHHs 3'-KiHIIB TPaHCIIO30HA A0 IIMX BUPOCTIB, IIPOTaAUHHU 3a-
IIOBHIOIOTHCS IIASIXOM pellaTapuBHOIO CUHTE3Y.

[Iponec TpaHcHo3umii (akuii, o CcyTi, € OOHHM i3 BapiaHTIB calT-
crieriupivyHOi peKoMbiHallil) 3aAUIlIae TBOAAQHIIOTOBUI po3pi3 y Miclii, me
3HaXOAMBCS TPAHCIIO30H. Y BUIIQJAKY HE3aAE€XKHOI BiJ peraikallii TpaHcIio-
3ullii (HepennikamueHa mpaHcno3uyis), 11led po3pi3 ImiamaeTbes perapartii
3a MEeXaHi3MOM HETrOMOAOTIYHOTO 3'€IHAHHA KiHIIB, TOOTO TPAHCIIO30H
npocto “crpubae” B iHIle Miciie. AAe JOCHUTH YacTO TPAHCIIO3UILA Bialy-
BaeThCd IIiJI 9ac penaikauii (pensiikamuseHa mpaHCno3uyis) — ToAi po3pi3
penapyerbcd 3a peKoMOiHaIliiHUM MexaHidMoM (quB puc. 10.1): cecTpuH-
cpka Moaekyaa [JTHK BHKOPHUCTOBYETBHCS SIK MaTpPHILS, i AiASHKA, 110 Mic-
THAA TPAHCIIO30H, BiIHOBAIOETHCS — TPAHCIIO30H “PO3MHOXKYETHCS .

TPAHCIIO30H MilmeHb
‘ ‘ 3 3
3 3
ﬂ TpaHcmo3sa3sa
5 — -
—, = —

ﬂ TpaHcno3a3sa
SR N
ﬂ AHK-nmoaimepa3sa

Puc. 10.15. Mexauizm nepewmimennsa /JJHK-TpauHcmozona

LTR-pemponosonu

Konyroua ginguka LTR-perporiozoHa (5—-8 THC. I1ap OCHOB) MiCTUTE KiAb-
Ka reHiB: 38o0pomHoi mpaHckpunmasu (PHK-3aaesxxna [JHK-mosimepasa),
iHTerpasu (aHaaor tpaHcnoszasu), PHKasu H. Ha kiHmgx poaramioBani
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noBri KiHieri nmoBtropu (200-600 map OCHOB), 9Ki ¥ Hamgaau HA3BY IIUM
MOOIABHHUM €AEMEHTAM.

Anpo

Kozayroua IHcepuia
YacTHHaA LTR P

|
lTpchKpnnnin

MPHK

>

InTerpasa

TpaHcAsLia ‘ )

/G’mopon{a

TPaHCKpPHILia

3BopoTHA
TPpaHCKpHIITa3a IIrnTomaaszma

Puc. 10.16. Mexanism nepeminiesHs LTR-perporiozona

IIponec nepemintennd korii LTR-peTpomno3oHa Haragye >XKUTTEBUY IIHUKA
perpoBipyciB. IlepmuM eTanoM € TPaHCKPUIILiA PETPOII030HA: CHHTE3
MPHK PHK-moaimepasoro II (puc. 10.16). Ila mPHK TpaHCcmnopTyeThCcs 0
UTONIAA3MH, € MiAAaeThbcsd TpaHCAdLii. 3BOpoTHA TpaHCKpHUIITA3a, dKa
€ mponykToM L€l TpaHcasamii, 3aiticHioe cuHTed [JHK: MPHK BHKOpHCTO-
BY€eTBbCS 1K MaTpulis, 3'-KiHeus moaekyan TPHK — ak npatimep. Kommiaekc
cuaTe30BaHoil JJHK-Korii peTporio3oHa 3 iHTerpa3on HOBepPTaEThC [0 Spa,
ne 3airicHioeThed iHcepiis 1iel [ITHK y reHom.

Mob6irvni eaemenmu LINE ma SINE

Mo0iabHi eaemenTu LINE moB:KuHOIO mpuOAM3HO 6 THC. IIap OCHOB MicC-
TATh IIPUHAUMHI 1Ba I'eHU — 3BOPOTHOI TPaHCKPHUIITA3U Ta €HIOHyKA€a3! —
i HeBeAWKi criermudidHi TOCAiOBHOCTI Ha KiHINEX. [Ipoliec mepeMileHHS
KOITii eAeMeHTa MOYMHAETBECH TaK CaMo, K i y BUIAAKY PETPOIIO30HIB —
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i3 Tpasckputii PHK-moaimepasoro II (puc. 10.17). Ilicaa TpaHcadwii B u-
TOIIAA3Mi CHHTe30BaHi 0iAKM 3B's3yt0ThCs 3 MPHK, 11eif KoMIlAeKC IToBepTa-
€TBCS 10 aapa, e # BigbyBaeThcsl 3BOPOTHA TPAHCKPHIILLA: eHIOHyKAea3a
3MiMCHIOE OJHOAAHITIOTOBUH po3pi3 y reHoMmHil IHK, 3'-kiHelnp y miciii po3s-
Pi3y BUKOPHUCTOBYEThCS 9K IIpatimep. Ilicas cuaTe3y apyroro aaxitora JJHK
HOBAa KOIIil eAeMEeHTa OCTATOYHO BOYZIOBYETHCH B T€HOM.

Koayroua  Kinnesi Anpo
JacTHHA eAeMeHTH

n e— i m—

3BopoTHA
’ TpPaHCKPHIIILis

P wmPHK

3BopoTHa IIuTomaaszma
TPaHCKpPHIITa3a

Puc. 10.17. MexaHi3Mm nepemilieHHs MobiabHOTO eaeMeHTa LINE

Cunre3 MPHK mipu Tpasckpumilii eaemenTa LINE, gk i mas 6iabimocti
iHmmx eykapiornauux MPHK, 3akindyeTbcd Ha polyA-curHaal (muB. po3mia 7).
Ile#t polyA-curHaa € caaOKuM, III0 O0O3BOASE €AEMEHTY BOyIOBYBaTHCH
B iHTPOHU 3BHYAWHHX T'e€HIiB 0€3 0COOAMBHUX IIEPENIKOMN OAS €KCIIpecii IIux
IeHiB: CHCTeMa IIPOLIECHHTY 4YacTo He IloMidae caabkuil polyA-curaaa.
EaemenTu LINE €, BiAmoBigHO, HAUIIOIMTUPEHIIITUMU MOOIABHUMH €AEeMEH-
TaMHU B I'€eHOMi BHUIIMX eyKapioTiB (~20 % reHoMy AIOQUHH IIPEACTABACHO
nocaigoBHocTsaMU LINE) i ocHOBHUM [KepeaoM 3BOPOTHOI TPaHCKPHUIITA3U
y KaiTHHaxX. 3 94acoM HaKOIINYyIOThbCS MyTallii ¥ okpemi eaemeHTH LINE
CTaIOTh HEAKTUBHUMH (TOOTO B3Ke HE KOAYIOTH 3BOPOTHY TPaHCKPHUIITA3y),
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aAe IIepeMillyIoThbCs, BUKOPHUCTOBYIOYH OiAKH, 1110 KOAYIOTHCS aKTHBHUMH
ereMeHTaMu. Haltuacrilie B reHOMi AIOIMHU 3YCTPIiYaEThCH €AEMEHT THUILY
LINE, korpuii mo3HadaeThbcs K L1 (KiAbKa COTeHb THCSY KOIIii).

IHoai MOOiIABHI €eAeMEeHTH € He HpocTo miagsHKamu “eroictuynoi IHK”,
1110 aBTOHOMHO PO3MHOXKYIOTBCSI B '€HOMi, 8 BUKOHYIOTh [I€BHI KOHKPETHI
Giosoriuni pyHkuii. Hanpukaan, y agpo3ocisu BiACyTHA TeaoMepas3Ha CUC-
TeMma ¥ eaemeHT LINE meBHOTO THUILy BUKOHYy€E (PYHKIIIIO ITOMOBXKEHHS KiH-
IIiB XpPOMOCOM IIiCASl peIlAiKallii: 3BOpOoTHAa TPAaHCKPHUIITA3a BUCTYIIAE SK
TeaoMepasa, MPHK Mo6iaAbHOTO eaemMeHTa — dK TeAOMepasHa MaTpHUYHa
PHK (muB. puc. 9.22). LikaBo, 1o nocainmoBHocTi JJHK rena Teaomepasu
Ta eareMeHTiB LINE xapakTepH3yIOTbCHS BHUCOKOIO I'OMOAOTI€IO: ITIAKOM MOXK-
AVIBO, III0 TEAOMEpa3Ha CUCTeMA ITIOXOOUTH Bix MobiabHUX eaeMeHTiB LINE.

MobiabHi eaemenTH SINE — KopoTKi (100-300 rmap OCHOB) €AEMEHTH IIO-
CAITOBHOCTI, SIKi He KOAYIOTh OiAKiB i MicTaTh Auiie rmpomotop aagd PHK-
noaimepasu III. IIpoilec IXHBOrO mepeMilllEeHHS € TaKUM CaMHM, g9K 300pa-
xkeHo Ha puc. 10.17: eaementu SINE “napasutyrors” Ha cucremi LINE,
BHKOPHUCTOBYIOUHM Ii (pepmenTH. Ha BigmiHy Big ycix iHITMX MOOiABHHX
eaeMeHTIB, eaemeHTH SINE CKOHIIEHTpPOBaHI B miAdHKax reHoMy, 30arade-
HUX Ha reHU. IMOBipHOIO IIpHUUYMHOIO Ii€l 3aKOHOMIipHOCTi € Te, o PHK-
npoaykt SINE mae criopigHeHIiCcTE [0 IIeBHOI npoTeiHKiHa3U, 9Ka rasbMye
npoiec TpaHcaduii. BinmosigHo, 3B'a3yBanHa PHK i3 mporeinkiHazoro
OAOKYy€E OCTaHHIO, III0 IPUBOAUTE 10 3araAbHOIO ITiABUIIEHHS PiBHA 0iAKO-
BOTO CHHTe3y. TakuM YHWHOM, IiABUINEHHS piBHA TpaHcKkpunuii SINE pa-
30M 3 aKTHUBAIli€I0 iHIINUX I'€HiB CTUMYAIOE TPAHCASILIIO.

KOHTPOABHI SAITHTAHHSA

1. 9dJk camMe TOYHHAETHCA TOMOAOTIYHA pPeKoMOiHAMigA? YK 3ailicHIO-
€TBhCS TOYHA pernapallisd JBOAAHIIOTOBUX PO3PHUBIB 32 pPEeKOMOIHAIIHHUM
MeXaHi3MOM?

2. lllo Take rerepoaynaekc? JKy poAb Bifirpae 0iAOK recA mpu romo-
AOTiYHI# pekoMbiHaIii?

3. JaiiTe BU3HAYEeHHH CTPYKTYpH Xoainmed. B akiét popmi BoHa peaai-
3ye€ThCs MiJ Yac roMoAOTriyHoOi pekoMOiHallii? 3a paxyHok 4doro crabiai-
3yeThcs Taka popma?

4. 3a gKUM MeXaHi3MOM BiA0OyBa€ThCsS Mirpaillis TiAKU IIifl 9ac roMo-
AOTiYHOI pekoMOiHaIi?
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S. YK 3aiHCHIOETBCA IMOMIA CTPYKTYPH XOAifes I J4ac TOMOAOTIYHOL
pekombiHarii? 3 gkKoi iMOBipHICTIO BiAOyBaeThCs OOMIH miASHKaMHU
MiXX ABOMAa roMoAOTivHUMU MoaekyaaMu [IHK i Big goro 3aaeskuTh pea-
Ai3allig Takoro ooMiHy?

6. Illo BinOyBa€eThCH 3 TETEPOAYIIAEKCOM ITiCAS 3aBEPIIIEHHS T'OMOAO-
rivHoi pekomOiHarii?

7. Yum Biopi3HAETHCS calT-crerudiyHa peKoMOiHalIlis Bil TOMOAOTIYHOI?

8. IIlo Take He3aKOHHA peKoMOiHAIlig?

9. 9k mobymoBaHi KAacTepu iMyHOTAOOYAIHOBUX TeHIiB? JKi momii mpu
[o03piBaHHI iMyHOTAOOYAIHOBOTO TeHA MOJKHAa BiTHECTH M0 CAWT-CIIEIU-
dignoi pekombinanii?

10. drumm MexaHi3MaMu 3abe3redyeTbcd HeoOMeKeHe 3POCTaHHS POo3-
MaiTTs ITOCAITOBHOCTEH iMyHOTAOOYAIHOBUX I'€HIiB IIPH IXHHOMY JO3PiBaHHI?

11. 9ka pizHUIE MiXK peHAiKaTUBHUM i HepelaikaTHBHUM MeXaHi3Mma-
mu nepemienHs JJHK-Tpancno3oHiB?

12. 9ka pisHUIE MiXK MexaHizMaMmu HepeMinieHHd LTR-peTporiozoHiB
i MoOiAbHHUX eaeMeHTiB Tuny LINE?

13. YumMm pizaarscd mobiabHI eanemernTH THHOIB LINE i SINE?
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Pos3dia 11
METOAU MOAEKY ASIPHOI BIOAOI'TI

... 0J10Xa JIEeWCTBUTEIHLHO ObLIA
Ha BCE HOIM IIOJIKOBaHa Ha Ha-
CTOSIIKE MOAKOBEI, a JIeBia goi1o-
JKWII, 9TO | 3TO elle He BCE yAMBH-
TENBHOE.

H. Jleckos. JIeBma

Kaonysanns, amnaigikartis i ceksenysanns AHK

Kaonysanna AHK

[Tepra ipobaema, KoTpa IIOCTa€E Iepen MOCAITHUKOM, — I1e OTPHUMAaHHH
B MOCTATHI¥ KIiABKOCTI IIpeiMeTa CBOTO MOCAiMKeHHs. EQekTUBHUM MiI-
XOIOM, IO MOO3BOASIE PO3MHOXKHUTH OyAb-gKHUH KOHKPETHHH (QparMeHT
JHK, e Texnika kaoHyBaHH4 11i€i [IHK y 6akTepiaabHUX KAiTHHaAX: dpar-
MEHT, IO LliKaBUTh, BOynoByeThcs v [AHK-gexmop 3 yTBOPEHHAM peKom-
6inanmHoi monekysu JHK, ska BBOAUTHCH y KAITHUHY (Tak 3BaHa MpPaHC-
opmauyis). [Jasi 3aAUIIAETECS 3a4€KATH 3POCTaHHSI 0aKTepiaAbHOI KyAb-
TypH — 6aKTepid BUKOPUCTOBYETHCH SIK CBOEPIAHUI OiopeakTop.

9K BEKTOP YacTO BUKOPHCTOBYIOTH ODaKTepiaAbHi Aa3MiH — ITIOPiBHIHO
HEBEAUKI ITUPKyAsdpHi moaekyau [IHK, 1110 iCHYIOTH ¥ KAITHHiI HE3aA€XKHO
Bim GakTepiaabHOi XpoMocomMu. OCHOBHUMHU BUMOTAMHU OO0 IAA3MIiAH IK
BEKTOpa € HasgBHICTh y i ckaadi opuAXKKWHa pelaikaliii, yHiKaabHOTO
(omHOrO Ha mAa3Migy) caiTa, L0 BIIIBHAETHCS II€BHOIO PECTPUKTA30I0,
i reHa CTIHKOCTI o0 ogHOTO 3 aHTUOIOTHKIB (puc. 11.1).

Pecmpurxmasu — crieltudpidHi 10 HEBEAUKUX E€AEMEHTIB ITOCAIIOBHOCTI
€HIIOHYKA€a3!, 110 3iHCHIOITEL po3pizaHud ob6ox aaHiroriB JJHK. Hazsu
pecTpuKTas (iCHye KiaAbKa COTE€Hb TaKuxX (pepMeHTIiB) yTBOPIOIOTH 3a Ta-
KUM [OPUHIIUIIOM: IIepIlla BEAWKa AiTepa IIo3Hadae piJ MiKpoopraHismy,
OBI MaA€HBKI — BU/, PUMCBHKI MUMPPHU Ta iHOAI BEAUKI AITEpH — HOPSIIKO-
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BUII HOMEP PECTPHUKTA3U CepeJl IHIIUX PECTPUKTA3 AaHoil bakrepii. Hampu-
Kaan, EcoRI — pecrpukrasa Rl i3 Escherichia coli.

CaliToM pecTpHKIIii, 10 BIi3HAETHCH PECTPUKTA30I0, € HEBEAUKI (YOTH-
pH, IIiCTh, iHOAI Tpoxu OiAbIlle mMap OCHOB) ITAAIHAPOMHI MOCAiZIOBHOCTI
(muB., Hanpuraazn, calT EcoRI Ha puc. 11.2). 3aaekHO BiJ THUILy PECTPHUK-
Ta3H, ABa PO3pi3H, AKi BOHA 3AiHCHIOE, MOXKYTb OYTH PO3TalllOBAHHUMHU TO-
YHO OJWH HAaIIPOTHU OLHOIO Y ABOX AAHIIOrax, III0 IIPUBOIUTH 0 YTBOPEH-
Hd Tak 3BaHuX Tynux (blunt) kiniis. Yacrimme pecTpHKTas3d 3aAHMIIAIOTH
B3a€EMHO KOMIIAEMEHTAapHi 5'-KiHIEBI (a iHoAl 3'-KiHIIEBi) OMHOAAHIIIOTOBI
BHUPOCTH (gK Ha puc. 11.2) — aunki (sticky) kinmi.

Ca#r
peCcTpHKII1 ORI
N

amp*

Puc. 11.1. Cxema oprasizallii maa3milHOro BeKTopa
(Ori — opumzkuH penaikailii, amp* — reH CTiHKOCTI 40 aMIIiIHAIHY)

5 GAATTC IIaasmina
CTTAAG
EcoRI .
pecTpuKLisa
G AATTC
CTTAA G
] v fpapment
AATTC G
G CTTAA
Airasa PekombOiHaHTHA
naasmina
GAATTC GAATTC
CTTAAG CTTAAG

Puc. 11.2. BurotoBaenHsa pekoMmbinauTHoi JJHK
Ha OCHOBI IIAa3MiTHOTO BEKTOpPa
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I3 meToI0 cmeopenns pexombinanmuoi HK O4UIIeHY IIAa3Miay, dKa
MICTUTh €AUHUN CaHT IIEBHOI PECTPUKTA3U, OOPOOASIIOTH IIi€I0 PECTPHUK-
Ta30I0 i OTPUMYIOTH AIHIMHUH BEKTOP 3 AWIIKMMHU KiHIEMHU (puc. 11.2).
Haai gomarots pparmenT JHK, axkuii 6yA0o BUAYyYE€HO 3a OIIOMOTOIO Ti€el
caMoi pecTpHKTa3Hu. 3a paxXyHOK KOMIIAEMEHTApPHOI B3aeMOii MixXK AHII-
KHMH KiHIIIMH pparMeHTa ¥ BeKTopa yTBOPIOETHCA LIUPKYAIPHUN HEKO-
BaA€HTHHH KoMIAeKC ABOX Moaekya [IHK. 3aBagaKu BHUKOPHCTAHHIO iH-
IIIOT0 KAIOYOBOT'O (pepMeHTy pekoMbOiHaHTHOI TexHoaorii — [AHK-airasum
(ouB. po3mia 9) — MOAIHYKA€OTHAHI AAQHIIOTH 3MINBaioThcsa. HalspydHi-
HIUMH € TIAa3MifTHI BEKTOPH, IKi MICTITh TaK 3BaHUU NONIIHKEp — ITiATH-
Ky 3 IIeBHUM HabOpoM YHIKAABPHHUX PECTPUKTHHX CaAHTiB, III0 HO3BOASE
oigibpaTy oaHy 3 PeCTPUKTAa3, HAWITPUAATHIITY A KOKHOI'O BHUITAKY.

dparmentTun [JAHK i3 TynmumMB KIiHIIIMH TakKoOX MOXKHa BOyayBaTH
Yy BEKTOpP 3a MOOMIOMOTI0IO Aira3u, xoda TaKa peakllid € Ha IOPSI0K MEHIII
epeKTUBHOI0. 3a IOIIOMOTOI0 MEPMIHAIbHOI HYKACOMUOUIMPAHCHEPas3U
(dbepmeHT, gKME 6€3 ydacTi MaTpHUIl ITPHUEAHYE HYKACOTHAU A0 3'-KiHIIHA)
no 3'-kiHiiB dpparmenTa [HK MoxXHa mpuemHaTH, HAITPUKAA, OMHOAQH-
mroroBui poly(dA)-xBict, a 1o 3'-KiHIIB AiHiFFHOrO BeKTOopa — poly(dT). [Ipu
3MIIIyBaHHI MiK KOMIAEMEHTAPHUMHU OMHOAAHITIOTOBUMHU KiHIIIMHU Bif0y-
[eThCS CIIaplOBaHHS, OCTaTO4YHe 3IINBaHHA 3aBepurye [JHK-airasza.

MozkHa TakoXK YTBOPUTHU TYIIL KiHII Ha (pparMeHTax i3 AUIIKHUMU KiHIISIMU.
[as nporo abo 3aiHCHIOIOTE BUOAAEHHS OHOAAHIIOTOBHUX BHPOCTIB 3a [0-
IIOMOroI0 Hykaeasu S1 (Hykaeasa, IO TiIpoAi3ye TiABKHU OJHOAAHIIOTOBY
JHK), abo aunki KiHni 3a0yaoBYIOTb 3a A0IIOMOrolo (pparmeHTa Kaenosa
JHK-tmoaimepasu I E. coli (muB. po3mia 9). YTBopeHHH pparMeHT i3 TyITUMU
KiHIIIMH BOYZOBYIOTH Y BEKTOP 3a IIIOHHO OITHMCAHOI0 IIPOIIEIYPOIO.

Tpancgopmayis OakTepiaAbPHUX KAITHH PEKOMOIHAHTHOIO ITAA3MiZIOIO
3niticHoeThcs 3a3Budadl y po3unHi CaCly, abo IagxoM eaeKTporiopartii
(uepe3 CycCIeH3il0 KAITHUH IPOBOAUTHCSI KOPOTKHUH iIMIIyABC €AEKTPHUYHOTO
cTpyMy). B 060x BHUNIagKax MiABUIIYETHCA TPOHHUKHICTh KAITUHHOI CTIHKU —
i pekoMOiHAHTHA MAa3MiZa IIOTPAIIASE BCEpPeaUHY. 3P03yMiAo, IO AAAEKO
He Bci OakTtepil OTpUMyIOTH HAa3Migy Iipu TpaHcdopwmamii. I TyT crae
B HAro/ii reH CTIiHKOCTi [0 aHTHOIOTHKA: JOCTATHLO OOPOOUTH OaKTepiarb-
HY KyABTYPY LIMUM aHTHOIOTHMKOM, III00 3aAHUIINTH TiABKH TPaHCPOPMOBaHi
KAiTHHH. [Jani BinOyBaeTbcs aBTOHOMHA PEMAiKAallis IMAa3Mifi Ta Po3MHO-
KEHHS CaMHX KAITHH, 110 IPU3BOAUTEL OO0 3HAYHOTO 3POCTaHHS 3araAbHOI
KiapkocTi maasmin (puc. 11.3). KaoHOBaHI maa3mign BUOIASIOTE i3 OakTepi-
aAbHOI KyABTYPH, & O0poOKa iX Ti€0 caMOI0 PecTPUKTAa30l0, 10 Oyaa BH-
KOpUCTaHa IIPU BUTIOTOBAEHHI PeKOMOIHAHTHOI MOAEKYAH, HO3BOASE BHUPI-
3aTH 3 BeKTOpa KaoHOBaHUH dpparmeHT JHK.
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Tpancdopmarlia OakTepili maasmimaMu € THM e(EKTHUBHIIIOK, YUM
MEHIIIOI0 3a po3MipoM € mnaa3mizma. BigmoBimHo, icHye oOMekeHHS
B po3Mipi pparmMeHTiB, IO iX MOXKHA KAOHYBATH OIIMCAHUM ILIASIXOM —
o 10 Tuc. map OoCHOB. AABTEPHATHBHOIO, aA€ I[IAKOM aHAAOTIYHOIO TEXHi-
KOIO, 110 [I03BOASI€ IpAalIlloBaTHU 3 pparMeHTaMu AOBXKHHOI0 ~20 THUC. Hap
OCHOB, € kKaoHyBaHHs [IHK i3 BHKOpHCTaHHS BEKTOPIiB Ha OCHOBi 0ak-
Tepiodpara A (auB. pos3mia S). 3a AOMOMOrOI0 PECTPUKTA3U (PparMeHT
JHK BOymoByeTbcs y paroBy JHK, momairoThcsa moOpoxkHi paroBi 060A0H-
KU, i 30iHICHIOEThCH 30HpaHHs (paroBUX YaCTHHOK in vitro. PeKoMbiHaHT-
HUMH OakTepiodaraMu 3apazkaioTh O0aKTepiasbHY KYABTYPY, A€ BimOy-
Ba€ThCH IXHE PO3MHOKEHHS.

BakTepiaAbHa XpoMocoMa

O Tpancdopmanisa
& °
Iaaszmina

AMmninuain.
Penairauia maasmiam,
PO3MHOKEHHS KAITHH

& 00 @ 00

Puc. 11.3. Po3MHOXeHHS peKOMOIHAHTHOI ITAa3Mian
B 6akTepiaAbHUX KAITHHAX

BukopucTOBYyIOYHN BEKTOPH Ha OCHOBI KOCMiO, MOXKHa KAOHYyBaTH (pa-
rmeHTH [JHK mo 40 Tuc. nap ocHoB. KocMmina € maasmiforo, gka KpiM OopH-
[KUHY, CalTIB PECTPHUKILI Ta TeHIiB CTIMKOCTI M0 aHTHOIOTHKIB MIiCTUTH
[Ba coS-CaWTH: AMIIKI KiHIl AiHiHiHOI Moaekyau [IHK 6akrepiocara i. Came
3a paxyHOK COS-CaUTiB AiHiliHa mMoaekyaa paroBoi JJHK mupKyAdpU3yeTh-
ca micag Ii TPOHHUKHEHHS B OaKTepiasbHY KAITHHY. Y AiHIWHY KocMimy
3 TAKMMH AMIIKUMH KiHIEIMU BOymoByeTbca ¢dparment [JHK, axkuit 6axka-
HO KAOHyBaTH. PekoMOiHaHTHa KOCMifa YIIaKOBYETBHCH in vitro y arosi
YaCTUHKHU, IKUMU 00pO0AIIOTE OaKTepiaAbHY KYABTYpPY. Y IIbOMY BUIAQIKY
OakTepiohar BUKOPUCTOBYETBCS SK e(PEKTHUBHHM 3acid TpaHcdopMarlrii:
AlHIFHA KOCMiZla IIPOHUKAE Y KAITHHY, A€ MUPKYAIPHU3YETHCSI 3a PaxXyHOK
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cos-cadTiB i bakTepiaabHOI airasm. [aai mUpKyAsapHa KOCMiga PO3MHOKY-
€ThCH 9K 3BHYalHa maasMifa (ouB. cxemy Ha puc. 11.3).

[asa kaornyBaHHsa ¢dparmeHTiB [ITHK Big 100 THc. map oCHOB BHKOPHC-
TOBYIOTH CIIelliaAbHO CKOHCTpy#oBaHi BekTopu BAC (Bacterial Artificial
Chromosome) i YAC (Yeast Artificial Chromosome). BAC-BekTOpPHU CTBOpE-
HO Ha OCHOBi F-maasminm Oakrepiiti, YAC-BeKTOp daBAdE COOOIO0 IITYYHY
OPiKIZKOBY MiHIXpOMOCOMY, SIKa MICTUTBH LIEHTPOMEPY, TEAOMEPU H TOUKY
Io4yaTKy pemnaikarii. ¥ Takuii BEKTOpP MOXKHa BBECTH YYKOPiAHHH dpar-
meHT [HK posmipom moHan 100 Tuc. map ocHoB. Taka MmiHiXxpomocoMa,
yBeoeHa B OPIXKIKOBY KAITHHY, Oyne peraikyBaTucsd # moBoautu cebe
aHaAAOTIYHO IHIIWM APiZKIZKOBUM XPOMOCOMAaM MIPU MITOTHYHOMY IIOIAi.
BiabIIicTh CyYacHUX BEKTOPHUX CHUCTEM € ITOAIPYHKITIOHAABHHUMHU — IIPH-
JATHUMH He TiAbKU Aad KaoHyBauHA [IHK, a # mag ekcrpecii pekoMbiHaH-
THHUX OiAKIB, IPO II0 HTUMETHCS HUKYIE.

T'eav-eaexmpogopes

[Ticas BUmIA€HHS KAOHOBAHOTO PEKOMOIHAHTHOTO BEKTOpPA Ta Po3pi3aH-
Hs HOro pecTpHUKTa300 IlocTae ItpobaeMa Bimokpemutu ¢pparmeHt IHK
Bim BekTOopa. 3 IIi€l0 METOI0 HaWYaCTillle 3aCTOCOBYIOTH T€Ab-€AEKTPO-
dope3 — HaA3BUYAHHO BaXKAUBUH METOM ¥ MOAEKYASIPHiH OioAorii.

[Mpurnun eaekTpodopesy ayke npoctuit (puc. 11.4). Cymimn pparmeH-
TiB [IHK (a6o PHK) HaHOCATBH y AYHKY IIAQCTHHKH I'€AI0 — CEPENOBHIIA,
c(popMOBaHOI0 ITOAIMEPHOIO CiTKOIO. 3a3BHYal I'eAb BUTOTOBASIOTH Ha OC-
HOBi arapo3u abo moaiakpuaaminy. Yepe3 HbOIO HNPOIYyCKAIOTH €AEKTPHY-
HUNU CTPyM, 3aBOAKH YOMY HETATUBHO 3apPS/KE€Hi MOAEKYAH HYKAETHOBOI
KHCAOTH PYXalOThbCS B €AEKTPUYHOMYy Ioai. IToaiMepHa ciTKa rearo CTBO-
PIOE [AS IIBOTO PYyXy CYTTEBUM OIIip, dKi¥ O0Aa€TbCA TUM A€TrIlle, YUM
MEHIIUM € po3Mip (pparmeHTa. Yepe3 meBHUU 4dac pparMeHTH PO3diAd-
FOTBCSI HA OKPEMi 30HU — CMYTH T€AI0, SIKi MiCTSITh TOMOTE€HHHH Halbip dpar-
MEHTIB OgHOTO po3Mipy. [as Bi3yaaizallii cMyr reab 3ab0apBAIOIOTH (PAYO-
pecrieHTHHM OapBHHUKOM (HaidacTille BHKOPHCTOBYIOTh OPOMHCTHN e€TH-
aif), agui 3B'a3yetbea 3 [JHK. Ilicaga nporo cmyry MozKHa BHUpi3aTH 3 re-
A0, Ta ekcrparyBatu [JHK.

Feab-eaekTpodope3 IINPOKO BUKOPHUCTOBYIOTH TAKOX i 9K aHaAITHY-
HUH 3acib i3 mMeTor0 3'scyBaHHS cKaamy cywmimri. [as Bidyaaizaiii cmyr
(0cob6AMBO AKIIIO PO3MIAIOIOTH HeBeAUKi Kiabkocti /JHK) wacTo 3actoco-
BYIOTBH pagioakTuBHe MideHHs [IHK magxoMm yBeaeHHS pPagioaKTHBHOTO
i3orony 32P y craapm S'-KiHIEBHUX (QocdaTHUX 3aAUINKiIB. Ilicasa eaekT-
podopesy 3ailCHIOETECS asmopadiozpadpisi: Ha TeAb HaKAaJaoThb POTO-
IIAACTHHKY, fKa 3acBidyeThCcd HAIPOTU CMYT YHACALLOK iXHBOI panioak-
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TUBHOCTi. AABTEpPHATHUBOIO aBTopaaiorpadii € eKCIIoOHyBaHHS TeAlo Ha
creniaabHUY (pochopHU eKpaH, IKUH IOTIM CKaHyETHCHI CIIOAYYEHUM
i3 KOMII'IOTEPOM TIPHUAAAOM — gpocghopimiorkepom. KpiMm BHIINOI, FKIITO
HOpiBHIOBATH 3 aBTopaaiorpadi€ro, YyTAWMBOCTI, BUKOPUCTAHHA (oc-
dopimigkepa Mae Ty mepeBary, I0 J03BOAs€E 3i 3HAYHO BUIIOIO TOYHIiC-
TIO OLIIHIOBATHU KiABKIiCTH MaTepiasy B CMy3i.

/\/)\cpparmen'rn JTHK
K, INoaimepHa

ciTKa reas

1V 17

A

+

Puc. 11.4. Po3nirennsa dpparmentiB [JHK 3a po3mipom
IIIASIXOM TeAb-eAeKTpodopesy. [IpaBopyd — okpemi 30HH,
110 MIiCTSTBH PO3MiA€HI (pparMeHTH

Y HadpoctinioMy BapiaHTi — IAd PO3MiA€HHS (PParMeHTIiB JBOAAHIIOTOBOI
JHK 3a po3mipoMm — Haffdacrillle BUKOPHCTOBYIOTEL araposHi reai. Iloaiakpu-
Aaminauit reab ([TAAT) mae 3Ha4yHO Pi3HOMAaHITHIIlIE 3aCTOCYBaHHS. 30KpeMa,
came [TAAT' BUKOPHCTOBYIOTE [IASI PO3MIA€HHS cyMmilned OiakiB. Hatimormyasp-
HIIIIM € BapiaHT eAeKTpodopesy OiAKiB y IPHUCYTHOCTI OOAEITUACYAB(ATY Ha-
TPil0 — 3apsS/PKEHOI0 AeTepreHTa, SKUH po3ropTac MOATIENITHUAHUN AQHITIOT
i BKpUBa€ HOro CBOEPIMHOIO “IIy00r0”. Y pe3yAbTaTi BimOyBaeThbCs PO3IiACHHS
AQHITIOTIB Pi3HOI JOBXKUHU 3a IIPUHITHUIIOM, 110 iAtocTpye puc. 11.4.

Ha pyxAuBiICTHP MaKpOMOAEKYA IIi/l 4ac eAeKTpodope3y BIIAUBAE Ta-
KoxX ixHa ¢dopma. BiamorigHO, 3a momomoroim eaekTpodopely MOXKHA,
30KpeMa, PO3LiANUTH:

o Monekyaun [JHK, mio wmicTgTh HepMaHEHTHI BUTWHH, 3yMOBAEHI
0COOAMBOIO IIOCAILOBHICTIO ITap ocHOB — BuUTrHyTa /[IHK 6iabIrioro
MipOI0 TaABMYETBHCH [TOAIMEPHOIO CITKOIO T'EAIO.
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e [llupkyagapHi Ta aiHiMHI Moaekyan [JHK, a Takox OKpeMi LIUPKY-
ASIpHI TOIIOi30MepH (AUB. po3aia 3), OCKIABKYN BOHU PO3Pi3HSIOTHCS
3a CTYIIE€HEM KOMIIaKTHOCTI.

e Moaekyay BiabHOi [IHK i komnaekc wiei [ITHK i3 6iakom — 3po3ymi-
AO, III0 KOMIIAEKC OiABIII€ TAABMYETBCS CITKOIO TEAIO.

Oco0AuBUM BapiaHTOM eAeKTpodopedy HYKAETHOBHUX KHCAOT € €AEKT-
podopes oxHoaaHIoroBux (gpparmenTiB JAHK y meHaTypyrodux ymMoBax
(migBuIIlEHa TeMIepaTypa, BUCOKA KOHIIEHTpAallid CEYOBHUHH). JKIIO Ta-
KUH TeAb (DoAlaKpHAaMimHUE) ocUTh TOHKUU (~0,4 MM — cexkgeHyrouuil
2eniv), BiH 03BOASIE PO3OIAUTH (PparMeHTH, AOBXKHWHA SKUX Pi3HUTHCHA
Ha OIWH HYKAEOTHI.

Cmeopennsa ma ckpuninz zenomnux 0ibAiomex

Panimnie 6yA0 pPO3TASHYTO NPHHIIUIIM KAOHYyBaHHs (pparmenTa JHK.
Aae 3Bigku Oepetbecsd et pparmeHT? [asg Toro, 1mo6 mpalioBaTH 3 MEB-
Hoo mingHkoro [JHK (Hampukraaz, I€BHHM T'€HOM) CIIOYATKy 3AiHCHIOIOTH
KAOHYBaHHS BEAWKOI KIiABKOCTi pPi3HOMaHITHUX (pParMeHTiB TIe€HOMYy -—
CTBOPIOIOTH 6iOAIOTEKY KAOHIB, cepel SIKHUX yKe IIYKAIOTh ITOTPIOHMH.

CraHmapTHa Ipolleaypa CTBOpPeHHS 0ibAioTekM — MeTon apoboOBHKa
(shotgun) — po3moYMHAETHCA 3 YACTKOBOI (IIPOTATOM OOMEKEHOTO dYacy)
06pobku Bciei reHoMHOI /ITHK meBHOIO pPeCTPUKTA30i0 — TAKUM YHHOM, II100
oTpuMaTHu Habip pidHOMaHITHUX (PPArMeHTIB, Ki IepPeKPHUBAIOTLCH, Cepe-
[HSI OOBXHWHA SKUX CTaHOBUTH ~20 Tuc. mmap ocHoOB (puc. 11.5). ¥Yci Taki
¢dparmMmeHTH BOYZOBYIOTH Y BEKTOPH, i 3AiHCHIOIOTEH TpaHcdopmailiro. Bak-
Tepil BUCiBaroTh Ha TBEpPJAE CEpeNOBHIIE TaK, III0 KOXKHAa KOAOHis II0XO-
OUTH Big omHiel KaiTuHU. OTKe, Habip KOAOHIHM — I1e Habip pi3HOMAaHITHHUX
KAOHIB, KOXKEH 3 SKHUX MIiCTUTBb OJUH i3 (pparMeHTiB reHOMY.

TCenomua JHK PecTpHKTHI caiiTH

IIpoaykTu
JacCTKOBOI : i
Aerpanaii [ |

Puc. 11.5. Metox apoGoBuka
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AHanoriyHO CTBOpPIOIOTE 0ibaioTekm KaoHIB K/HK (kKoMImaemMeHTapHa
JHK-xomig moaekyar MPHK). [ast IbOro cnodaTKy BUOIASIOTE cymMapHy MPHK
i3 KAITMH NE€BHOTO TUILy. BUKOPHCTOBYIOUM 3BOPOTHY TPAHCKPUIITA3y Ta
oairo(dT), aki € komnaeMeHTapHUMH 3'-KiHIleBUM polyA-xBoctam MPHK,
gk npatimepu, Ha ux MPHK cuHTesyroTh KoMImaeMeHTapHi aaHoru JHK.
Bunaasaiots aaniror PHK PHKas3or i moOynoByrots apyruii aauior [JHK 3a
noriomororo pparmenTa Kaenona [JJHK-tioaimepasu 1. [laai orprmaHi MoAeKy-
an K[JHK ninnaroTe KaOHyBaHHIO. Ha BimMiHy Bix reHoMHOi 0ibaioTeku, 6i0-
AloTeka KAOHIB K/ITHK MiCTUTBH TIiABKHM KOAYIOYi ITOCAITOBHOCTI (€K30HM) Ie€HiB
1 TIABKM TaKHUX, KOTPi € aKTUBHHUMH B KAITHHAX JAHOTO THUILY.

[ToTpiOHY HYKAEOTHUIHY ITOCAIIOBHICTL cepesn 0ibAIOTEKM KAOHIB MOXKHA
3HaWTH 3a gomnomoror ribpuauzartii kaoHoBauoi [JHK i3 pamioakTHBHO-
mivenuMm [JHK-30u10M (prc. 11.6). Koaonii bakrepiit y gamti [letTpi nepe-
HOCSITH Ha HITPOILIEAIOAO3HUH (DIABTP — POOASTE CBOEPIAHY permAiKy. 3mitic-
HIOETBCS Al3UC KAITHH, AerrporeiHizallia Ta geHarypaitlia JHK y Ay>kHOMY
po3uuHi. [Ticaa BucymryBauHs diabTpa ogHoAaHIoroBa [JHK HeoGopoTHO
dircyeTbcss Ha HbOMY. PIABTP 00p0oOATIOTH pamioakTUBHO-MideHOIO [IHK
IIEeBHOI IIOCAIMIOBHOCTI — 30HAOM. JKINO 30HA € KoMmIiaemeHTapHuM J[JHK
KAOHY, BimOyBaeTbcd ribpuamsallia — peHartyparia aBoasaHioroBoi /JHK.
[leTekTyBaHHA LBOTO (PAKTy 3a OOIOMOTOI0 aBTopaziorpadii mo3Boase
ineHTUDIKyBaTH PO3IIYKYBaHUH KAOH.

IlepeHeceHHs1
KOAOHIH Ha
HiTPOILIEATOAO3ZHHH

(piAL'rp
o O o O
— o O —_— - D) OO

lﬂenpo're'iniaanis:,

OOpoOka 30HAOM

neHarypauia JHK

Puc. 11.6. l'i6puausaria kaonoBanoi [THK
i3 pagioaKTHBHUM 30HIOM Ha HITPOIIEAIOAO3HOMY (hiabTPi
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3po3yMin0, IO OIMMCAHUU CKPUHIHT 0iOAIOTEKM KAOHIB 3aA€XKUTH Bil
HagBHOCTi 30HAa. OgHA 3 MOXKAMBOCTEH INPUTOTYBATH 30H 0a3yeThcs HA
BiZIJOMOCTSIX IIPO aMiHOKHUCAOTHY ITOCAIZIOBHICTE 0iAKa TOTO I'eHa, KAOH SKOI'0
noTpibHO BimmykaTu (abo Giaka-romoaora iHIIOTO opraHizMy). XiMigHUH
CHHTE3 KOPOTKOTI'O OAIrOHYyKA€OTHAY (~20 HYKA€OTHAIB) i3 IIOCAILOBHICTIO,
10 BiAIIOBizae pparMeHTy aMiHOKHCAOTHOI ITOCAIZOBHOCTI Oiaka ¥ TOMy
Mae OyTu KoMmaeMeHTapHOIo miagHili [JHK KAOHY, MO3BOASE OTPHUMATHU
30HA. IlicAd BHECEHHH pagiOaKTUBHOLI MITKHU TAKUH OAITOHYKAEOTHI MOXK-
Ha BUKOPHCTATHU [Ad Tridbpuamsarii. [Ipore, 3Bazkarodu Ha BUPOIKEHICTh
TeHEeTUYHOro Konay, 0askaHo CHHTe3yBaTH Habip IocAimoBHOCTEH, SKi Bia-
IIOBiZAIOTH YCIM MOXKAWBHUM KOMOIHAIIIIM KOIOHIB JASI JaHOI MIASTHKU ITOCAI-
JOBHOCTI aMiHOKHCAOT. CyMilll TaKWX aAbTEPHATHBHUX OAITOHYKACOTHIIB,
ONIVH i3 IKHUX € HalleBHO KOMIIAEMEHTapPHHUM, i BUKOPHUCTOBYIOTH IK 30H/I.

3amicTh cuHTE3y HaboOpy OAITOHYKAEOTHUAIB MOXKHA OOIMTHCA CHUHTE-
30M AHIIIEe OLHOTO 30HAa, BUKOpUCTOBYyIouU 6a3y nanux EST (Expressed
Sequence Tag). baza € 3araaAbHOJOCTYITHOIO KOAEKIIi€EI0 BEAUKOI KiABKO-
cTi kopoTkux (200-400 nap ocHoB) pparMeHTiB nocaimoBHocTed KIHK
Oaratbox opraxizmiB. [Ilo6 mnpuroryBaTH 30HI, OCTATHLO 3HAUTHU
B EST-0a3i KOpoTKy OiAFHKY, SKa BiAroBigae pparMeHTy ITOCAIJOBHOCTI
0iAKa, i cCHHTe3yBaTH ii.

Ilorimepasna Aanyrozoea peaxyis

AAbTEpHATUBHUM i JOZATKOBHM [0 KAOHYBaHHS METOAOM 30iABIIIEHHS
KiabkocTi 6azkaHoro ¢pparmenta [AHK — ammaicikariii — € moaimepasHa aas-
mroroBa peaxkitis ([IAP, abo PCR - Polymerase Chain Reaction). I[IpakTiano
[TAP — ne peaxuia cunredy [JHK in vitro, aka 1oBTOpIOeThECH HGaraTo pasiB:
CHHTE30BaHi AQHITIOTU CTAIOTh MATPULIIMH [ASI CUHTE3Y B HACTYITHOMY IIHMKAL
peaxtuii. [ag 3aiticnenHs [TAP Tpeba 3HaTH nprHaMMHI KOPOTKi ITOCAIIOBHO-
cti IHK Ha KiHIIgx TOro oparMmeHTa, KOTpui Mae 6yTH aMmmaichikoBaHHH.

Peakmnitina cyMilll MiCTUTB CAifOBi KiabKicTh BuxigHoi JAHK, Hanaui-
KOBiI KIiABKOCTI ABOX CHHTETHYHUX IIpaiMepiB M0 KiHOIB (parMeHTa,
HyRAeo3unaTpugocdaru goruprox TUIB i JHK-moaimepasy Taqg tTepmo-
diabHOI 6akTepil Thermus aquaticus. BuKopucTaHHS caMe MoAiMepasu
Taq 3yMOBA€HO THM, III0 BOHA HE BTpadae CBOE€I aKTHUBHOCTI IIPU Harpi-
BaHHI 10 BUCOKUX TEMIIEpaTyp.

Y nepmomy mukai ITAP (puc. 11.7) BinOyBaeTbCss HarpiBaHHS CyMilli 10
95 °C (menarypaiia AHK) i oxoasomxenHss no 60 °C. Ilicasg oXOAOIKEHHS
[0 TaKoi BCe Ille JOCUTHh BHCOKOI TeMmmepatypu aaHioru [JHK He peHaTty-
PYIOTH, ase IpadiMepu (OCKiABKYM BOHM IIPUCYTHI B JOCHUTH BHCOKUX KOH-
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s

OEHTpPAlligX) 3HaXOOATh CBOI KOMIIAEMEHTApPHI MIAYHKHU W 3B'I3yI0OTHCH
3 HuMHU. [loaimepaza Taqg IoOYNHAE IPALFOBATH, TTOI0BKYIOYH 11i IpariMepH.

¥Yci macrynHi mukam TIAP (peaxiis 3mifiCHIOETBCA B aBTOMATHYHOMY pe-
KUMi Ha OPHUAALl, 10 HA3UBAETBCS aMIIAipiKaTOpoM) IIoAdTaloTh y Harpi-
BaHHI cyminr go 95 °C, gke 3MiHIOeTbCH o0XoaokeHHsSM 10 60 °C. Ilicas
JAPYyTOro IUKAY OyAyTh 3HOB CHHTE30BaHi MBI Taki caMi MOAEKYAH, AK ITiCAS
MIEPIIOTO, a TAaKOXK ABi MOAEKYAH, KOTPi 300pazkeHo Ha puc. 11.7. ITicas Tpe-
TBOT'O LIMKAY — ABI TaKi caMmi MOAEKYAH, IO H IIiCAS APYTOro, a TaKOoXK ABi MO-
AEKYAU, MOBXKHMHA SIKUX YiTKO oOMezKeHa aABoMa mpaiimepamu (puc. 11.7). Jaai
KiABKICTh TaKHX KOPOTKHUX MaTpullb Oyze 3pocrtaTty, i micag 30-ro IIMKAY iX
Oyze B MiABHOH pasiB OiAbIlle, HiXK BUXIIHUX JOBTUX MATPHIIb.

—__IIpalimepn

AOHK -

HarpiBanHsa
mo 95°C,
OXOAOAIKEHHS
oo 60°C 4 mHKA

1 mura

Cuure3 JHK
npu 60°C 3 nuxa

2 DHUKA

[—

Puc. 11.7. [Toaimepa3Ha AaHITIOTrOBA PEAKILif.
Jesaki MaTpHIli, JOBKHWHA SKUX BUXOAUTH 3a MEXKi TiATHKH,
obMeskeHOol 1BOMa IIpafiMepaMH, He II0OKAa3aHO (KiABKICTB TAKHUX MaTPHIIb
nicag 6araThboX IIUKAIB 3aAHUIIIAETHCH AYKE MAAOIO)

Meron [IAP mae Han3BuuaiiHO HIMPOKE 3acCTOoCyBaHHs. BiH BUKoOpuCTO-
BYETBHCH KOKHOTO pa3dy, KOAU € HeOOXi/IHICTh AETEeKTYyBaTH Ta OOCAITUTH He-
BeAuKy KiabpKicTh [ITHK, y ToMy 4HCAl — Y CKAaAi HEOYHIIIEHOTO 0iOAOTIYHOTO
Mmartepiaay. [IAP 3acTOCOBYIOTh TaKOXK y KOMOiHAIll 3 KAOHYBaHHSIM: aMII-
AlpikoBanmit JJHK-TpoayKT MOKHA KAOHYBATH ¥ BUKOPHUCTATH, HATIPUKAAL,
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OAsl eKcIIpecii 6iaka (muB. HUXKYeE); aMmaidikarlia 3a gornomoroio I[IAP crae
B HaAroi aAd 30iABIIIEHHS HEBEAMKOI KiAbKOCTI kKaoHOBaHOI JIHK.

[TIAP 3acTocoByIOTH TakoxXK masa ammnaidpikanii mPHK y Buragagi ii
k/HK-komi# i — mmicaga cuaTedy KAHK na MPHK 3a momomororo 3BOpPOTHOI
TpaHckpunrasu: Bapiant IIAP, mio mo3naudaerbcss gk RT-PCR (Reverse
Transcriptase Polymerase Chain Reaction). A6peBiatypa RT-PCR Buko-
PHCTOBYETBHCH TAKOXK y iHIIoMy 3Ha4deHHi — Real Time Polymerase Chain
Reaction (immie mo3HadenHs: QRT-PCR - Quantitative Real Time
Polymerase Chain Reaction): mporieaypa, B akiti ammnaidgikariia JJHK cy-
IPOBOIXKYETHCA BU3HAYEHHAM Ii KiABKOCTI ITiCASI KOXKHOTO payHIy 3a O0-
IOMOTOI0 (PAYOPECHEHTHUX ODAPBHUKIB.

Cexeenyeannsa AHK

KaroHoBanuii abo amraidgikoBanuii pparment JHK MoxkHa AOCAIANTH
pisHMMHM criocobaMu, ogHAK HaHBUYEPITHilly iH(OpMAallilo ga€e BCTAHOB-
A€HHS HyKACOTHIHOI IIOCAIZIOBHOCTI (sequence) pparMeHTa — CEKBEHYBaHHSI.

Ha puc. 11.8 mokasaHo cxeMy HaHOIABII ITOIIYASPHOTO CHOTOAHI METOLY
Caurepa (Frederick Sanger). o ogHoaanitoroBoi JAHK-marpuni moxa-
€ThCH PANiOAKTUBHO MiYeHHH mpaiiMep, HOBHUH Habip Ae30KCUHYKAEO3H-
arpudocdeartis (ANTP), [JHK-nmoaimepasza Ta HeBeAMKa KIiABKICTh Oude30K-
cuHyKAeo3uaATpUdocdaTy OLHOTO i3 YOTHUPHOX THMIB (Hammpukraan, ddATP).
JAune30KCUHYKAEOTH BiAPi3HAEThCA THUM, HI0 MicTUTh atroM H 3amicTb
OH-rpynu He TiABKU Hpu 2'-, a TakKoXK i npm 3'-aToMi IIE€HTO3H (OUB.
puc. 3.2). BKAIOYEHHS TaKOI'0 HYKAEOTHAY B AAQHIIOT, IO CHHTE3YEThCH,
IIPUBE/IE 10 3YIIMHKU IIOIAABIIIOTO 3POCTAHHS AQHIIOra BHACAIOK BiCyT-
HOCTi 3' OH-rpynu Ha tioro KiHOi (auB. puc. 3.4). Ockiabku ddATP nipucyr-
Hill Yy HEBEAHKIN KiABKOCTI, Taka mofia Oyae BigOyBaTHCS B Pi3HHUX TOYKAX
AQHIIOTa — B yCiX, e aJeHiH po3TallOBaHUM HANPOTH THUMIHY B CKA3ai
Mmatpuni. Ilagxom meHaTypallii DpoayKTiB peakilii orpuMaemo Habip Mmi-
YeHUX OMHOAAHIIOTOBUX (pparMeHTiB BiJ IIpaiiMepa 40 KiHIIEBOIO aJeHiHY.
JloBxkMHa X PparMeHTIiB Yy HYKACOTHAAaX BU3HAYUTE IIOPSAAKOBHI HOMED
a/leHiHy B CKAai AaHITIOTA.

3 MeToI0 BU3HAYEHHH MOBXKHUHU (PPArMEHTIB IIPOBOASTDH I'€Ab-€AEKTPO-
dope3 y AeHaTypyHYUX yMOBax, Ha CYCiOHI AYHKU I€AI0 HAHOCATH TAKOXK
OPOAYKTHU CHUHTE3Yy y IIPUCYTHOCTI iHINNX AMAE30KCHHYKAEOTHUOIB. JK IIO-
KazaHo Ha puc. 11.8, micag eaekTpodopesdy Ta Bidyaaizallii cMyT i3 Takoro
TeAI0 MOXKHA IIPOYUTATH HYKACOTHIHY ITOCAITOBHICTD.
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B immiomy wmeTomdi cekBeHyBaHHA — MeToni Makcama — TiaGepra
(Allan M. Maxam, Walter Gilbert) 3amicTs (pepMeHTATUBHOTO CHHTE3Y
3aCTOCOBYIOTH XiMidHE pO3pi3aHHA AaHIOTa Ha HYKAEOTHUAI II€BHOI'O
Tury. OTpuMaHi (pparMeHTH Pi3HOI JOBXKHHU TaK CAMO PO3IIASIIOTH 3a
JOTIOMOTOI0 €AEKTPOOpE3Y.

npaimep
S

AHK-nmoaimepa3sa +
dATP, dTTP, dCTP, dGTP + A G T C

HeBeAHKa KiAbKicTs AddATP
% — —
_@ f— — _
e
—® HeHaTypauia,
reanp-eAeKTpodopes l
— ) CTAAACGTGA

Puc. 11.8. CekBenyBanndg [JHK 3a Caurepom: cxema cuHTedy [JHK y mpucyrHOCTI
nune30kcUATP (aiBopyd). [Iagxom aHAAOTIYHOI IPOLIEAYPH AAS iHIITHUX TPHOX
[IUIE30KCUHYKACOTUIIB OTPUMYEMO HAbip OJHOAAHIIOTOBUX (PPATMEHTIB,

110 aHAaAiI3yIOThCH 3a IOIIOMOI'OI0 TeAb-€AEKTPO(OPE3y B AEHATYPYIOYHUX YMOBAaX
(rpaBOpyY) — PO3IOMIA CMYT TO3BOASIE IIPOYHTATH IIOCAIIOBHICTE (IpaBOpPyd YHHU3Y)

Meton CaHrepa BUKOPHUCTOBYETHCS CHOTOAHI aBTOMATHYHUMM CEKBe-
HaTopaMy, B SKHX 3aMiCTh PaioaKTHBHO-Mid€HHX 3aCTOCOBYIOTBHCH (PAY-
OpecClIeHTHO-MideHi mpaiimepu. [ad KOKHOI 3 YOTHUPBOX peakiiii OepyThb
YOTUPHU Pi3HI (PAYOPECIIEHTHI MITKH, KOTPi BHUIIPOMiHIOIOTH CBITAO B Pi3-
HUX CIIEKTpPaAbHUX [Aiarna3oHax. [IpoAyKTH BCiX YOTHPLOX peakliiii HaHO-
CSATH Ha TeAb Ias easeKTpodopesy pazoMmM. CKaHyBaHHS I€AIO MICAT €AEKT-
podopesy AazepHHUM IIPOMEHEM, IO 30yIKye (DAYOPECIIEHINI0, TO3BOASIE
OUCKPHUMIHYBATH MPOAYKTU PiI3HUX peaxiliii, ToO6To pi3HI KiHIEBI HyKA€O-
THAHU, 1, TAKUM YMHOM, HETafHO HPOYUTATH IIOCAITOBHICTS.

3nificHeHHS CEeKBEHyBaHHS KOXHOIO i3 (oparMeHTiB, sKi MiCTITbCH
B I'eHOMHIi# 6i0AioTelli KAOHIB, i MOPiBHAHHSA MOCAIZOBHOCTEH pparMeH-
TiB, 110 HmepeKpUuBarOThECA (puc. 11.5), m03BOASE PO3MICTUTH KAOHOBAaHI
dparMeHTH B NOPSAKY IXHBOI AOKaaizamii B reHomi, To6TO BCTaHOBUTHU
IIOBHY IIOCAIJOBHICTb '€HOMY.
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[HIIIM cy9acHHUH Miaxia y CeKBEHyBaHHI TEHOMIB (TaK 3BaHE NipoceKgeHYy-
8aHHSY), AKHUH peanidyeTbCd Ha aBTOMATH30BaHHX CEKBEHATOPAaX, HO3BOALE
BHU3HAYUTH [IOCAIOBHICTH 3HAYHO WIBHAIIE, A€IIeBIlle i IIPH IILOMY HE
notpebye amui kaonyBaHHsa [IHK, ani eaekTpocdopesdy. OmHOAAQHIIOTOBi
dparmeHTH, OTPUMAaHI 3 HEBEAMKOI KiabkocTi reHoMHoi JJHK, mpuniuBarmoTs
5'-KiHIIAMH 00 MIKPOKYABOK (OAMH (PparMeHT Ha KYAbKY) Ta aMIIAiiKyoThb
3a goriomororo [TAP. KoxXKHy KyABKY i3 IPUIIIMTUMH 00 Hel aMAipiKOBAaHUMH
IIEHTHYHUMHU (PparMeHTaMU PO3MIIIYIOTh ¥ MIKPOPeaKTopi, e 3MiACHIOETE-
ca [THK-moaimepasHa peaxkitisa. Hykaeosuarpudochatu 1mogaroTecad B peak-
IifHy CyMiIll iMIIyABCHO OOMH 3a OJHUM. SIKIII0 HYKA€OTH IIEBHOIO THILY
BUSIBAIETBCS KOMIIAEMEHTAPHUM MaTPHIll Ta BKAIOYAETHCHA Y 3POCTAIOYMM
AQHITIOT, mipodocdar, I0 IIPU IIOMY 3BIABHSETHCH, 3aAYYAETHCH 10 HU3KH
XIMIYHUX peakilifi, [e OCTaHHSI peakllid CYIIPOBOXKYETHCS BHUIIPOMiHIOBAH-
HSIM CBiTAa (XeMiaroMmiHecleHIIis1). CBiTAOBUY curHaa (PIKCyeTBCH OIITHYIHOIO
CHCTEMOIO, 1 IIOCAIIOBHICTh TAKUX CUTHAAIB YHUTAETHECS 9K HYKAECOTHIHA IIO-
caimoBHICTE. Peakilia 3milicHIoeTbCcsa mmapaseabHO y 200 TuC. MiKpopeaKTopiB
(mast 200 THC. hparMeHTIB, SKi IIEPEKPUBAIOTHCS), 110 JO3BOASIE BCTAHOBUTH
nocAimoBHicTE mpuban3Ho 200 MAH Hap OCHOB 3a 4,5 TOAUHH.

OcranHiM yacoM 3'sBHAAcCd HOBa IEPCIEKTUBa cekBeHyBaHHsa J[IHK
y Ipolleci MIPOTATYBaHHS MOAEKYAM dYepe3 HaHomopy. [Iopa miamerpom
~1 HM yTBOPIOETBECS y KpPeEMHi€Biii meMbOpani, i omHoaaHoroBa JHK mo-
CUTH IIOBIABHO HPOXOAUTH Kpi3b IO IIOPY i MOi€I0 €AeKTPHUYHOTO IIOAd.
BusaBuaocs, II0 XapaKTEPUCTUKHU EAEKTPHUYHOIO CTPyMy depe3 MeMOpaHy
3aA€kaTh Bifl TOTO, SKUH HYKA€OTH[ 3HAXOAUTHCH B IIOPi B JaHHUH MOMEHT.
€ crnoaiBaHH4, II0 3 PO3BHUTKOM ILBOTO METOAY 3'IBUTBCHA MOZKAHBICTH
IIBUIKOTO Ta JAEHIEBOr0 CEKBEHYBAHHS I'eHOMY O/IHi€l KOHKPETHOI AIOIMHH.

bioingopmamuxa

Beanka KiABKICTH IIOCAIIOBHOCTEH (y TOMY YHCAI IIOBHHX IIOCAIZOBHOC-
Tel IeHOMIB), fKi BXK€ BCTAHOBACHI Ta NPOAOBXKYIOTh HAKOIINYyBaTHCh,
CTBOPIOE IIpobaeMy IXHBOTO 30epesKeHHsI Ta aHaaily. 3po3yMmiao, L0 Take
OUTAHHS, dKE€ IIOCTAa€ BIKE IMIPU IIOPIBHSIHHI IIOCAIJOBHOCTEH OKPEMHX
KAOHOBaHUX (PparMeHTiB 3 METOIO 3'siCyBaHHS HYKACOTHIHOI ITOCAiTOBHO-
CTi reHOMy, MOXKe OyTH BUpIIlIEHUM AHIIIE 3a JOIIOMOTOI0 KOMII'IOTEPIB.
BioindgopmaTuka — raay3p, IoB'd3aHa 3 PO3B'd3aHHAM IOOIOHUX IPOOAEM,
€ ChOTO/IHI HEBiZI'€MHOIO CKAQOBOIO YaCTHUHOIO MOAEKYASIPHOi 6ioAoTii.

Haii6iab1mi 3araabHONOCTYITHI Yepe3 [HTepHeT 0a3y JaHMUX HYyKA€OTHIHUX
i aMiHOKHCAOTHHX IIOCAITOBHOCTEH CTBOpPEHO B €BpomeHchKid Aabopartopil
Moanekyagaproi Bioaorii (EMBL Sequence Data Base) i Hamtionaaraux Iacru-
TyTax 3nopoB'a CHIA (GenBank). Ha BiamoBinHuX mopTasax po3MillleHO
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TAKOK ITPOrpaMHi 3acoOH MOPIBHSIHHS IIOCAIJOBHOCTEH, IMOIIYKY IIPOMOTO-
piB, CTAPTOBHUX TOYOK TPAHCKPHIILIi, iHTPOHIB Ta €K30HIB, BU3HAYEHHs 0ia-
KOBHUX ITIOCAITOBHOCTEH i3 MOCAITOBHOCTEH HyKAeoTHUAiB Tomio. Cepen 6a3 na-
HUX on-line CAiz 3rafgaTv TakoxK 0a3u JaHUX MPOCTOPOBUX CTPYKTYP OiAKiB
(Protein Data Bank) i nyraeinoBux kucaot (Nucleic Acid Database).

Ha ocnoBi 6ioiH(bopMaTHYHOTO aHaaily MOXKHa BCTAHOBUTH, HaIpH-
KAaz, PyHKIIIOHaABHE 3HAa4Y€HHS HEBIZIOMOTrO HIOHHO KAOHOBAHOIO I'eHa 3a
HOro TOMOAOTI€I0 3 BiJOMHM TI'€HOM iHIIIOIO OpraHiaMy, CTPYKTYpy TeHa
(3HafiTH IPOMOTOP, €K30HU, TOYKHU TepPMiHAallil TpaHCKPHIILLii), CTPYKTypPHO-
dyHKIliOHAABHI 0COOAMBOCTI HOBHUX OiAKiB, (PYHKIIIOHAABbHi 3B'I3KM MiXK
pisHNMH GianKaMu Ta reHamu, PiAOT€HETHYHi CTOCYHKHU MiXK PI3HHUMHU TaK-
coHaMHu. 3aBASIKH PO3BHUTKY 0ioiH(POpMATHKH iCHyE MOXKAUBICTB (Y HAOIIOB-
HEHHS [0 PEe3yABbTATIB, 10 OTPUMYIOTH N Vivo Ta in vitro) po3B'a3yBaTH pi-
3HOMAaHITHI TPoOAEMH IIPOCTO 32 JOIIOMOTOIO0 KOMII'toTepa — in silico.

Excripeciss peKOMOiHaHTHUX 0iAKiB

OckiabKU mepeBakHa OiABIIICTE OiAKIB CHHTE3YETHCS KAITHHOIO B He-
BEAUKHX KiABKOCTSIX, IIPOCTE BUIIACHHS IUX OiAKIB i3 MEeTOIO0 IXHBOTO HO-
CAII’KEHHS € IIPaKTUYHO HEMOXKAUBUM. TexHoaoril pekombinanTuux JJHK
BHUPILIYIOTH Ile IMUTaHHA. ['eH, 10 Koaye maHui 0iAOK, MOXKHA KAOHYyBa-
TH, BOyAyBaTH (HaIlpUKAamd, y OakTepiasbHYy MIaa3Miny) i aMycutu 6axre-
piaAbHY KyABTYPY IIPOAYKYyBaTH Iied 6iaok. BumineHHa Ta oqullleHHS Oia-
Ka 3 KyAbTYpH O0iOXIiMiYHMMHM MeTOoJdaMH BiKe HEe € IIPUHIIUIIOBOIO IIPO-
6AeMOI0, 3BayKal04YHd Ha HOro BEAHKY KiABKICTb.

OmHy 3 Hadmpoctimux cxeMm ekcmpecii 6iaka B E. coli 300pakeHo Ha
puc. 11.9. 3pos3ymiso, IO €yKApiOTUYHUUN T'eH He Ma€ CEHCYy BBOAUTU
B IIPOKAPIOTUYHY KAITHHY — IPOKapiOTH HE MAalOTh CUCTEMHU CIAAHCHHTY.
Tomy 6epyTh AHIlIE KOAYIOUY YACTHHY I'eHa, IKy MOXKHAa OTpuUMaTH 3 06i0ai-
otekHu KAaoHIB K/IHK. BHROPHUCTOBYIOYH NPUOATHY PECTPUKTA3Y Ta Airaasy,
noTpibHy KAHK BOyZOBYIOTH y IAA3MiAy HOPLL i3 IIPOMOTOPOM — HaIIPH-
KAQJl, AAKTO3HOTO OIIePOHAa (OUB. po3mdia S5). 3aifiCHIOIOTH TpaHcdOopMallito
pekoMOiHaHTHOI Maa3Migu B OakTepiasbHi KAITHHH, 00 OaKTepiasbHOL
KYABTYPU OOMAIOTh CHHTETHYHUH iHaykTop lac-onmepona IPTG. IIpomoTop
aKTUBYETHCH, i 3MIHCHIOETBCS TPAHCKPUIILLS T'eHa Ta TPAHCAAILLS Oiaka.

Biapmr edexkTHUBHA ABOCTaAifHA CHCTeMa eKcHpecii BUKOPHUCTOBYE
npomotop PHK-moaimepasu Oakrepiodara T7. Y GakrepiaabHOMY TeHOMi
Hi TaKUX II0AIMepas, Hi BiANOBIIHUX IIPOMOTOPIB HEMAE. Y KAITUHY BBOASTH-
cd [ABa MAa3MigHi BEKTOPH: OOUH MicTUTh lac-ipoMmoTtop i reH PHK-moai-
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Mmepasu T7, iHIui — CUABHHE HpoMOTOpP IoaiMepasu T7 paszoM i3 reHoM
Oiaka, mo Mae Oytu ekcrnpecoBauuii. IPTG iHayKye eKkcrpecito roaimepaswy,
dKa 3B'SI3yETHCS TIABKM 3 IIPOMOTOPOM y CKA@i ApPyroi maasMifgu (iHIIIMX
OPOMOTOPIB HeMae) i 3abe3reuye CHHTE3 BEAUKOI KiABKOCTI DirKa.

BibaioTeka xaouiB K/ITHK
lac npomoTop /
S )
MPHK g0k
Iaasmiguuit —;\ —>
BEKTOp O @

}

+ IPTG

Tpanchopmaunisa

| O

Puc. 11.9. Excnpecia 6iaka B 6akTepiasbHil KAiTHHI.
lac-ITpoMOTOp — IPOMOTOP AAKTO3HOTO OIIEPOHA,
IPTG — cUHTETUYHUH iHAYKTOpP OIepoHa

BuBueHHd CTPYKTypH ¥ ocobamBocTed (PyHKIIIOHYyBaHHA OaraTboX 0Oia-
KiB 6yAa0 O MpoCTO HEMOXKAUBUM 0Oe3 Takoi mTy4yHoi ekcrpecii. Kpim Toro,
BHUKOpucTaHHa pekoMmOiHanTHUX [IHK maa excrpecii 6iakiB BigkpuBae
IPUHITUIIOBO HOBiI MOXKAMBOCTI: mocaimoBHicTh JJHK MoXkHa IpaKTUYHO 9K
3aBroIHO 3MIiHUTH ¥ oTpuUMAaTH MyTaHTHY ¢opMmy 6iaka. 1o 6iaAKoBOro
reHa MOXKHAa MPHUIINTU T'eH iHmIoro 6iaka, gSkuil Oyne BUKOHYBATH POAb
MiTkH. YacTHUHY reHa, 110 BiAnoBigae yacTHHI 6iaKa (CKaxKiMo, CTPYKTYyp-
HOMY OOMEHyY) MOXKHA BHAYYUTH, ¥ OTPHUMATH pPeAyKOBaHUIl 0iAOK 4H
OKpPEMHH [OOMEH A CTPYKTYPHHUX MOOCAIIKEHb. Bynb-aKUH HYKA€OTUL
MOXKHa 3aMiHUTH Ha iHIIHUH MeToaaMH CIIPIMOBAHOTO MyTareHesy, 3aBs-
KH 4YOMYy OTPHUMAaTH 0iAOK 3 aMiHOKHCAOTHOIO 3aMiHoio. Taxki miaxomu ma-
IOTH BEAVWKE 3HA4YE€HHS A9 BUBYEHHSI MEXaHi3MiB aKTUBHOCTI (pepMeHTIB,

crielripivHOro BIIiI3HAHHSA 0iAKaMH iHIIIMX MOAEKYA TOIIIO.
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OpmHy 3 MOXKAMBOCTeH 3aMiHUTH HYKA€OTHN 3a mporomoroio [IAP iaroct-
pye puc. 11.10. 9k matpunsa nasa amnaicdikailii BHUKOPHUCTOBYETBCS I1AA3-
MiZa, KOTpa MiCTUTBH ITIOCAIJOBHICTb-MillleHb. Peakiliss TpoBOAUTHECH Y ABOX
BapiaHTax — i3 pisHUMH Habopamu IpadimepiB. OAUH i3 ABOX IIpaiiMepiB
Yy KOKHOMY Ha0Opi MICTUTH 3aMiHEHHH HYKAEOTH[, K II0OKA3aHO Ha PUCY-
HKy. Pesyarrarom ammaidikarnii € aimitini moaekyam [AHK i3 3amineHOIO
HYKA€OTHAHOI0 maporo. O0'emHaHHS NPOAYKTIB amraidikarii, geHatypa-
I1ig i ITOTiM peHaTypallis IPUBOAATE 40 TOrO, III0 ITIOAOBHHA MOAEKYA OOMi-
HIOETBHCS AQHIIOTaMM: OCKIABKH JBOAAHIIIOTOBUN PO3PUB Mae€ pPi3HE II0OAO-
JKeHHd y TPOoAyKTax aMIiAipikallii, yTBOPIOIOTHECH ABi IIUPKYAIPHI MOAEKY-
AY 3 OIHOAQHIIIOTOBUMH po3puBaMu. [licag Tpancdopmarii B 6akTepiasb-
Hy KAITHMHY AiHIMHI MOAEKyAH (Opyra IIOAOBHHaA MaTepiasy) pyHHYIOTBCH
OakTepiaAbHUMH HyKA€a3aMH, a OJHOAAHITIOTOBI PO3PUBHU B IIUPKYASIPHUX
MOAEKYAAX PeNapyloTbCcs. Y pe3yAbTaTi BinOyBaeThCd KAOHYBaHHS IIOCAI-
JOBHOCTI-MillleHi, 9Ka MICTHUTH 3aMiHEHY HYKACOTHUIHY Hapy.

'

—»— IIpaiimepu

AP Bamimenuii ‘ IIAP
nyAe oTHAO

¥

<
=

U

HeHnaTypania —
peHaTypauisa

0y
d

Puc. 11.10. CuopsaMoBaHUu# MyTareHes 3a goromororo ITAP.
ITocaimoBHICTB-MillIeHE 3adhapboBata 6AAKUTHHM KOABOPOM

Beauka KiabKicTb 0iAKiB (y TOMy 4uCAl, (pepMEHTH, 110 BUKOPHUCTO-
BYIOTHCSI B PEKOMOIHAHTHHX TEXHOAOTIIX) BUPOOASIOTHCH IIASIXOM €KC-
npecii B 6akTepiaabHUX KaiTuHax. [lopgan i3 mpokapioTHYHUMHU pPo3po0-

346



Po30in 11. MeTOoAH MOAEKYASIpDHOI Gioaorii

~

ASIIOTBCH 1 BUKOPHUCTOBYIOTHCH TAKOXK CHCTEMH eKcIpecii pekoMOiHaHT-
Hux 0iAKiB B eyKapioTHYHUX KaiTHHaxX. OCOOAMBO BaXKAUBUMHU eyKapio-
THYHI CUCTEMH €KCIIpPEeCii € Iad eyKapioTHIHUX 0iAKiB, KOTPi HE MOXKYTh
OyTH cHHTe30BaHi OaKTepiaabHOIO KAITHHOIO B aKTHUBHIiH dopwmi. Lle, 30k-
peMa, cTocyeThCcd OiAKiIB, AKi HiAAalOThCS CYTTEBUM MOCTTPAHCASILIN-
HUM MoaudikallismM — HalIpuKAa, FaiKommpoTeinin.

MeToau aHaai3y CTPYKTYpPH 11 eKCIIpecii reHiB i reHOMiB

baom-ziopuousayis

Cay3epn-6nomune. [IoTy:KHUM 3aco00M aHaAidy CKAagHUX cyMiled
JHK 111010 HagBHOCTI TaM Crelu(iTHUX eA€MEHTIB II0CAIJOBHOCTI € O6AOT-
ribpuauzalliss Ha HITPOIEAIOAO3HHUX (iabTpax 3a Cayzepuom (Edward
Southern). Ha3zBa npouenypu, 9Ky cxeMaTHIHO 300pazkeHo Ha puc. 11.11,
IOXOOUTH Bifg caoBa blotting (mpomakyBanHs): dpparmernTu [AHK poszmiaro-
IOTBCS 3a [OIIOMOTOIO T€Ab-€AEKTPOdOpe3y (3aAHIIAIOYUCh HEBUANMUMHU
B I'€Ai), IiCAT YOTO Ha I'eAb HAaKAQAIOTh HITPOLIEAIOAO3HUH QiabTp, a Imif
Ta HaJa IIUM “ceHABideM” PO3MIILyIOTh (PIABTPYBAABHHUH IaIlip i 3aHypro-
IOTh HUXKHIH IIap marnepy B AyKHUH pozumH. [lin aiero KamiAgpHUX CHA
PO3YUH MiAHIMAETBCSI A0 BEPXHBOI'O IIApy IIAIlepy, “3aXOIAIOI0YU’ IIPU
npoMy JHK i mepeHocsuu ii 3 rearo Ha HiTpolearoaoly. OmgHoOYacHO IIpU
npoMy [AHK nenatypyerbcss AyroM. Y pesyabTaTi ogHoaaHIorosa [IHK
ONMUHSIETHBCHA Ha (PIABTPI — CepeaoBUIN, TPUAATHOMY A TIOMAABIIOI Ti0-
puausariii, a caM (PiABTP € TOYHOIO PEIlAIKOI0 BHXIMHOI'O rearo. Tak camo
MoxkHa nepeHectu [JHK Ha HITPOIleAIOA03y, 3aCTOCYBaBIIN €AEKTPOdopes3
y IomepeyHOMY HAIIPSIMKY — i3 realo Ha QiabTp. [Jaasi mpoBoasaTh 06pOOKY
diapTpa 30HAOM — OmHOAaHIIOTOBUM (parmerHToM JHK 1meBHOI rocaimos-
HOCTi, IKU# MICTHUTb PadiOaKTHBHY MITKy. 30HI TiOpUAU3yETHCSI 3 KOM-
naemerTapHoio [JHK y meBHUX noci HeBUAUMUX CMyTax, III0 MOXKHAa 3adiK-
CyBaTH 3a A0IIOMOroI aBTopaaiorpadii.

Y Takuii criocib MOKHaA BCTAHOBUTH, HAIIPUKAAL, HASIBHICTH y T€HOMI
OOJATKOBUX KOIIi ITOCAITOBHOCTI, 110 € TOMOAOTIYHHUMU B3KE Bimomili; mpwu-
CYTHICThP Yy HEBHUBUEHOMY I'€HOMIi I'€eHiB, TOMOAOTIYHHX BiOMUM I'eHaM; IIpHU-
CYTHICTH crieniudigyHmx rocainoBHocTet [JHK y mpemnaparax, 110 oTpuMaHi
3 DIAKOBO-HYKAE€THOBUX KOMIIAEKCIB. [IpuKAazioM OHOTO 3 YHCAEHHUX 3a-
crocyBaHb Cay3epH-OAOTHHTY € MeTon ¢punzepnpunmunzy JHK (DNA fin-
gerprinting). Meton 0a3yeTbcs Ha pakTi HAIBHOCTI B €yKaPIiOTHUYHUX T'€HO-
Max MiHicaTeAiTHHUX ITOBTOPIB (OUB. po3ain 4) — HEBEAUKHX €AEMEHTIB
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IIOCAIZTOBHOCTI, III0 TAHAEMHO IIOBTOPIOIOTHCHA B Pi3HUX MICILIIX T'€HOMY KiAb-
Ka paziB. Po3nomia AOKyCiB 3a KiABKICTIO IIOBTOPIB € iHAWBiAyaARHUM — Tak
camo, 9K BiIOMTKH MaAbLiB. 3 MeTOI0 imeHTH@IKaIll 0COOMHM (YU ocobHl —
Y KPUMiHAAICTHII, CyIOBHUX cIIpaBax Toio) reHoMHy JHK 06pobagroTs pec-
TPUKTA30l0, III0 HE Ma€ CBOIX CalTIiB ycepeauHi MOBTOPYy. PparMeHTH PoO3-
MIASTFOTBCH IIAIXOM eAeKTpodopesy, 3MiHCHIOETbCH OAOTHHT i ribpuausariis
3 palioakKTUBHO MI4E€HUM €AeMEHTOM IIOCAIJOBHOCTI MiHicareaiTa. Y pe-
3yAbTaTi Ha aBTOpadiorpaMi IpeacTaBACHO cHelu(iuyHUM oA 0COOMHU Ha-
6ip dparMeHTIB pi3HOI MOBKUHH, TOOTO Pi3HOI KiABKOCTI IIOBTOPIB MiHica-
TeAiTa — CBOEPIAHUI MoAeKyAsapHHUE BinouTok (DNA fingerprint).

PiABTpyBaABHHH
narmip

BaoTHHT F-——— 4|t

> =

TeaAb micas Ayxuuit po3uun

eaekTpocdopesy

OGpobka 30HAOM

] —

ABTOpanmiorpama HiTpoumeAroAo3HHH
diabpTp

Puc. 11.11. Baor-ri6punu3saitia

Ho3zepHn-6nomunz Biopi3HIETHCA BiJ OIMHMCAHOI IIPOLEAYPH OAOTHHTY 3a
CayzepHOM AHIIIE THM, L0 Ha TeAb OAS eAeKTPodope3y HAHOCITH cyMap-
Huit npernapat BuzmiaeHoi MPHK. Tibpuamsariia 3 miveHuM (pparMeHTOM
JHK (amanpuraan, kIHK i3 6i0aAioTeKHM KAOHIB) /103BOASIE BCTAHOBUTHU Ha-
aBHicTk eBHOI MPHK, ToOTO aKTHUBHICTE reHa, ¥ KAITHHAX MEBHOTO THITY,
micag aii akTUBYOYHX / perrpecyrodnx (PakKTOPiB TOIIO, a TAKOXK OLIHUTH
piBeHb i€l akTUBHOCTI (KoHIeHTpallito MPHK) 3a iHTeHCHUBHICTIO 3a0apB-
A€HHS CMyTH Ha aBTopaniorpami. Hazsa metony (nothern) € mpocto xap-
TIBAUBOIO aHAAOTi€I0 3 OyKBaABHHUM 3HadeHHIM pizBuiia CaysepHa.
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BecmepH-6nomun2 — HAa3Ba, 110 IIPOAOBIKY€E II0 aHAAOTIIO — 1€ METOL
repeHeceHHd 0iAKIB 3 realo ITicag eaeKTpodopesdy Ha PiAbTP 3 METOIO aHa-
Ai3y CcKAQDHHUX OiAKOBHX cyMimieii. @iabTp o0poOASIOTH aHTHUTIAAMHU, CIIe-
mu@IiYHUMHU [0 IIEeBHOTO 0iAKa, ITOTIM MiYeHHMH (HAIIpUKAAL, (PAyopec-
IEHTHOI0O MIiTKOIO) aHTHUTiAaMU OO0 IMX aHTUTiA. [IpakTuuHO, 116 €qUHUN
Crioci6 meTeKTyBaTH HasBHICTH MaAol KiABKOCTI KOHKpPeTHOro 6iaka B ToO-
TaAbHOMY 0iAKOBOMY Ipernapari.

Busnauenna cmapmoeux i KiHyeeux mo4ox
ma pieHs axmueHocmi mpanckpunyii

Kiapka ommcaHuX HUKYE IIPHUKAQIB iAIOCTPYIOTH OedKi MiAXOOH, PO3-
pobAeHI oA XapaKTEePUCTUKH TPAHCKPHUIITIB i JOCAIIZKEHHS PiBHA TpaHC-
KPUIIIIIHHOT aKTHBHOCTI.

KapmyeanHns 3a 0onomoz2ot0 Hykneasu S1 103BOASIE He TiAbBKH BHU3HA-
YaTy CTapT i KiHIEBY TOYKY TPAaHCKPHUIILLl I€eBHOTO I'eHa, a ¥ OlLliHIoBaTH
piBEeHBb TPAHCKPUIMILIHHOI aKTHUBHOCTI 1IbOTO IeHa. [Iporec nmoynHaeThbCcs
3 KAOHOBaHOTO (pparMeHTa IeHa, SKHH MICTUTH KiHII€BY TOYKY, IKa Mae€
OyTH BcTaHOBA€HOIO0. HaBKpyr Hei oOupaioTh ABa PECTPUKTHI calTH
onHiel pecTpukTasu, i I1e OOAWH — iHINOI, K MOoKa3aHo Ha puc. 11.12.
[lepmra pecTpukTasa BHUpizae (pparMeHT, 3aAHINAI0OYH OJHOAAHITIOTOBI
BUPOCTHU Ha S'-KiHIEX. BHUKOPHCTOBYIOYH IX K MaTpPHUIO, PparMeHT
KaenoBa [AHK-moaimepasu | nobymoBye 3'-KiHIli, IPHUEAHYIOYU pamio-
aKTHBHO MideHi HYKAEOTHAU — y pe3dyabTaTi 3'-KiHIII 000X AaHIIOTIB
MicTaTh MiTKy. 1106 m036aBUTUCH OMHIET 3 HUX, BUKOPUCTOBYIOTH CalT
OpyTroi pecTpuKTasu, SKUH Bce Ille 3aAHIIaeThcd BcepenuHi. Hapemnrti
MaeMoO MiTKy Ha 3'-KiHIi TiABKM MaTpPHUYHOIO AaHIIora (dKUH i3 AaH-
IOTIiB € MaTpUYHHUM, Tpeba 3HaTu HpH ninbopi pecrpukras abo Bcra-
HOBUTH 3a KIiHIIeEBUM pe3yabTaToM). [leHarypallis nporo ¢parmeHTa
[Ja€ pagioaKTUBHO-Mid€HUH OQHOAAHIIOTOBUH 30HA, OAS SKOI'O € TOY-
HO BigoMuMu MHoro goBXKuHa ¥ AoKaaizanisa B reHi. Ha ocranHiX eTa-
nax IIPOBOALATH TibpuaM3allilo IILOTO 30HAA i3 CyMapHHM IIpernapaTom
raiTuHHOI PHK y po3umHI — KOMIIA€MeHTapHa dYacTHHa BiANoBiAHOI
MPHK yTBoploe i3 30HOOM noABiHiHYy cripaab. [licaa 11poro i BUKOpUC-
TOBYIOTh HyKAeaszy S1, gdKa 3maTHa TigpoAidyBaTH TIABKH OIHOAAHITIO-
TOBY HYKAE€THOBY KHCAOTY. [las AoKaaizamii KiHIIEBOi TOUYKH TpPaHCKPHU-
nuii 3aAuIIaeTbcd BHU3HAYUTH TOUHY MNOBXKHUHY OTPHUMAHOIO MideHOTI'O
¢dparmenra JHK 3a momomororo eaekTpodopesy: I MOBXKHUHA AOPiB-
HIOE Bi[ICTaHi Bi MIiTKM A0 KiHIIEBOi TOYKH. [HTE€HCUBHICTE CMYTHU ITiCAS
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eaekTpodopely gae iHopMallilo IPO TPAHCKPHUIIIAHY aKTUBHICTE Ie-
Ha: YUM BUIIOKI € iHTeHCUBHicTh, TUM Oiabiiie MPHK micTuaoca y mpe-
napati, BUAIA€HOMY i3 KAITHHH.

3akiHYeHHA TPaHCKPHIILiL

* Hind 111 v
| ——

5

HindIIl Xhol Hindlll Xhol

PecTpHKTHIi caliTH .
P OHK-moaAiMmepasa

+ migyeni NT

Xho I * Mitxka

&

@ @
HeHnaTypanis, Xhol

riopuausanis 3
cymapHoro PHK

\\ * S1 EaexTpodopes
- —— -

—
—
Puc. 11.12. S1-KapTyBaHHA TOYKH 3aKiHYE€HHS TPAHCKPHIILII

Tak camo, migibpaBIIH iHIII PECTPUKTA3U Ta 3MIMCHHUBIIH Ha Bimx-
noBimHOMY eTarri MideHHd S5'-KiHIOIB, MOXXHa BU3HAYUTH CTAPTOBY TO-
YKy TPAHCKPHUIILi.

IModoesxcenns npaiimepa (primer extension) — aabTepHATHUBHUH METOX
BH3HA4YEHHS CTAPTOBOI TOYKH. [lAa Horo peaaizariii HeoOXiHO 3HATH Oyab-
IKY HEBEAWKY IOCAILOBHICTH yCepeauHi KOAYIOY0i YaCTUHU I'eHa ¥ CHUHTe-
3yBaTH BIAIIOBIAHUN HpaiiMep, romiTuBmIn toro (puc. 11.13). [Ipatimep
nomaeTbed mo cymapHoi MPHK i ribpuan3yeTbcss 3 HEIO, MiCASI 4OTo 3mific-
HIOETBCS peaknida 3BopoTHOoI TpaHckpumili. CmaTe3 [HK 3BOpOTHOIO
TPAHCKPHUIITA3010 OPUITHHAETHECA Ha S'-KiHmi MPHK, akwuii i Bigmorimae
cTapToBilt Touli. EaekTpodopes y neHaTypyrounuxX yMOBax J03BOASE TOYHO
BCTAQHOBUTH NOBXKUHY (pparMeHTa, TOOTO AOKaAi3yBaTH CTApPTOBY TOYKY
BimHOCHO Michd ribpuan3aitii npaiMepa. 9k i y BUunaaky S1-kapTyBaHHS,
IHTEHCUBHICTb €AeKTPO(OPETHYHOI CMYTH [I03BOASE OIIIHUTHU KiABKICTh
MPHK y npenapari, To6TO piBeHb TPaHCKPHUIIIIIHHOI aKTUBHOCTI.
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Craprt
TPaHCKPHIIII
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HMeHnarypauis,
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Puc. 11.13. MeTon nnogoBxKeHHd IIpaiMmepa
A BU3HAYEHHS CTAPTY TPAHCKPHIIIIT

BusnaueHHst mpaHcKpunuyiiinoi akmuenocmi in vivo. OmnucaHi me-
TOAM BH3HAYaIOTh pPiBeHb IpucyTHocTi MPHK meBHOro THUIly B KAITHHI.
Lleii piBeHBb 3aA€XKUTH HE TIABKHU Bifl PiBHA TPaHCKPHIILINHOI aKTHBHOCTI,
aae 1 Big mBuUAKocTi Aerpananii MPHK. Onun i3 MeToniB, IKUH JO3BOASE
BCTAQHOBHUTH, YU BiOOyBaeThCH TPAHCKPHIIILS B AAHHH MOMEHT, IIOASITAE
B TOMY, III0 KAITHHHI gipa BUOIAGIOTBCS 1 A0 HUX OOAAIOTHCH MideHi HyK-
aeosuaTpudocdatru. HoBi akTH iHimiamii TpaHcKpuili BxKe He BigdyBa-
IOTBCSI B TaKUX BimokpeMmaeHUx grapax, i PHK-rioaimepasa mpocTo mpomoB-
JXKy€ MO0yIOBYBATH TPAHCKPHUIITH, CUHTE3 IKHX PO3IIOYaBCsS /10 BHUIIACHHS.
3po3yMin0, IO TaKi IMOAOBXKEHI TPAHCKPHUIITH BUABASIOTECA MiY€HUMHU.
[Ticas BuminerHa PHK ix Tpeba imeHTH(iKyBaTH, 10 MOXKHAa 3POOUTH
miagxom riopuamusairii 3 /ITHK reHiB, gKi IMiKaBAATH MJOCAITHHUKA.

AHani3 excnpecii zenomy

[IpoaHaaidyBaTH IIOBHY HporpaMy TPaAHCKPHUIIII opraHiamMy UM Kai-
THH IEeBHOIO THUIIY 3a IeBHHUX (pi3ioaoriyHmMX ymMoB abo y mpoIlieci po3-
BUTKY, & TaKOX BUpIllyBaTH iHIII 3aBAaHHS, II0B'sI3aHi 3 BUBYEHHIM
dYHKIIOHYBaHHA I[iAOTO T'€HOMY, NO3BOASIOTH METOAM, HI0 0a3ylThCs
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Ha BuUKopucTaHHI Tak 3BaHuX [JHK-mikpoapeiB (DNA-microarrays) abo
JAHK-4iniB (DNA-microchips).

dparment [JHK moBxuHOO A0 1 THC. map OCHOB, MAd SIKOTO BiioMoO
Horo posTallyBaHHS B IeHOMi, aMIAiiKyeTbCcs, i OMHOAAHIIIOTOBI IIPO-
OyKTH aMIaidikaiii npuInuBaoThe 10 HEBEAUKOI 30HH Ha ITOBEPXHI Ipea-
METHOI'0 cKaa Mikpockora. Ckao po3Mmipom 2 x 2 cMm — [JJHK-mikpoape#t —
IIOKPUTO CIiTKOI ~6 THC. TaKHUX MIKPOIIAIM, KOXHa 3 SKHUX MiCTHUTHb
JAHK neBHoi reHoMHOi miasHKu. Ha noBepxui JJHK-4iniB cuHTE3yIOTHCA
KOpPOTKi (o 20 HyKA€OTHIIB) OAITOHYKAECOTHAU: KiAbBKa OAITOHYKAEOTH-
OiB, dIKi HDOXOOATH i3 O4Hi€l AiASHKH T'€HOMY, CHHTE3YIOTBCS IIOPSX.
Tagkum yrHOM, HeBeAHKa 30Ha Mmictuth JAHK, KomMmmaeMeHTapHY iHOAUBI-
OyaAbHIM TeHOMHIHN MiASHIT.

OmHy 3 THIIOBHX CXEM BHKOPHCTAHHS MiKpoapes 300pazkeHO Ha
puc. 11.14. Cymapaa MPHK, oTpuMaHa 3 KAITHH IIEBHOTO THUILY, BUKO-
PUCTOBYETBHCS SIK MaTpHIlsd B peaknii 3BoporHoi TpaHckpumitii. [Topsan
3i 3BHYAWHHUMH, 00 peakllifiHol cymimi nomaeTbcsa (PAyOpPeCIEeHTHHH
aHaaor ogHoro 3 NTP.

Cymapna mPHK

3BOpOTHA TpaHCKpHIITa3a +
1 %}r%opecuen'rnnﬁ aHaaor

xIHK

1 JOHK-migkpoapeit

Puc. 11.14. Agaxni3 cymapsHoi MPHK
3a ponoMmoroo JHK-mikpoapes
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Y pesyabTaTi OTPUMYIOTH mpernapat dayopecueHTHo MmideHoi K/IHK.
[Ticag ri6bpuamnsartii 3 wiero k/IHK mikpoapeil aHaAi3ylOTh 3a JOIIOMOTOIO
¢pAyOpPECIIEHTHOTO MIKPOCKOIIA: HASABHICTH (PAYOPECHEHTHOI MASIMHU CBix-
YUTH IIPO aKTHUBHICTH NEBHOrO IeHa, IHTEHCHBHICTH (PAyOpEecIIeHITil —
PO piBeHB Ii€l aKTUBHOCTI.

ExcrnepuMeHTH TaKOro THILy HO3BOASIIOTH 3'dCyBaTH 3MiHH 3araabHOIL
IIporpamMu eKcIpecii reHiB IIpH 3MiHax 30BHIIIHIX yMOB, aKTHUBHICTh pi3-
HUX I'eHiB y Pi3HUX TKaHHHaX 0araTOKAITMHHOIO OpraHidMy, 3MiHH ak-
THUBHOCTi TPyl TreHiB y IIpolleci AudepeHIitoBaHHA KAiTHUH. TexHika
JHK-MikpoapeiB IIHPOKO BUKOPUCTOBYETHCH TAKOXK Yy MOCALIKEHHSX
JITHK-6iAKOBHX B3a€MOIi.

Metoanu aocaiaxenus: |HK-6iakoBux B3aemMoaiit

BuBuYeHHS TOHKHX MeXaHi3MiB 6iAKOBO-HyKAeTHOBHX B3aeMOil € 31e-
OIABIIIOTO AOCTYITHUM [OAS Pi3HOMAaHITHUX (Pi3HYHUX METOMIB (IUB. HU-
XKdYe). Y IIbOMY HiZpo3aiAl OIIMCAaHO HiAXOAH, III0 MO03BOASIOTH BCTAHOBHU-
TH caM (akKT B3aeMomil Ta 3'dCyBaTH AOKaaizallifo ImeBHOro 0Oiaka Ha
IHK in vitro Ta in vivo.

TI'eav-eaexmpogope3 6irAKk060-HYKALTHOBUX KOMNAEKCIE

OCKIiABKH PYXAUBICTH MAaKpPOMOAEKYA IIPU €AeKTPoope3i 3aAeKUTh
Bixm ixHBOI Macu Ta popMH, (paKT 3B'S3yBaHHS II€BHOI'0 OiAKa 3 IIEBHUM
dparmenTom [JHK Aerko BCTaHOBUTH 3a AOMOMOror ImudT-Tecty (shift
assay). [Ipunnun Merony € nyxe npoctuM: JHK-6inkoBHUI KOMIIAEKC
(AKII0 BiH yTBOPIOETBCH) CyTTEBO TAABMYETBECH B T'€Al MOPIBHSIHO 3 BiAb-
Horo /IHK, m1o mpuBOoAuTH, 9K IIpaBHAO, A0 HadBHOCTI aBox cmyr IHK
micasg eaekTpocdopesy (puc. 11.15, a).

[Ipu uwpomy, gkio 6iAOK, 9K 1ie yacTto OyBae, BuruHae [JHK y caiiri
B3a€EMO/Iii, PyXAUBICTHP KOMIIAEKCY Oyae 3asexkaTH Bim mos3uii Oinka Ha
¢dparmenTi JHK: MakcuMaAbHY PYyXAHBICTH MalOTh KOMIIAEKCH, y CKAai
aKuX 0IAOK pO3TAlIOBaHHUM Ha OOHOMY 3 KiHIIIB (pparMeHTa, MiHIMaAbHY —
Ti, ne 6iA0K 3aiiMae IleHTpaabHY Io3ullito (puc. 11.15, 6). [IpuyuHOIO i€l
3aKOHOMIPHOCTI € Te, 110 AOBIII (i TOMy PYXAHWBIIIi) KiHIIE€BI AIAGHKH BiAb-
HOoi JITHK aermie mpoxonsaTh depes3 IIOPU realo. BinmomigHo, Iie 403BoOAsiE€
OL[IHUTH AOKaai3allito 0iaka BimHOCHO KiHIIB ¢parmenTa [AHK abo po3mi-
AUTH KOMIIAEKCH, IT10 PO3Pi3HSIIOTE 32 TAKOI0 AOKaAi3alli€lo.
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Puc. 11.15. TaasmyBanHa pyxauBocti JIHK-6iAKOBOr0O KOMIIAEKCY
IIPU TeAb-eAeKTpodopesi (a) Ta 3aA€KHICTh CTYIIEHS raAbMyBaHHSI
Big mo3uii 6iaka Ha [JHK y Bunaaky Buruny JJHK Ha moBepxHi 6iaka (6)

Dymnpurnmunz

[HIIMM TiAXO0AO0M, SKHHE BHKOPHCTOBYIOTH OAS TOYHOI AOKaaizarii Oiaka
Ha pparmenTti JHK, e pymnpurmune JHK (DNA footprinting). [Ipuanmun
METOLy CXeMaTHU4YHO 300pazkeHo Ha puc. 11.16. KiHers ogHOro 3 AQHITIOTIB
MITITh pPamioaKTUBHOIO MiTKOI0. 3a3Buyai 32P y ckaazni docdartHoro 3a-
AUIIIKY TIPHUENHYETHCI [0 IIOIEepPeaHBO NepoCcOpHABOBAHUX S'-KiHIIIB ITOAi-
HYKA€OTHUAKIHA30I0, MiCAS YOr0 OAUH i3 KiHIIB (pparMeHTa Bipi3aeTbCcs pe-
CTPUKTA30I0 (AHAAOTIYHO BIAIIOBiMHOMY eTally IIpoleaypu Ha puc. 11.12).
ko BHectn B 110 [ITHK obMeskeHy KiABKICTB OMHOAQHIIIOTOBHUX PO3Pi3iB
(HammpuKkAam, oAWH PO3pi3 Ha PParMeHT y CepeaHbOMY), OTPUMAEMO BUIIAI-
KoBHUH Habip MiueHUX (pparMeHTIB pi3HOI MOBXKHHHU, SKUH MOXKHa PO3-
MIAUTH 3@ [OIIOMOTOIO0 TeAb-€AeKTpodope3dy B AEHATYPYIOUHX yMOBax.
9K areHTH, 1110 BHOCATDL PO3PUBHU, HaluacTiiie BUKOPUCTOBYIOTE [ITHKazy I
abo TiapoKCHA-paavKasu: obMABa areHTH Po3pi3aloTh OOUH 3 AAHIIIOTIB
JHK uepe3 MareHBKHH KOAO0OK. Y BHIAAKy, Koau 3 dpparmeHtoMm [IHK
B3aeMoie 0iroK, [IHK BUABAGETHCH 3aXHIIEHOI0 B CAaiiTi B3aEMO/Iii: Ha re-
Al TIicAs eaeKTpodope3y MOXKHA IMO0AYUTH 30HY, Ae BimcytHi cmyru JHK,
ab0 IHTEHCHBHICTH CMYT € HHXKYOIO IOPiBHIHO 3 KOHTPOABHHM pPe3yAbTa-
ToM pgerpapartii BiabHOI JIHK. [JOBXKHMHH BEpPXHBOI Ta HUXKHBLOI CMYT, SIKi
OTOYYIOTH 1110 30HY, € MeXXaMU caiiTa B3aeMOo/ii BiTHOCHO MiTKH.

AnasoriyHu¥ miaxizn y komOiHaliii 3 OaoT-ribpuamnisalii€ro (Tak 3BaHe
Henpsame KiHyege MIUeHHs]) T03BOASIE€ BCTAHOBUTH CTYIIHb 3axuiieHocTi [JHK
OiAkaMB B KOHKPETHHX TI€HOMHHX 30HaxX. [lepminMm eramnoMm IIpouneaypH
€ oomexxkeHa nerpagaiia [HK Hykaea3oio y KAITHHHUX sapax. Ilicaa 1iporo
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BUmiagaioTh cyMapHy JHK i 06pobasaroTs ii pecTpuKTa300: y pe3yAbTaTi mpe-
napat mictuthk pparmenTu [JHK Bim pecTpUKTHOro caita A0 Micld po3pisy
HyKA€a3010. YCi I11i oparMeHTH PO3MIAIOIOTE IITASIXOM eAeKTpodopesy, 3itic-
HIOIOTH OAOTHHT i OOpPOOASIIOTH HITPOLIEAIOAO3HUU (DIABTP PamioaKTHUBHO
MideHUM 30HAOM [0 IIE€BHOI MIATHKU reHoMma. Ha aBropazmiorpami Bi3yaai3y-
0ThCs (abo Hi, akuto [JHK 3axurieHa 6iakoM) pparmenTu [JHK 3 11i€l 30HH.

PanioakTHBHA
MiTKa

OaoHOAaHIIOTOBI
po3pi3u

VUL 4By
TN

T'eanp-eaexkTpodopes
Yy AeHaTypyIOYHX
yMoBax

Puc. 11.16. dyropuntunr JJHK
y cKaazi 6iAKOBO-HYKAEIHOBOTO KOMIIAEKCY

Imynonpeyunimauyis xpomamuny

Meron imyHomnpenumitamnii (ChIP - Chromatin ImmunoPrecipitation)
€ TIOTYKHUM 3aCO00M YCTAaHOBACHHS HAagBHOCTI 0iAKa Ha TIEBHIM MiASHIL
JHK in vivo (puc. 11.17). A BOTO KAITHHU 00pOOASIIOTH (pOpMaAbIETiIOM
i3 MeTOI0 KOBaA€HTHOIO IPHUIIMBaHHA BCixX 0iakiB mo [AHK. [laai 3miHiCHIOIOTE
Aizuc kaituH, BuAiagoTh [JHK i yactkoBo ii dpparmentyiors. KoBaseHTHI
JIHK-06iAKOBi KOMIIA€KCH OCAZKyIOThb aHTUTIiAAMH, CHEITU(PIYHIMHU 00 KOHK-
peTHoro 6iaka (abo IIpoIlyCKaloTh Yepe3 KOAOHKY, Ha dKili iMMoOiaizoBaHi
aHTUTiAg). OTpUMaHi KOMIAEKCU PYHHYIOTb, BUOAASIOUN 3IIUBKY XiMiYHUM
miasxoM, i anaaizyrote [JHK, sgka Oyaa 3B's13aHOIO y KAITHHI 3 JaHUM OiAKOM.

OmuuM i3 BapiaHTIB aHaaizy Mozxke Oyt amridikamisa JHK 3a gormomo-
roto [TAP i HacTynIHe cekBeHyBaHHA abo ribpuamusaliisa 3 MiYeHUM 30HIOM.
SIKk1110, HANIPUKAA, 3pOOUTH 3IINBAHHS B Pi3HI MOMEHTHU IIiCASI PETYASITO-
PHOTO CHUTHAAY, TO MOXKHa BCTAHOBHUTH ITOCAIJOBHICTH 3B'sI3yBaHHS OiAKiB
3 PETYAATOPHUMHU OiASHKaMH IIPOMOTOpA IIEBHOIO I'eHa.
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Puc. 11.17. ImyHOonpenumitTallia XxpoMaTHHy

JKimio 0iA0OK Mae YHCAEHHI caliTu B3aeMo[ii B reHoMi, 0 BCiX OTPHU-
MmaHux parmentiB JIHK npumubaroTs npomorop PHK-moaimepasu G6axk-
Tepiodara T7 i 3a momomMoroio rmoaimMepasu 3A4iHCHIOIOTH TPAHCKPHUIIILIIO
in vitro — cuute3 PHK-koni#i ¢pparmenTiB. [Jaai BukopucToByioTh 11i PHK
K MaTPHUILll OAs 3BOPOTHOI TPAHCKPHUIILI ¥ IPUCYTHOCTI (PAyOpPECIEHT-
Horo aHaaora omHoro 3 NTP i orpumani dayopecueHTHO MideHi K/IHK
riopunusyroTes 3 [JAHK-MikpoapeeM, 3'siCOBYIOYH pPiBeHb HNPHUCYTHOCTI Oia-
Ka B Pi3HUX AiASHKaX I'eHOMY.

MeToau 40CAiaXKeHHsI IPOTEOMY

KinneBoio Toukoio ekcrpecii crankoBoi iHgopwmarlii € Habip O0iaKiB.
AHaai3 ckaamy 1pOro Habopy (IpoTeomy), BiHOCHOI KiABKOCTiI OKPEMHUX
0iAKIB i CKAQ@HOI KAPTUHH B3a€MOifl MiK HUMHU € OOHUM i3 HalakTy-
aABHIIIUX 3aBAAaHb.

[cTopuyHO mepHUINM HiAX0A0M (IKHH 30epirae cBoe 3HAa4YEHHS) OAd aHa-
Ai3y CKAamHOI 0IAKOBOI CyMillli cTaB deoeumipHuii enexmpogpopes y TIOAI-
aKpUAaMITHOMY reai. Y oMy MeTofi 6iAKoBa CyMilll MTOCAIIOBHO pO3raHsd-
€THCS Y ABOX B3a€EMHO MEPIEHANKYAIPHUX HAIIPSIMKaxX yV Pi3HUX eAeKTPodo-

356



Po30in 11. MeTOoAH MOAEKYASIpDHOI Gioaorii

petnyHUX Oydepax (3 pisHuM pH, ioHHUM cKaagoM ToIlO). HacTo B mepIio-
My HaIIpSIMKY BifOyBae€TbCs PO3MiA€HHS 0iAKiB 3a IXHIM 3apsioM, y OpPyro-
My — 3a MOAEKYASIPHOIO Macolo (y IMPHUCYTHOCTI HOAEITUACYAB(ATY HATPilo),
110 JT03BOASIE €PEKTUBHO PO3MiAUTH A0 1 THC. 0iAKiB OMHOYACHO.

3pyYHUM i TOTYKHUM METOMAOM PO3MiA€eHHHA OIAKOBUX CYMiIlleH €
eucokoegexmuena pidunna xpomamozpagis (High Performance Liquid
Chromatography — HPLC). Haiiuacrinie po3yuH mOeHATypOBaHUX OiAKiB
HaAHOCHUTBCS Ha KOAOHKY, 3aIllOBHEHY TBEPAHMH IIOPUCTUMHU YaCTHHKAaMHU,
dKi aacopOyioThk OiAKM 3a paxyHOK TiApooOHHX B3aeMomiii. 3MHUBaHHS
(earomtiss) PO3YUHHUKOM, SKUH [IPOIIyCKAETHCS Yepe3 KOAOHKY ITi[i BUCOKHUM
THCKOM 1 IIOASIPHICTB SKOTI'O BapiloeThCd (HAIPUKAAL, AiHIHHO 3pocTae),
[I03BOASIE PO3MIAUTHU OKpeMi OiAKHM, 110 HEe3HAYHOIO MipOI0 PO3Pi3HAIOTHCH
OOWH Bil OIHOIO 3a CBOEIO TiaApodoOHiICTIO. MeTon BHUKOPUCTOBYIOTH SK
[AS aHaAi3y, Tak i 3 METOI0 BHUIIAEHHS Ta OYHUCTKH OiAKiB.

Ha#inmoTykHimuM 3acoboM aHaaidy CKaagHUX OIiAKOBHX cyMilleH
€ mac-cnexmpomempis, IIPUHIIUII GKOI IIOAITAa€E B PO3AIACHHI IIyYKa 3aps-
PKEHUX YaCTHHOK B €AEKTPUYHOMY Ta MarHiTHOMY I10AI Ha OKpeMi ppak-
ii 3 oMHAaKOBHM BiIHOIIIEHHAM MacH no 3apaay. CydacHi MeTonu ioHiza-
mii 3pa3KiB M03BOASIIOTH i0HI3yBaTU U IEPEBOMUTH B Ta30BY (paly BEAHKI
OpTaHiYHiI CIIOAYKH, Y TOMY YHCAlI oairometuau Ta 0Oiaku. HasaBHIicTb
10-15 moaB/ A 6iaka 3 MoAeKyAIpHOIO Baroo a0 200 Tuc. Moxe OyTH OeTeK-
TOBaHa 3a JOIIOMOTOI0 Cy4aCHHX Mac-CIIEKTPOMETPIB.

[Ipore Bu3HaAYeHHda MacHu OiAKa Ile He MJO3BOASE TOYHO iIeHTH(iKyBaTH
Boro. 3 miero MeToro 0iAOK (micAd HOro BHOIAEHHS 3a JOIIOMOTOIO JIBOBH-
MipHOTO eaekTpodopesy abo pinmHHOI Xpomarorpadii) miggaroTs oOMeske-
Hifl TIpoTeoAiTHYHIN nerpagartii. OTpuMana KoOMOIHAIlig OAITOIENTHIIB,
Maca gKUX BU3HAYAETBHCS 3a JOIIOMOIOI0 Mac-CIIEKTPOMETPii, € cBoepim-
HUM “BimOuTKoM” maHoro 0Oianka. HacTymHuii aHaai3 T€eHOMHUX ITOCAiIOB-
HOCTeH [03BOAsIE€ 3HANUTU BiAIIOBiIHY aMiHOKHCAOTHY IIOCAITOBHICTE OiaKa,
10 ITPAKTUYHO M030aBAdgE Bif HEOOXiMHOCTI XiMiYHOTO BH3HAYEHHS TaKOl
IOCAiTOBHOCTI. 3 iHIIIOro GOKy, TaK 3BaHa TaHEMHa Mac-CIIEKTPOMETpis
[IO3BOASIE OTPUMATHU NIPAMY iHQOPMAIIiI0 00 MOCAIZOBHOCTI OAIrOIEIITH-
OiB 3aBOIKH IXHIH BTOPHHHIN pparMeHTallili B KaMepi CIIEKTPOMETpa Ta
HaCTyITHOTO BH3HAQYEHHS PO3MOAiAy OTpUMaHUX (PparMeHTIB 3a Macolo.
[ToemHaHHS Mac-CIEKTPOMETPA 3 PIAUHHUM XpPoMaTarpodoM — IIPOTE0Ai3
0iAKOBOI CyMIiIlli, pO3QiA€HHS OAIrONENTHAIB METOAAMHU PiAUHHOI XpoMaTo-
rpadii, aHaai3 X 3a OIIOMOT'0I0 Mac-CIIEKTPOMETPil Ta HACTYIIHUH IIOIIyK
y 6a3ax maHuX 3 METOIO iXHbBOI imeHTH(IKalli — 116 HaHnepPCIIeKTUBHIIIHH
HIASIX PO3BUTKY KiABKICHOI IPOTEOMIKHU.
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HacTynmHuM KpoOKOM y BHUBYEHHI IIPOTEOMY € 3'SICYBaHHS CKAQHOI Kap-
TUHU 0iAOK-0iAKOBHX B3aemoziii. OqHUM i3 Hatie(peKTHUBHIIIINX METOIIB O0-
CAIIKEHHSI TaKUX B3aeEMOiNM € Tak 3BaHuil pull-down: MOAEKyAa TIEBHOTO
0iaKa, III0 BUKOPUCTOBYETBHCH K macTtka (bait), amcopObyeTbcss Ha KOAOHIIL
(3aBogKH mpuimuTOMYy 40 Oiaka croerudidHOMy “ApAHKYy” — tag), depes
KOAOHKY ITPOITYCKa€ETbCH OiAKOBa CyMilll, yTBOpPeHi 6iAKOBI KOMIIA€KCH aHa-
AIBYIOTBCH 3a IOIIOMOTOIO I'eAb-eAeKTpocpopedy. InenTudikartiro 6iAKiB, BU-
AYYEHHUX 13 KOMIIAEKCIB i PO3OiA€HHX IIAIXOM eAeKTpPodopeldy, MOXKHAa Ta-
KOXK 3[iHCHUTH 3a JOIOMOrol0 Mac-crekTpometpii. LliaAkom aHaaorigyHO 10
JHK-mikpoapeiB, y mocAimkeHHSIX 6iAOK-0IAKOBUX B3a€EMOi¥ BHUKOPUCTO-
BYIOTHh TaKOXK 0iAKOBi MiKpoapel — CKEeAbLId 3 MPHUIIHUTHUMH 10 HUX OiAKaMu
(moHazx S THC. 6iAKiB), SIKi JO3BOASIOTH 3/IIHCHIOBATH CKPUHIHT ITPOTEOMY.

Di3nIHi MeTOAM AOCAIAKEeHHs CTPYKTYpPH M aKTUBHOCTI
0ioMaKpoMOa€eKya

[ITupokoro 3acTocCyBaHHSI B MOAEKYASIPHiM 6ioaorii Habyau pisHOMaHITHI
¢i3ugHI MeTOAU, BaXKAUBICTh IKHUX BaXKKO ITEPEOIIHUTH. [leTaAbHUN Po3-
TAST IPUHIIUIIIB, iHOMAI JOCUTH CKAAOHUX, (PI3UYHUX METOAIB JOCAII3KEeHHS
CTPYKTYPHU ¥ (PYHKIIIOHYBaHHH OiormoaiMepiB Ta iXHiIX KOMIIAEKCIB BHXO-
OUTH 3a paMKU Iiel KHUTH. Huxxye HaBeneHO IIEPEAIK OCHOBHUX TaKHX
MeTOMIB i3 3a3HaYeHHIM [IesSKUX ocobauBocTel i Xxapakrepy iH(opMartii,
Ky MOXKHa OTpPHUMAaTH 3a IXHBOIO I0TIOMOTIOI0.

Memoou 6e3nocepednbozo cnocmepexxens

[cTOpUYHO IIEPIINM METOZOM CIIOCTEPEKEHHS JOCUTH BEAUMKHX MaKpoO-
MOAEKYAIPHUX KOMIIAEKCIB i3 pO3AiABHOIO 3OATHICTI0O ¥ HAHOMETPOBOMY
[iara3oHi crasa enekmponHa Mmikpockonisi. [Ipu 3acTocyBaHHI IIBOTO
METOAYy 3pPa30K PO3MIIIyIOTh y BaKyyMHiH KaMmepi MiKpOCKOIIa, OIPOMi-
HIOIOTH IIPOMEHEM EAEKTPOHIB, IKHH [aAl IPOEKTYEThCS Ha (PAYOPECIIEHT-
HUM eKpaH. 3pa30oK IpHU IIbOMy Mae OyTu “3acapboBaHUi” IEBHOIO pedo-
BHHOIO, HEIIPO30POIO IASl EAEKTPOHIB.

OpHa 3 MOIIMPEHUX TEXHIK IIOASITa€ B TOMY, III0 MAKPOMOAEKYAHW HaHO-
CATh Ha KapOOHOBY MiKAQMKY, ITPAKTHUYHO IIPO30PY OAS E€AEKTPOHHOTO
IIPOMEHd (9K i MakKpoMOAeKyAH), i dikcyroTs Ha HiH. [ToTiM migkaanky
IIPOMUBAIOTH PO3YUHOM COAl BaXKKOTO MeTaAy, HaIlpUKAa ypaHisalie-
TaToM. [licag BHCylIyBaHHS Taka ITiIKAaKa CTa€ HEIIPO30POI0 A €AEKT-
POHIB CKpi3b, KPiM HIASHKH, [Ie PO3MiIleHa MaKPOMOAEKyAa, ¥ ypaHiaane-
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TaT He 3B'd3aBcd 3 MiIKAaAKOI0. Taka TexHiKa HezamueH0z20 KoOHmpacmy
[IO3BOASIE CIIOCTEpPiraTH IIifi eAEKTPOHHUM MiKpockonoM Moaekyau [IHK,
komraekcu [IHK i3 GiankamMu (Taki 9K HYKA€0COMH), MYABTHOIAKOBI KOM-
IIAEKCHU TolIo. Po3mineHHS nIpu HeraTHBHOMY KOHTPACTi AiMiTOBaHE poO3Mi-
POM YaCTHHOK BaXXKOT'0 METaAy.

BaxkAUBUM BapiaHTOM €AEKTPOHHOI MIiKpPOCKOIIi, SKWUH JO3BOASE
YHUKHYTU ¢ikcailii Ta KOHTpacTyBaHHS 3pas3Ka, € KpioeneKmpoHHA
mixpockonis. Toukuii map (~100 HM) pPo3UYHHY MAKPOMOAEKYA Ha ITiIKAa-
O IIBUAKO 3aMOpPokyeThed 10 —160 °C i mpu 1l TeMIepaTypi po3MiIry-
€THCS B OXOAO/KEHIiM BaKyyMHi¥ Kamepi Mikpockomna. BuaBaserbcs, 110
TaKi 3pa3Ky AaroTh JOCTATHHBO BUCOKHUU PiBEHb KOHTPACTY 0e3 mJoaaTKOBOI
00poOKu. KpioeaeKTpoHHA MiKPOCKOIIid Bifirpasa BazKAUBY POABb Y IIOCAI-
[PKEHHAX CTPYKTYPHU Ta MeXaHi3MiB (pyHKIIIOHyBaHHSA pHOOCOMHU.

? I‘(/)AKa
v

_ 3pa3ok

IMiaxaaaxa

Puc. 11.18. [TpuHIun Mikpockorii aroMHux cua (AFM)

Cy4JacHOIO0 aAbTEePHATHBOIO EACKTPOHHOI MIKpPOCKOMIii € mirkpockonis
amomuux cun (AFM - Atomic Force Microscopy). MakpoMoaeKyAn an-
copOyIOThCS Ha IiAKAQIl, IiCAS YOTO 3Pa30K MOIKe OyTH HOCAIIKEHUM
4K IIicAg BHCYIIyBaHH4, TakK i B pasi, KOAHW 3aAHIIAEThCA IIap PLANHMU.
[linkaanka cKaHyeThbCHd M'OAKOIO 3 HaZI3BUYaWHO TOHKHUM BiCTpaM, sIKe 3a
PaxyHOK MiXKaTOMHHUX (BaHAEepBaaAbCOBHUX) CHA B3a€MO/i€ 3 IIOBEPX-
Helo, BincTexkyrouu ii “aapmmadgpt” (puc. 11.18). Pyx roaAku peecTpyeTh-
CsI OIITUYHOIO CHCTEMOIO (Aa3€pHUM IIPOMIiHb, IO Bi3epKaAIOETHCI Bif
FOAKM Ha ¢oTomion), i HepeTBOPIOETECA KOMII'IOTEPOM Y 300pakeHHs
noBepxHi. Po3mgiabHaA 34aTHICTh € MOPIBHAHHOKIO 3 TaKOI0 €AEKTPOHHOIO
MiKpOCKoOIIa, OfHAaK, Ha BiAMiHY BiZ eAeKTpoHHOI Mikpockorii, AFM He
notpebye dikcarlii Ta KOHTpacTyBaHHS 3pas3Ka, [03BOASE MIPAIIOBATH
3 MaKpOMOAEKyAaMH, III0 HepebyBarTh B yMoBax, OAM3BKUX A0 i3ioro-
rivaux. KpiM TOTrO, iCHy€ MOIKAUBICTBH KiABKICHOI OIiHKH BHCOTH 3Mi-
IIeHHS TOAKHY BiJHOCHO ITOBEPXHi ITiAKAAIKH.
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Penmzenocmpyxmypuuii anai3

['oAOBHOIO TEXHIKOIO, IKa [J03BOASIE BCTAHOBUTHU IIPOCTOPOBY CTPYK-
TYPY MaKpPOMOAEKYAU 3 PO3MIABHOIO 3IaTHICTIO A0 KIABKOX aHTCTPEMIB,
€ PEHTTEHOCTPYKTYPHUH aHaai3. O0'€KTOM aHaaildy € KpHUCTaa, Y CKAami
dKOTO OOHAKOBI MaKPOMOAEKYAH YH MAaKPOMOAEKYASIPHI KOMIIAEKCH
YTBOPIOIOTH BIOPSAKOBAHY TPUBUMIipHY pelniTky. Kpucraau, nmpuaaTHi
A PEHTTEHOCTPYKTYPHOTO aHaai3y (po3mipom 1oHarimeHine 0,3 mwm),
FOTYIOTh i3 IepeHaCHYEHHUX PO3YHHIB MaKpPOMOAEKYA, KOHTPOAIOIOUU
MIBUAKICTE 3pOCTAaHHS KPUCTAaAA 33 PAXYHOK BapilOBaHHSI KOHIIEHTpAaIii
CoAl, TeMIIepaTypH, LOAAIOYU OPTraHiuHi PO3YMHHUKU TOLIO. Y KpHCTa-
Aax 0iAKiB i HyKA€THOBUX KHCAOT, IK IIPAaBUAO, 3aAUIIAETHCS 3HAYHA KiAb-
KIiCTh YIIOPSAAKOBaHHUX MOAEKYA BOIH.

By3bKUM PEHTTEHIBCHKUIH ITPOMiHBb OyZie YacCTKOBO PO3CiIOBATHCH HA
aToMax Kpuctrasa. OCKIABKH T'PyIIH aTOMiB IIE€PIOAUYIHO HOBTOPIOIOTHCH
y KpHucTaai, po3cigHi npoMmeHi OyayTh iHTepdepyBaTu MixK coboro, ITia-
CHUAIOIOYM OJUH OJAHOTO B II€BHUX TOYKax Ha AeTeKTOpi, III0 pPeeECTpPye
PEHTTEHIBCBbKi IIPOMEHI ITicAd IIPOXOMXKEHHS iX Kpi3b 3pa30K. Y pe3yAb-
TaTi Ha neTeKTopi PopMyeThCcsa BIOPAAKOBAHHHN pPO3MOAiA TaK 3BaHUX
pedAeKCiB — TOYOK BUCOKOI iHTEHCHBHOCTI.

KapTuHa peHTreHiBCBKOTO PO3CiF0OBaHHS MICTUTH iH(POPMAILLIO IIIOZI0 ITPO-
CTOPOBHUX MO3ULIH aToMiB y Kpuctaai. Buaydenns miei indopmarttii € mocuth
CKAQQHUM MaTeMaTH4YHUM 3aBAaHHSM, X04a ChOT'OJHI KOMII'IOTEpHA TeXHiKa
JTO3BOASIE aHAAI3yBaTU PEHTIE€HOIPAMU JOCUTD IIIBUIKO: AIMITYIOUYHM KPOKOM
PEHTTEHOCTPYKTYPHOIO aHaAidy € MIPakTUYHO BHPOIIyBaHHSA KPHCTAAIB.
BesnocepenHiM pe3yAbTaTOM aHaAidy PEHTIeHOI'paMU € CKAaIHA TPUBUMipHaA
KapTa eAeKTPOHHOI IIABbHOCTI. IHTepriperalis 1€l KapTH € MOXKAMBOIO 3a
YMOBH, $KIIO IIOCAITOBHICTH 6iommoAiMepy B CKAali KpHCTaaa € BigoMOIO.
[MIAgxX0OM YHUCACHHUX ITIATOHOK HA KOMII'IOTEPi I IOCAIMOBHICTE (4M IIOCAIi-
JOOBHOCTI KIABKOX €A€MEHTIB JOCAIZKYBAHOTO KOMIIACKCY) Y3TOIKYETHCS
3 EeAEKTPOHHOIO KapTolO, Pe3yAbTaTOM YOT0 € BCTAaHOBAEHHS ITPOCTOPOBOL
KOOpAMHATH KOXKHOTO aToMa B MaKpoMoAeKyai. CaMe TaKUM HIASIXOM OTPU-
MaHO iH(OpPMAIliI0 PO CTPYKTYPY YHCAEHHUX OiAKIB i MIXKMOAEKYASIPHUX
KOMIIAEKCIB, YaCTHHA IKUX 300pakeHa Ha PUCYHKAX Ii€l KHUTH.

[IpoTe, 9K IIpaBHAO, BEAMKI MAKPOMOAEKYAH BHABASIOTHCS HAATO CKAA-
HUMH [JAS TOTO, III00 PEHTTEHiBChbKE PO3CiI0BaHHS Ha iXHIX KpHCTaAax [0-
3BOAMAO OTPHUMATH TPUBUMIPHY CTPYKTYPY. [Ad BU3HaA4YEHHHI CTPYKTYpU
OiabHIOCTI 0iAKIB, HYKAEIHOBUX KHCAOT i KOMIIAEKCIB 3aCTOCOBYIOTH Memo0
i30MOpHUX NOXIOHUX, SIKUH TTOTpebye HAOOPY KPUCTAAIB MAKPOMOAEKYAH:
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BUXIIHUH KPUCTaA i IPUHANMHI ABa—TPU KPHUCTAAH, SIKi Oyau O imeHTHY-
HHMH, aA€ MICTHAM O aTOMHM Ba>KKHX METAaAIB, III0 3HAYHO iHTEHCHUBHIIIIE
PO3CIIOIOTH PEHTreHIiBChKE CBiTAO. BakKi aToMM BBOASTH Yy KpHcTaa abo
IAIXOM AU(y3ii BaKKUX METaAiB ¥ HbOro, a00 BUKOPHUCTOBYIOYH MYTaHT-
Hi popmu 6irka. B ocTaHHBOMY BHIIAIKY METOAAMH CIIPSIMOBAHOTO MyTa-
reHe3y 3OIHCHIOIOTE 3aMiHy opnHiei amiHokucaotru Ha Cys, mo SH-rpynm
dKOr0 MOJKHa AErKO IIPUETHATH aTOM BaxXKOro MeTaAy. TakKuM YHHOM,
po3BUTOK MeToaiB pekoMbinanTHOi /IHK Ta ekcrpecii pekomMOiHaHTHHUX
0iAKiB CTaB BaXXKAWBOIO IIE€PEAYMOBOIO CTPYKTYPHUX [IOCAIIZKEHb: 3aBIASIKU
PEKOMOIHAHTHHUM TEXHOAOTISIM CTAaAO0 MOXKAHMBHM HE TIABKH OTPHUMYyBaTH
JOCTATHIO KiABKICTH BUCOKOOYHIIEHUX OiAKiB, IPUAATHUX [IAS IIOJAABIION
KpucTaaizamii, a # roryBaTH ixHi i3omopdHi noxigHi. [lopiBHIHHA peHTTe-
HOT'paM, OTPUMaHUX Bi/l HEMOAN(IKOBAHOrO KpHCTasa Ta HOro MOXiIHUX,
TO3BOASIE BPELITi-PELUIT PO3paxyBaTHU CTPYKTYPY MaKPOMOAEKYAH.

YrcaeHHI €KCIIepHMEHTaAbHI pe3yAbTaTH CBigdaTh, IO CTPYKTypa Mak-
POMOAEKYAH B KPHCTaAli, HE TiABKM y CBOIX I'OAOBHHX 3araAbHHUX PHCaX,
a i y 6araTbox AeTaassax, 30iraeTbcd 3i CTPYKTYpPOIO B po3duHi. [Ipore 3a pa-
XYHOK CHA KPHCTAaAIYHOI YIIAKOBKH MOKAHBI JiesKi medpopmariii IIpocTopo-
BOi CTPYKTYpPH B KpHUcTasax. KpiM Toro, Kpucraa na€ cTaTU4dHy KapTHHY
MOAEKYASIPHOI CTPYKTYPH, HE IO03BOASIOUU MNOCAIMKYyBaTH KOH(popMalliiHy
AUHaMIKy MaKpPOMOAEKYA 3a YMOB, HabAMKeHUX m0 diziosoriuumx. Tomy
BasKAUBHUM [JOIIOBHEHHSM [0 PEHTTEHOCTPYKTYPHOIO aHaAi3y € Pi3HOMAaHIT-
Hi METOIU OCAIIZKEHHSI CTPYKTYPU MaKPOMOAEKYA Y PO3YUHI.

Aocaidxenns cmpykmypu MaKkpomMoreKya Yy po3uuHi

BuBunuTH 0CcO6AMBOCTI KOH(POPMALIIHHOI PyXAHBOCTI Ta B3aeMozii ma-
KPOMOAEKYA ¥ PO3YHHI JAalOTh 3MOTY Pi3HOMAaHITHiI CIIEKTPaAbHi METOIU.
3araaAbHUH OPUHIUII OyAb-sIKOi CIIEKTPOCKOIIl MOAITa€ B HACTYIIHOMY:
PO3YHH OIPOMIHIOETECH TUM 4YM iHIIUM THUIIOM €AEKTPOMAarHiTHOTO BHU-
IPOMiHIOBaHHS, SK€ MIHIMA/NLHO B3aEMOi€ 3i 3pa3KoM. BiamosimgHo,
JKOPCTKE 10Hi3yl0Ye BHIIPOMIHIOBAHHY, SIKE 3aTHe PyHUHyBaTH KOBaA€H-
THi 3B'93KH, HE € IPUOATHUM JAS CIIEKTPaAAbHUX AOCAiIKeHb. Pi3HiI TUIHN
MOAEKYASIPHOI CIIEKTPOCKOIii BHKOPHCTOBYIOTH [Aialla30HH BHUIIPOMIiHIO-
BaHHS, SIKi XapaKTepHU3yIOThCH He AyKe BHUCOKOIO €HEepTri€ro — Bi OAMK-
HBOTO YABTPagioAeTy 40 BUCOKHX PaIiodacToT.

9K mpaBHAO, AWIIIE [IesSKi XiMIiUHi TpyIIN 3pa3ka, KOTPi MOXKHA po3radna-
TH K PENepHi, 3/aTHi A0 crernudivyHoi B3aeMoii 3 BHIPOMIHIOBAHHAM
II€BHOI'O THILY, i, III0 € KAIOYOBOIO OOCTaBHHOIO, XapaKTep B3aeMOZii 3ase-
JKUTH Bi MiKpooTodeHHd IuxX rpym. [leBHI mapamMeTpu BUIPOMiHIOBaHHH,
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dKi 3MIHIOIOTBCSI BHACAIOK MO0 B3aeMOJil 3 pellepHUMH I'pyIllaMU, PEECT-
pyIOThCA. [XHA iHTEpOperallis q03BOAIE OTPUMATH iHOPMAIlito PO MiKpO-
OTOYEHHS T'PYI, TOOTO PO CTPYKTYPY MaKpOMOAEKyAH abo, dacrile, ii me-
peby1oBH BHACAIOK 3MiHM YMOB, B3a€EMO/IH 3 iHIITMMU MOAEKYAQMH TOILIO.

Hattuacrimie nag OoCAiKeHb MaKpPOMOAEKYA 3aCTOCOBYIOTH CIIEKT-
podoToMeTpiro, KPYyroBUM AUXPOi3M, (PAYOPECLEHTHY CIIEKTPOCKOIII0
Ta aaepHUM MarHiTHUH pe3oHaHC.

CriekTpooTOMETP — IIPHAQJM OAd BUMIPIOBaHHS €(QEKTUBHOCTI ITOTAH-
HaHHS CBiTAQ B yAbTpadioseToBil i BUAUMIiH o0aacTIX — € HEOAMIHHUM aT-
pubyTOoM OyIb-IKOI MOAEKYASIPHO-0ioAOTIYHOI AabopaTopii. Y mepiiy depry,
cnexxmpogomomempist BUKOPUCTOBYETECS 3 METOI0 BH3HAQYEHHS KOHIIEHT-
partiii MoAeKyA: e(peKTHUBHICTb IIOTAMHAHHS € IIPOIIOPLIIHOI0 0 KOHIIEHTPA-
ii. Aae KpiM TOro, e(peKTHBHICTb ITOTAMHAHHS MOXKE 3aA€XKaTH BiJ MiKpo-
OTOYEHHS XIMIiYHHUX I'PyI, fKi BiAIIOBiOalOTh 3a IIOTAMHAHHA — XPOMOQODPIB.
Haiigackpasille Taka 3aA€KHICTh BUIBASIETBCH AT HYKA€IHOBHUX KHCAOT: IIO-
TAMHAHHA a30THCTHUX OCHOB B yABTpagioAeTi 3HAYHO 3HIKYETBECS (Tak 3Ba-
HUH 2inoXpomHULL edperxm) 3a YMOBU peaaizallii MixKk HUMH CTeKiHT-B3a€MOJIiH
(muB. posmia 3). [ocaimkeHHda AeHaTypallii HyKA€IHOBUX KHCAOT (IAQBACHHS
HoABiHMHOI cmipaai) 3a MOIIOMOIOI0 IIPOTHAEXKHOIO, 2INepxXpoMHO020, €(PeKTy
(3pocTaHHA B MOTAMHAHHI IIPpU PyHMHYBaHHI CTEKIiHT-B3aeMoill) nae iHpop-
Mallifo PO CTabIABHICTb HOABIMHHUX CIIipaseil 3aA€KHO BiJ 30BHIIITHIX YMOB,
HYKAEOTHIHOTO CKAAy, iIHOAI — OCOOAMBOCTEH ITOCAIJOBHOCTI TOLIIO.

CIIEKTPOCKOIIiS xpyz0e020 duxpoizmy (K/1) 6a3yeTbcs Ha Pi3HULI B IIO-
TAMHAHHI ONITUYHO aKTUBHUMHU MOAEKYAAMU (AKHUMHU €, 30KpeMa, aMiHOKH-
CAOTH Ta HYKAEOTHUIM) CBITAQ, IO € IIOASPH30BAHUM II0 KOAY AiBOPYY 4U
npaBopyd. [Jasgd aMiHOKHCAOT i HYKAGOTHIIB TaKa PI3HUNA 3aA€XKHO Bif
MOBXKWHU XBHALI (criekTp K/I) BuaABAsE€TBCS y OAMZKHIN yABTpadioseToOBIiH
30Hi (220-300 uM). Popma crekTpa K/ 3aAeKUTH Bi B3a€EMHOI opieHTAaIlii
OJHOTHUIIHUX OIITHYHO aKTHBHUX MOAEKYA (AMiHOKHCAOT UM HYKAEOTHIIB)
Y CKAQi MaKpoMOAEKyAU. BiAmoBiAHO, aHaAi3 CIeKTpa [A03BOASE OLIIHUTHU
BiIHOCHHM BMICT Pi3HUX THUINIB BTOPHUHHOI CTPYKTYPHU B MOAEKYyAi Oiaka,
3acikCcyBaTH CTPYKTYpPHI nepedynoBu Oiaka, PHK uu /THK.

[TeBHi XpoMOOpPH IMiCAS IIOTAMHAHHA CBiTAa (30yaKeHHS xXpomodopa
3 IIePEXOIOM €AEKTPOHA Ha BUIIMN €HepPreTUYHHH piBeHb) 3/1aTHI BTpadyaTyu
€Heprito 30yAKeHHS IIASIXOM BHIIPOMIHIOBAaHHS. BUIIpOMiHIOBAaHHS TaKOTO
TUILy, SIK€ Ha3WBAETHbCH (PAYOPECIIEHIII€I0, € OCHOBOIO ¢hnyopecueHmHoi
cnexmpockonii. ¥ ckaai 6ioroaiMepiB mo dpayopecrieHItii B yabTpadioaeTi
3naTHi aABi amiHokucaoTH — Trp i Tyr. OgHak mImpoke BUKOPHUCTAHHSA (PAY-
OPECILIEHTHOI CIIEKTPOCKOIIii 3yMOBAE€HO, TOAOBHUM YHHOM, BEAHMKOI KiAb-
KICTIO CHHTETUYHHX (PAYOPECILIEHTHUX 30HIIB (IKi HEKOBAACHTHO B3aEMO-

362



Po30in 11. MeTOoAH MOAEKYASIpDHOI Gioaorii

OIIOTH i3 MAKPOMOAEKYAaMH) 1 MITOK (SIKi KOBAA€HTHO HPHUIIUBAIOTHCS 10
MaKpoMOA€KyA). Bucoka iHTEHCHUBHICTE (pAyopecIieHIlii 30HAIB i MiTOK m10-
3BOAdE, IIO-IlepIle, AEeTEKTYBaTH MOAEKYAHW IIEBHOI'O THUIIy B HEBEAUKHX
KIABKOCTSX: y mpolieci KiabkicHOTO [IAP, y reaax tmicas eaekTpodpopesy,
npu ribpuansamnii 3 JIHK-Mikpoapeamu, y 3KUBUX KAITHHAaX 3a JOIIOMOTOIO
dayopeciieETHOrO MiKpocKomna. [lo-apyre, pisHOMaHITHI HapaMeTpu (pay-
OpEeCIIeHIIil 3aAekaTh Bil MIKPOOTOYEHHS 30HMIB, MITOK i IPUPOAHUX Oia-
KOBHUX XpoMoopiB, 1110 nae Oaraty iHopMmalliro IIpo xapakrep KOHQOP-
MAallifiHOI PYXAHBOCTI MaKpPOMOAEKYA, CTPYKTYPHI Hepeby 0BH, B3a€MO/IiI0
MiK MaKpOMOAEKyAaMHU TOLIIO.

BumiproBaHHS KiHETHUKHU (PAYOPECILIeHINi ITig Yac IIeBHOTO IIPOIecy
(koAu Tpollec 3alyCKaeThCHd IIIASIXOM MIBHIAKOIO 3MIIIyBaHHSI peareHTiB)
[I03BOASIE BUBYATH TOHKI Me€XaHi3MH KaTaAiTHUYHOI aKTHBHOCTI (DEPMEHTIB,
0iAKOBO-HYKA€THOBOI'O BIIi3HAHHS, POOOTH MOAEKYASIPHUX MOTOpiB. Hampu-
KAQJl, BUKOPHUCTaHHA (pAyopecleHTHUX Ioxinaux aa-TPHK mo3Boamao mo-
CUTBH OETAABHO 3'SICyBaTH IIOCAIZIOBHICTH CTAill €AOHTAIIHHOIO IIUKAY PH-
6ocomu (ouB. puc. 8.21, 8.25).

Cepen pi3HHX (PAYOPECLIEHTHHUX ITIiAXOMIB O0COOAMBE Miclie IIocimae me-
Toz pe3oHaHcHoro nepeHeceHHs eHeprii (FRET — Fluorescence Resonance
Energy Transfer). [lepeHeceHHsT eHepril € MOXKAUBUM Ha BiACTaHi IAS Iie-
BHHUX Iap 34aTHHUX 10 (PAyopecleHIlii XpoModopiB: K IpaBUAO, BUKOPUC-
TOBYIOTH N€BHi (PAYOPECIIEHTHI MIiTKH, SIKi IPHUIIHMBAIOTH A0 KOHKPETHUX
XIMIiYHUX I'pyll MakpoMoaekyAanu. OnHa 3 MITOK € JOHOPOM, iHIIIa — aKIlell-
TopoM eHeprii. [Tpu 30ymkeHHi (payopeclieHIlii qoHOpa IIepeHeCEHHT eHep-
rii MoXXHa AeTKO 3adikcyBaTH 3a 3MEHIIEHHAM IHTEHCHUBHOCTI (hayopec-
HeHIii moHopa Ta / abo 3pocTraHHAM (pAayopecHeHIlii akenTopa. OCKiABKU
e(peKTUBHICTb IePEeHECEHHS 3aA€XKUTH Bifl BiIcTaHi (Ias pi3HUX JOHOPHO-
aKIIEITOPHUX I1ap BiJCTaHb, HA dKif €(PeKTUBHICTH II€PEHECEHHS CTaHO-
BuUTh 50 %, Bapitoe B Mexkax ~2-5 HM), MeTOZl € €(pEKTUBHOIO MOAEKYAIP-
HOIO “AlHIFNKOIO”, IO [03BOASE€ BUMIPIOBATH BiACTaHI B HAHOMETPOBOMY
AiamasoHi Ta 3MiHU B IIUX Bi[ICTaHSIX IIPH CTPYKTYPHUX mepebymgoBax.

CHeKTpOCKOIlis stdepHo20 mazHimHoz20 pe3onaHcy (FIMP) BukopucTOBYy€E
TOU (pakT, 1110 AedKi aTOMHI sapa (Halyacrinie HaeTbcda PO sapa Tiapo-
reHy) MaloThb BAAQCHUHM MAarHiTHUM MOMEHT (cniH), SKUH OpPIEHTYETHCH
B3[I0BX 30BHINIHBOIO IIOCTiMHOIO MAarHiTHOTO IIoAd. EaekTpomarHiTHe BH-
OPOMIHIOBAHHS II€BHOI YacTOTH B PagiodyacTOTHOMY [ialla3oHi 3aaTHe
3MIHIOBAaTH I[I0 OPIi€HTAII0 HA MPOTHAEXKHY: BiOyBaeTbCs PE30HAHCHE
IIOTAMHAHHSI €HEeprii, 1110 IPUBOAUTEL OO0 3MiHM MAaTHITHHX XapaKTepUCTHK
3paska, gKy MOxKHa 3adikcyBaTH. 3Ha4YeHHS PE30HAHCHOI 4acTOTH 3ase-
KUTb BiZl TOTO, 10 CKAAAy SIKOI XiMi4HOI I'pyIIH HaA€XXUTb JaHUH TiIporeH,
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i IKOTO THUITy XiMiYHI Pyl MicTaTbcd Hopyd. TobTo cnexktp AMP — 3asex-
HICTh e(peKTUBHOCTI IOTAMHAHHS BiJ YacTOTH — Hece iH(opMmallito mpo
THUIIN XIMIYHUX I'pyI, IXHe B3a€MHE PO3TAalllyBaHHS Ta CTYIIiHb iX PYXAUBO-
CTi y CKAai MaKPOMOAEKYAH.

Oco0AHMBO LIIHHOIO € TeXHIKa 0eoeumipnoz2o0 SIMP, KOAU CUTHAAU PE30HAaH-
Cy OETEKTYIOTh ITiCAS CKAQIHOI KOMOiHAIl] KiABKOX pamiodacTOTHHX IMITyAb-
CiB i BimoOpaskaroTh 9K (PYHKILIO JBOX KOOPAWHAT (HAIPHUKAA, Y HAHIIPOC-
TillIOMy BapiaHTi — Ile JacToTa Ta iHTepBaA MiXK ABOMa IMIIyAbCaMH).
Ha criekTpi Takoro THUIIy MOXKHa PO3Pi3HUTHU CHTHAAU TiApPOr€HIB Pi3HUX
aMiHOKHUCAOT i BUMIPSATH 3CYBH IIMX CHUTHAAIB, 3yMOBAEHI iHITHMHU HabOAU-
JKEHUMHU aMiHOKHCAOTaMHU. BeanduHa 3CyBy € MipoOI0 Bi[ICTaHi MiK aMiHO-
KHCAOTaMH: TTOPIBHSHHA IIi€l iHopMmarii 3 aMiHOKMCAOTHOIO ITOCAITOBHICTIO
IO3BOASIE 3'dCyBaTH IIPOCTOPOBY CTPYKTYpPYy Oiaka. ChbOromHi ABOBUMIipHUH
SMP — equHUN MeTOH, 3a JOIIOMOTOI0 GKOI'0 MOXKHAa BCTAHOBUTH CTPYKTYPY
b6inka B po3umnHi. Ha 3kaab, 116 MOXKAWBO TiABKH [ASI TTOPIBHSIHO HEBEAHMKHX
6iakiB (mo 200 aminokucaoT). Ta OCKIABKH pe3yabTaToM ABOBHUMipHOro IMP
€ Habip ayzxe romibHUX ogHA OO0 OMHOI CTPYKTYP, IO Bimobpaskae KOH(OP-
MaliffHy pyXAWUBIiCTb 06iaKa, i OCKIABKHM METO[ y MNPHHIUIN 1030aBA€HUN
MOKAUBUX apTedakKTiB, IIOB'd3aHUX i3 KPUCTAAIYHOIO YIIAKOBKOIO, IBOBH-
MmipHHHE JdMP € BaxKAUBUM [JONOBHEHHAM [0 PEHTTE€HOCTPYKTYPHOTO aHaAi-
3y. Huni 6aHK maHux GIAKOBHX CTPYKTYP MiCTHUTH moHan 36 THUC. CTPYKTYDP,
OTPUMAaHUX METO/I0OM PEHTIeHOCTPYKTYPHOIO aHaaidy, i moHasa 6 Tuc. — me-
TOJAOM ABOBUMIPHOTO (UM OCTAHHIM YacoM MyAbTHUBHUMipHOro) SIMP.

[ITe omHUM Ba>KAMBHM [JOIOBHEHHSM [0 €KCIIEPUMEHTAABHUX METOiB
BUBYEHHSI CTPYKTYPU MaKpPOMOAEKYyA € KOMII'IOTEPHI pO3paxyHKHU
B paMKax IMiAXOOAy MoOento8aHHst monekynspHoi ounamirxu. Meron pos-
paxyHKy 6a3yeTbCcd Ha BHUKOPHCTAHHI aApyroro 3akoHy HeioToHa F = ma,
ne F— cuaa, 110 gie Ha 4acTHUHKY, m — ii Maca, a — IIPUCKOPEHHS PyXy
YacTHHKH. Y IIporpaMy po3paxyHKy BBOIAATHCHA [AaHiI PO KOOpAWHATH
aToOMiB MAaKpPOMOAEKYAH, OTPHUMaHi MeToAaMH PEHTTE€HOCTPYKTYPHOTO
aHaaizy yu JAMP. 3Hao4u cuay, 9Ka i€ Ha KOXKEeH aToM (Ha OCHOBi MiX-
aTOMHUX BificTaHel Ta eHeprii HEKOBAAEHTHHUX B3aeEMOIN Pi3HHUX TUIIIB),
MOKHa OOYHCAHTU NPUCKOPEHHS KOXKHOTO aToMa B CHCTEMi: OTpUMAaTH
cucreMy Au(epeHIIHHNX piBHAHL pyxy. HacrymHe iHTerpyBaHHA IIHUX
PiBHSIHB MO3BOASIE OOYUCAUTH 3aAE€XKHOCTI TPAEKTOPIH i IIBUAKOCTEH py-
Xy aToMiB Bix dacy. TakuM 9YHMHOM, PO3PaXyHKH MOAEKYAIPHOI JUHAMIKH
MOXKYTb OAaTH AeTaAbHY iH(popmaliio npo gpaykryarii Ta KoH(popMmamitini
IIepeTBOPEHHS 0iAKiB i HYKA€IHOBUX KHCAOT. 3aCTOCYBaHHS METOAY AiMi-
TYETHbCA IOTYKHICTIO KOMIT'IOTepiB. Ta OCKIABKH IXHA IIBHUAKOMAIA IIO-
CTIHO 3poCTa€e, METOZ MOAEKYASPHOI AWHaMiKu HabyBae Bce O6iabIIoro
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nomupeHHsa. HameBHO, HAWbIABIIIUM MOCATHEHHSM Ha CHOTOIHI € JeTaAb-
HUU PO3paxyHOK Ha CYIIEePKOMII'IOTepi KOH(popMallifiHuX nepedymoB pH-
6ocomu i yac akomoparii aa-tTPHK B A-caiiTi.

Memoodu docaidxnennss 0OUHUUHUX MAKPOMOAEKYA

BiapnricTs MeTOMIB OOCAIAXKEHHS (32 BHHATKOM MIiKPOCKOMIi pi3HUX
TUIIIB) Nependadae poOOTy 3 NOCUTH BEAHKOIO KiABKICTIO — aHcambaeM —
OHAKOBUX MOAEKyA. OCTaHHIM 4acoM pO3BHBAIOTHCA METOAM, II0 J03BO-
ASIIOTh CAIIKYBaTH 3a IOBEAIHKOI0 OAWHUYHHUX (3BUYAMHO, JOCUTH BEAU-
KUX) MaKpPOMOAEKYA 1 MakKpoMoAeKyadpHUX KoMmrmiaekciB: [JJHK Ta ii kom-
MIAEKCIiB 3 0iAKaMH, XpOMaTHHOBOI (piOpHAH, aKTOMiIO3HMHOBOI (PiGPHAU TOLIIO.

OoHUM i3 OPHKAAAIB TAKHUX IiAXOAIB € 3aCTOCYBaHHS MAarHiTHOTO
ninnera (magnetic tweezers). Y Bunanky AHK (puc. 11.19), Mmoaekyau
(DOB3KHUHOIO ~5 THC. IIap OCHOB 4YH OiAbIlle) IPHUIIHUBAIOTH 34 OOUH KiHEIlb
10 TIOKPUBHOTO CKEABIId MIKPOCKOIIA, 3a iHIIUY — 10 TapaMarHiTHOI KyABKH
~2 MKM y giameTpi. Po3Mip KyAbKU H03BOASE CAIIKYBaTH 3a HEIO (TOOTO 3a
innuBinyaabHOIO MoAeKyaolo [IHK) 3a gOIIOMOror 3BHYaiHOrO OITHYHOIO
Mikpockona. Kyabka 3HaXogUThCHA B IIOAI €AEKTpOMAarHiTa, SKUM MOXKHAa
nepeminrgyBaTi abo obepTaTH, 9K IMoKa3aHo Ha puc. 11.19, mpukasamarodu
THM CAMHWM 30BHIIIIHIO CHAY [0 KiHIISI MOAEKYAU. BiamoBigs Ha 3MiHY 30B-
HITHBOI CHAH, ITI0 HPOSIBASIETBCS Y BiICTaHi KyABKHU Bi/l CKEABLIS (IETEeKTY-
€TBCS BimeokaMmeporo), Hece iH(poOpMALLil0 IIPO €AACTUYHI BAACTHBOCTI MO-
AEKYAU, TOOTO IIPO CHAM, LIO ITI0 MOAEKYAY CTabiAi3yIOTh.

<ﬂ> IIapamarxiTHa KyAbKa
ﬂ Aiamerpom 1-2 MM

_
N\

EAekTpOMarHir

HK

nOKpHBHe CKEeABIIEe

Puc. 11.19. IIpunnunoBa cxema ekcrepumenty 3 JJHK
3a JOIIOMOT0I0 MarHiTHOTO IiHIleTa
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3a [I0IIOMOroio0 MiAXOAiB TAaKOTO TUIIYy OTPHMAaHO IIiHHY iHdopMmalliio,
30KpeMa npo xkopctkictb [JJHK m1omo po3taryBaHH4 Ta KPy4eHHd, CTPYK-
TYpPHi 0COOAMBOCTI OeIKHUX 0iAKOBO-HYKA€IHOBUX KOMIIAEKCIB, KOHQOP-
MallifiHi nepeOygoBU HYKAEOCOM, TOHKiI MexaHizamu pobotu PHK-110Ai-
Mepas3u B peaAbHOMY 4aci.

KOHTPOABHI SAITHTAHHSA

1. Y yomy moasirae npolec KaoHyBaHHs [IHK? SJkum BuMoram mae Bif-
IOBiaTH MAa3MiZHUN BEKTOP A KAOHYBaHHY i yoMy?

2. Illo Take pecTpUKTa3H Ta SIK IX BUKOPUCTOBYIOTHb y PEKOMOIHaHTHHX
TEXHOAOTIIX?

3. TlosicHiTP IPUHIUI i OXapaKTepU3yUTE OCHOBHI THUIIHU TI€Ab-€AEK-
Tpodopesy.

4. Illo Take reHoMHa 06ibAioTEeKa? YK CTBOPIOIOTHCS TaKi 6i6AiOTEKH?

5. [aitre BusHauenHsa K/AHK. 9k cTBoprooTh 6i6AioTeKy KAOHIB KIHK?

6. Illo Take ribpunusamnia? Jk 3aificHioeThesa riopuausartia JAHK Ha HiT-
POIIEAIOAO3HUX (PiAbTpax?

7. OnunIiTh OCHOBHI IPUHITUIIN TTIOAIMEPA3HOI AQHITIOTOBOI peakitii.

8. 9k 3pmiticHIOIOTE cekBeHyBaHH4 [IHK 3a Caurepom?

9. OnuuliTh IIPUHIUIIOBY CXEMY eKcIpecii peKoMOiHaHTHUX O0iAKiB
y 6akTepiaAbHUX KAITHHAX.

10. IIlo Take GaoT-ribpuan3ania? fka pizHuig mixk Cay3epH-, HO3EpPH-
i BecTepH-6AO0THHTOM?

11. 9k 3xiticHIOIOTEH piHrepnpuHTHHT JHK?

12. YgkuM YMHOM MOXKHa BH3HAYUTHU CTapPTOBi Ta KiHIEBI TOYKHU
TPaHCKPUIILIi?

13. 9k aHAaAi3yIOTh aKTHBHICTE I'eHOMY 3a noroMoror JHK-mikpoapeis?

14. Illo Take pyrnpuaTUHT JHK?

15. 5Ik i 3 KOO0 METOI0 3AiMCHIOIOTH iIMyHOIIPEIIUITITAIIi}0 XPOMAaTHHY ?

16. OxapakTepusyiiTe OCHOBHI (Pi3HYHI METOAM AOCAiIKEeHHS OioAorid-
HHUX MaKPOMOAEKYA.

17. JatiTe BU3HAYEHHS TIIIEPXPOMHOI0 epeKTy. K HOro BUKOPHUCTOBYIOTE?

18. dxuM YHMHOM MOXKHA 3'ddICyBaTH IIPOCTOPOBY CTPYKTYPY MaKpOoMoAe-
KYAH 3 BHCOKOIO PO3[IiABHOIO 34aTHICTIO?
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Y mi#i KHU31 Po3rAgHYTO 0a30Bi MOAEKYAAPHI MeXaHi3MU 6i0AOTIYHUX
npoiieciB. [lomaabilie BHBUYEHHS TaKHUX MEXaHI3MIiB, 3aAUMIAIOYUCE OII-
HUM i3 HaWBaXXAUBIIIUX 3aBOaHb CydacHOI MoAeKyAspHOi Gioaorii, ma-
A€KO He BudepIye ii 3micTy. Beanki 3ycHaAs KOHIIEHTPYIOTBCS OCTaHHIM
JacoM Ha 3'dCyBaHHIi 3aeanbHoi KapTUHHU (PYHKIOIOHYBaHHS BCi€i cyKyII-
HOCTi 6i0AOTIYHMX MAKPOMOAEKYA Yy KAITHHI Ta I[iAICHOMY OopraHi3Mi.

[Tepmioro AUCHUIIAIHOIO, IIO IIOB'sI3aHa 3 iHTErpasbHHM IIiAXOOOM [0
MOAEKYASIPHUX CHUCTEM KAITHHH, CTara 2eHomika, siKa BUBYAE CTPYKTY-
py Ta YHKIIIOHYBaHHS IliAMX reHOMiB. PokoM ii HapoaxKeHHs MOXKHa
BBaxatu 1990, koau y CIIA Oyao odiliiHo po3mnodaTo pobOTy 3a Ipo-
ekToM “‘T'eHoM AroguHH” i CTBOpPEHO MixkHapomHu#t KoHcopiiym [HGSC
(International Human Genome Sequencing Consortium). Yepe3 m'aTe
POKiB OyB ONpHAIOAHEHUH IepHIni OakTepiaabHUE reHoM Haemophilus
influenzae, d4epe3 IIiCTb — [OepPIIUY eyKapiOTUYHUH  I'eHOM
Saccharomyces cerevisiae, y 2001 p. 6yaA0 B OCHOBHOMY 3aBepILIEHO
CEKBEHYBAHHS Te€HOMY AIOAWHU. K Bigomo 3 06a3m mauumx GOLD,
http:/ /www.genomesonline.org/gold.cgi, 3a cranom Ha TpaBeHb 2008 p.
IIOBHICTIO CEKBEHOBaHO reHoMH 660 GakTepiit (1769 y cTaHi po3pobKkH)
i 86 eykapioTuyHUX opraHiamiB (943 y po3pobiri).

OmgHUM i3 HalWBaXXAUBIIINX pe3yAbTaTiB poOiT i3 CeKBeHyBaHHSI re-
HOMY AIOJUHH CTaAO CYTTEBE BIOCKOHAaA€HHd METOAWYHHX MiAXOAiB
reHomiku. HemogaBHO O6yAO0 34ifiCHEHO CEKBEHYBaHHS II€PIIIOTO iHIH-
BiyaabHOro reHOoMy — reHomy [Ikeiimca YoTcoHa, AIOAWHHU, SIKa CTOSAA
Ha IIOoYaTKy MOAEKYAdpHOi Oioaorii. 'eHoM YoTcoHa OyA0 BCTaHOBAEHO
METONOM IIipOCEKBEHYBAaHHA 3a ABa MicdIli, II0 KOLITYBaAO MEHIIIe
1 MAH moA. (a9 HOpPiBHAHHYA: 3arasbHe (piHaHCyBaHHA HpoekTy “I'eHoMm
AIOIVHN 3 OOKY aMEePHKAHCBKOI'O YPAAY CKAAAO ITPHUOAU3HO 3 MAPI HOA.
3a 11 pokiB). IIBUAKHUH PO3BHUTOK CY4YaCHHX TEXHOAOTiM N€HOMIKH pPO-
OUTHh CEKBEHYBaHHS iHAWBIAyaAbHHUX TN'€HOMIB KOXKHOI AIOAWHHU PEaAb-
HiCTIO ¥ 6AU3BbKOMY MaHOyTHBOMY.

YcTaHOBAEHHS T€HOMHUX ITOCAIJOBHOCTEH — Il AHIIIE IIepIINH KPOK
CHCTEMHOI MOAEKYAdpPHOI Oioaorii. Be3nocepenHiM NpoayKTOM aKTHUBHO-
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CTi TEHOMY € CYKYIIHICTH TPAHCKPHUIITIB — mpaHckpunmom. 3 METOIO
peTeAbHOTO aHaaily iHdopmMmallii, SKa 3amnncadHa B I'eHOMi Ta peai3yeThb-
Cs BHACALOOK TPaHCKPUIILii, YOTHUPHU pOKH ToMy HamioHaabHUM iHCTH-
TyroM CIIA 3 BuB4YeHHda reHomy aoauHHu (National Human Genome
Research Institute) 6yao 3amoyaTKOBaHO MiKHApOAHHUH MIPOEKT
ENCODE (Encyclopedia of DNA Elements), ogHUM i3 OCHOBHHUX 3aBJaHb
AKOT'0 € TOTAaAbHUH aHaAi3 TpaHCKpHUIITOMY AloAuHH. HemomaBHO OyAo
3aBepIIeHO IepIIui eramn Iiei poboTH — IIpoaHaai3oBaHO (PYHKILIOHY-
BaHHA 1 % reHoMmy aloauHU (~30 MAH Iap OCHOB), i ImeplIi pe3yAbTaTH
npuHecan HU3Ky HecnoniBaHok (The ENCODE Project Consortium
// Nature. — 2007. — Vol. 447. — P. 799-816).

Yactka [AHK, n1o niggaeTbcs TPaHCKPHUIIILii, BUSBHUAACSI HEOYiKyBaHO
BHCOKOI0 — Ha piBHI 80 %. HameBHO, yacTHHa IIUX IIE€PBUHHUX TpPaHC-
KPHUITIB € IIPOCTO HACAILAKOM HecnelHu(idHOi XaoTHUYHOI aKTUBHOCTI
PHK-moaimepas. IlpoTe 3HaUYHa yacTKa TPAHCKPUIITIB MiCTHUTHL KOHCEpP-
BaTHUBHI (A9 CCaBILiB i cepeld MOIIYAdIiN AIOAWHH) €AEMEHTH IIOCAIOB-
HoCcTi — mpubau3Ho 60 % KOHCepBAaTHUBHHUX HYKACOTHAIB iCHye I103a
MeXXaMH BimoMHuX paHinie 0iAKOBUX T'€HIiB YH PETYAATOPHHUX MiASHOK.
IMoBipHO, y O0araTbox BUIIaAKaX Ili TPAHCKPHUIITH SIBASIOTH COO0I0 HEBi-
nomi paninte PHK, aki He migmarmoTbca TpaHCAALi, Aad OiABIIOCTI 3 HUX
ixHe (pyHKIlIiIOHaAbPHe 3Ha4YeHHs Ille Mae OyTu 3'dcoBaHo. Kpim Toro, BHU-
ABUAOCS, III0 YaCTO MiAJal0ThbCd TPAHCKPUIILiI PEryAsaTOpHi MiASHKHU
(mpoMmoTopH, eHxaHcepH). MOKAUBO, TakKa TPAHCKPHUIIILS € IPOCTO OJ-
HUM i3 3ac0o0iB IMiATpUMYyBaTHU PETYASITOPHY MIASHKY B JOCTYIIHOMY CTa-
Hi IEKOH/I€HCOBAaHOI XpoMaTHHOBOI (pibpuaH.

dasa Bimomux OiakoBuxX reHiB (399 y mocaimskeHili 4acTUHI TeHOMY)
OyAO IIPOAEMOHCTPOBAHO HAsBHICTh BEAWKOI KiABKOCTI HEBi[JOMUX paHi-
IIe CTApTOBHUX TOYOK TpaHCKpuIilii. [IpubAN3HO MOAOBHUHA I'€HIB MAalOTh
aAbTEPHATHBHI CTApTOBI TO4YKH, 110 BizmcTodTh Ha 100 THC. map OCHOB
Bil aHOTOBaAHUX paHille CTApPTIiB TPAHCKPHIIIi ITUX reHiB. [edKi 3 IUX
CTapTOBUX TOYOK BHKOPHUCTOBYIOTH IIPOMOTOPHU iHIINX T'€HIB: OHA CTap-
TOBa TOYKa MOXKe OYyTH CITIABHOIO [IASl IBOX YU TPBHOX I'€HiB, i IePBUHHUH
TPAHCKPUIIT iHOAI MiCUTBH KiAbKa FT€HHUX AOKYCIiB (TPyH €K30HiB).

Kpim Toro, mas Giapimocti 6IAKOBHX TeHIiB aHaai3 iXHIX TPaHCKPHUIITIB
[I0Ka3y€e HasIBHICTh HEBIJOMUX paHillle eK30HiB. [edKi 3 X eK30HIB Po3-
TaIlloBaHI Ha BifIcTaHI OO0 KIiABKOX THCSY IIap OCHOB Bif ycCixX iHITUX €K30-
HIiB reHa, iHOAi ONMHAIOYHCH y MeXKaxX IHIIOTO reHa, TOOTO OiAbIIMM 3a
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OYiKyBaHe BUSBHAACS KiABKICTH pisHUX i30popMm MPHK, KoTpi BUHHKAIOTH
K YHaCAIJOK aAbBTEPHATUBHOIO CIIAAMCHHIY, TaK i TpaHC-CIIAQMCHHTY.

PesyarraTu npoekty ENCODE Bka3yoTh Ha AHCIEProBaHUH Xapa-
KTEp PO3IIOAIAY PETrYAATOPHUX €AEMEHTIB II0 BChOMYy T'eHOMY: 6arato
PETYAITOPHUX €AEMEHTIB PO3TaIllOBaHO BCepenUHI €K30HiB Ta iHTpPO-
HiB, IIPU IIOMY BOHHU MOXKYTH OyTH €A€MEHTaMH CHCTEMHU pPeryAdmii
30BCiM iHIIOTO r'eHa.

3arasom npoekT ENCODE mpomeMoHCTpyBaB HaSBHICTH AysKe€ CKAA-
HOol “HanmOymoBH” HaJ I€HOMOM Yy BUTASI/II pPO3raAyKeHoOi Mepexki TpaHc-
KpunrtiB. PeTreApHe BUBYEHHA 3araAbHOI KapTHHU Peryadnii miel mepexi
3aAWIIAETBCH OAHUM i3 BaXXAUBUX 3aBOaHb MalOyTHIX MOCAIAKEHb.
OpHaxk y»Ke ChbOTOMHI 3P03yMiAO, III0 OCHOBHE JIAST MOAEKYASAPHOI GioaoTii
HOHATTS reHa nmoTpebye meBHOI peBi3ii. BHCAOBAIOETHCS HABITH AyMKa
Ipo Te, III0 BOHO B3araai € apxaidyHuUM, i OAUHUIEMH CIIaAKOBOCTi
€ TpaHCKpHUNITH. [IpoTe Take CyAzKeHHS CAil BU3HATH HAATO PaaHUKaAb-
HUM: (pyHIaMmeHTasbHe yaBaeHHd Opo JHK axk cxoBuine craakoBoi iH-
dopmartii 30epirae cBorw cuay. BinmoBigHO M0 0gHOTO 3 HENIOAABHO 3a-
IIPOIIOHOBAHHUX BHU3HAYEHb, “TeH — IIe 00'€fHaHHSA (Union) TeHOMHUX I10-
CALIOBHOCTEH, 110 KOAYIOTH 3B'a3HUH (coherent) Habip PyHKIIIOHAABHUX
IIPOAYKTIB, IKi MOXKYTh YacTKoBO mnepekpuBatucda’ (Gerstein, M. et al.
// Genome Res. — 2007. — Vol. 17. — P. 669-681). Ilig KOrepeHTHiCTIO
Habopy NIPOAYKTIB MaeThCd Ha yBasi, 10 y BUMOAAKYy OIAKOBUX T'€HIiB
KOXKEH €K30H € CIIIABHUM Xoda 0 OAd ABOX HPOAYKTIB IIbOTO Habopy.
3rigfHO 3 IIMM BU3HAYEHHSIM, PETYASITOPHI €AEMEHTU He € KOMIIOHEH-
TaMU r'eHa (IPOIIOHYEThCH Ha3WBATH iX “‘eAeMeHTaMU, acolliioBaHUMHU
3 reHaMHu’ — gene-associated): cucrema peryadilii € ckaagHINIoOK, HixXK
IpOoCTe CHiBBiHOIIIEHHd “OMWH /IO OJAHOTO” MiXK PETYAITOPHHUMHU €Ae-
MEeHTaMH Ta KOAYIOUYUMHM AingdHKaMUu. HaBeneHe BH3Ha4YeHHS, 3BUYal-
HO, He MOXe BBaxKaTucd octaTouHuM. O4deBHUAHO, III0 HOHSTTA TeHa
€ HaJTO CKAaAHUM, 1100 #oro MoxkHa O0yAOo 4iTKO chopMyAlOBaTH: Pi3Hi
BHU3HA4YE€HHd, 4Ki aKIeHTYIOTh yBary Ha pPi3HUX BAAQCTHUBOCTIX TI€HA,
MalTh IIpaBO Ha iCHyBaHHS i €, BiANIOBLAHO A0 NPUHIIUILY OOOATKOBO-
CTi, OMHOYACHO CIIPaBEAANBUMHU.

CkaamHa cucTeMa Peryasilii TpaHCKpPUIIii Ta CIIAAMCHUHTY CTBOPIOE
crientnpivyHUY A9 KAITHH KOXKHOTO TUIIy Habip MaTpHIlb OAs 6iAKOBOTO
cuHTe3y. “‘lHBeHTapmu3alien” BCix 0iAKIB KAITHHH Ta OpraHiamy 3aiima-
€ThbCd npomeomixa. 3aBIAaHHS IIPOTEOMIKH € 3HAYHO CKAQIHIIIIUMU II0-
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piBHaAHO 3 reHoMikoro: 20-30 THC. GIAKOBHUX TI'€HIB CTBOPIOIOTH OAM3BKO
100 Tuc. TpaHCKPUNTIB (Y cepegHBOMY H'ITh i30(pOopM HaA OAUH TeH 3a
PaxyHOK aAbT€PHATHBHOTO CHAAWCHHIY), 9Ki ¥ CBOIO YePIry IMOPOAXKYIOTH
0AM3BKO MiAbHiOHa 0iAKiIB (KiABKICTE 0IAKOBUX i30pOpM 3pocTae 3a pa-
XYHOK IOCTTPAHCASIIIMHUX Moaudikarii).

[TepmnMm 3aBHaHHSIM OPOTEOMIKH € imeHTHiKalisa 0iAKiB (BH3HA4YEH-
HS aMiHOKHCAOTHOI IIOCAIOBHOCTI) 3a [OIIOMOTOIO iXHBOTO PO3AIA€HHH
IIASXOM IBOBHUMIpPHOTO eAaeKTpodope3y Ta HACTYITHOTO aHaAidy merona-
MU pinmHHOI Xpomartorpadii, mac-cnekTpoMeTpii Ta OioiHdopMaTHKU.
3HaHHA aMiHOKHCAOTHOI ITOCAIZOBHOCTI OiAKa ¥ TOPiBHAHHA ITi€i IOCAi-
JOBHOCTi 3 BIIOMHMH aHaAOTaMH dYacTO [03BOASE€ 3pPOOUTH BHCHOBKU
a0 Horo CTPYKTYPHHUX ocobamBocTel, IPUCYTHOCTI y cKaami 6iaka
CTaHIAPTHUX CTPYKTYPHUX NOMEHIB, MOXKAWBUX B3a€EMO/iH, B 9Ki BCTY-
nae paHui 6iA0K, PYHKIIOHAABHOI POAi, IKy BiH MOXKe BUKOHYBaTH.

[pyre 3aBHaHHS IIPOTEOMIKH — BU3HA4YE€HHI 3araAbHOI KapTHHH B3ae-
Momi¥ (inmepaxkmomy) MixK OiAKaMu y ckaazi nporeomy. OmHUM i3 Ha-
OIABIIIMX OOCATHEHDb Yy IILOMY HAaIIPsMi € eKCIIEpUMeHTaAbHA imeHTUdIKa-
i KIABKOX THCHY 0iAOK-0IAKOBHUX B3aEMOIH y MeXKax IIPOTEOMY
S. cerevisiae. 3a Cy4aCHUMHU OIliHKaMH, KOXKEH O0iAOK IIpOTEeOMYy OPiXK-
[KiB BCTyIIa€ B CEPEAHBOMY B M'dTh TaKUX B3aeMomifl (He Oepydym mo
yBard roMOTHITIYHUX B3a€EMOMIH MiK OJHAKOBUMH 0iAKOBUMHU CYOOIUHU-
aMH). 3BaKalm4u Ha Te, 1110 0iAKH BHIIUX €yKapioTiB, 30KpeMa AIOJUHU,
BiApPi3HAIOTHCH B CEPEAHBOMY OiABIIIOI0 KiABKICTIO CTPYKTYPHHUX OOMEHIB
Yy CBOEMY CKAami, Mepexka 0iAOK-0iIAKOBHX B3a€EMOJiH, siKa, BAAacCHe, i BU-
3Ha4a€e po3MaiTTs 0ioAoriyHMX (PYHKILH, y IIpoTeoMax BHIIE OPTraHi3o-
BaHUX OPraHi3MiB Ma€ OyTH IIle CKAQIHIIIIOIO.

[TapaseabHO IIpoTEOMiKa CIIpgMOBaHa Ha BU3HAYEHHS MIPOCTOPOBOIL
CTPYKTYPH Ta, BiAnoBiAHO, PYHKIIIOHAABHOTO 3HAYEHHS KOXKHOTO OiAKa.
YcTaHOBAEHHS CTPYKTYPH KOXKHO020 0iAKa MeToJaMH PEHTTeHOCTPYK-
TYPHOIO aHaaidy 4u aBoBuMipHoro JIMP € HagzBudaliHO BaXKHUM 3a-
BAaHHAM. ToMy BEAMKOIrO 3HA4Y€HHH A9 CTPYKTYPHOI IIPOTEOMiKH Ha-
OyBaroTh METOAU TEOPETUYHOro mnepenbadeHHS IPOCTOPOBUX CTPYKTYP
(y ToMy 4HcCAi Taki, 110 BUKOPUCTOBYIOTH CTPYKTYPHY iH(popMalliro, gdKa
BX€ MICTUTBCS B O0aHKax HaHUX 0iAKOBHX CTpPykKTyp). CydacHi meromu
rnependadeHHs IIPOCTOPOBOi CTPYKTYPH IIOKH IO HE MO3BOASIOTH ycCTa-
HOBUTH CTPYKTYPY OiAKa 3 TaKOIO caMOI0 HaAiHHICTIO, SKy AAIOTh PEHT-
reHiBcbKa kKpucrasorpadia ta AMP. Aae TeopeTHdHI MeTOOH, 3aBASIKU
IIBUAKOMY PO3BUTKY KOMII'IOTEPHOI TEXHIiKH (30KpeMa BUHUKHEHHIO
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rao00aAbHOI KOMII'FOTEPHOI MepeKi, 110 L03BOoAd€E 00'€THATH PO3PaxyHKOBI
MOZKAHBOCTI 6araThboxX KOMII'IOTepiB 1o BcboMy cBiTy — World Commu-
nity Grid), yke HOYMHAIOTH BiZirpaBaTH Ba>KAUBY pPOAb y CTBOPEHHI
CTPYKTYPHHUX aHOTALIH I[iAUX IPOTEOMiB.

HemonaBHo TakKy poboTy O6ya0 BHKOHaHO nas nporteomy S. Cerevi-
siae (Malmstrém et al. // PLoS Biol. — 2007. — Vol. 5(4). — P. €76
(www.plosbiology.org)). [JocainHuKHU po3aiauau yci 6iaku (moHanm 6 Tuc.)
nporeoMy Ha NPUOAM3HO 15 THUC. CTPYKTYPHHUX IOMEHIB, i IpocTOpoBa
CTPYKTypa OOMEHIB, KOTPi He MAOTh 'OMOAOTIH A0 BiIOMUX IIPOCTOPO-
BHUX CTPYKTYp, Oyara mobymoBaHa TEOPETHYHO 3a AOIIOMOTOI0 HaMKpa-
X CYy4YaCHHX AaATOPHUTMIB. Y3ro[:KeHHd TEOPETHYHHUX pPE3yAbTATIB
3 eKCIIEPUMEHTAABHUMHU JaHUMH M0N0 (PYHKIIIOHAABHOI'O 3HA4YEHHS II€B-
Hux 0iAKiB, 3aAy4eHHS IX OO MHEeBHHUX 0iOAOTIYHHX MOPOIEciB, BHyTpPilI-
HBOKAITMHHOI AOKaAai3allii M03BOAMAO 3OiHMCHUTH BIJHECEHHS BHUBYEHHUX
CTPYKTYPHHUX [AOMEHIiB OO POAWH €BOAIOIIIHHO OAM3BKUX 0iaKiB. Take
nepenbadeHHs IIPOCTOPOBHUX CTPYKTYpP Yy MacuTabi mpoTeoMy CTBOPIOE
OCHOBY [IAS IIOJAABIIIOTO BUBYEHHS MeXaHi3MiB (DYHKIIIOHYyBaHHS BEAU-
KOi KiABKOCTI JAPiKIKOBUX DiAKIB.

AHanoriyHe 3aBOaHHsS IlepenbadeHHs CTPYKTypu OiAKiB ImmpoTeoMy
AIOAVHU 30iHCHIOETHCS ChOTOAHI B paMKaxX BIiAIIOBiAHOTO MiXXKHapOIHO-
ro npoekty (Human Proteome Folding Project). [IBi ocHOBHi KaTeropii
0iAKIB pPO3TAIOAIOTECS SIK HaAWBAaXKAHUBIII y IIPAKTUYHIHA OAOLIIHMHI.
[To-miepirte, 1e 6iAKHU, TTOCAIIOBHOCTI SKUX 3aKO/I0OBAaHI B TE€HOMI AIOIUHU
i mAg 9KUX HeBimoMi CTPYKTypHi aHaasoru. Ilo-gpyre, 6iaAku, 3aKomoBaHi
B IeHOMaxX MaTOTE€HIiB AIOAUHU — OakTepiil i BipyciB, KOTPi BUKAUKAIOTH
pisHOMAaHITHI 3axBoproBaHHs. Came 6iAKH, sIKi 94acTO BiAirpaioTh KAIO-
YOBY POAB Y PO3BUTKY IIATOAOTIH, MOXKYTBH PO3TASAATHCH K MIIIeHi AAS
AIKapPCBKUX IIperapaTis.

Po3BUTOK CTPYKTypHOI 0ioiH(POpMATHKH 3YMOBAIOE II0OSIBY HOBHUX
MOXKAUBOCTEH KOMII'IOTEPHOI pO3poOKHU cmnenudivyHuxX iHribiTopiB axk-
THUBHUX IEHTPIB 0iAKiB 3 METOI0 CTBOPEHHH HOBHX AiKiB (drug design).
SIKIII0 ITpOCTOPOBA CTPYKTYypa 0iAKa BigoMa (K pe3yAbTaT eKCIIEPUMEH-
TaABPHOTO BUBYEHHS CTPYKTYpH abo TeopeTHYHOro IependadeHHs), MO-
’KHa IIPOBECTH MOJEAIOBAHHS B3a€MO/ii aKTHBHOIO ILIEHTPY 3 MaAUMH
AiraHmaMu: OigibpaTy MeBHY OpPraHiyHY CIIOAYKY, dKa CTePHUYHO Biaro-
Bila€ akKTUBHOMY LIEHTPY ¥ MOXKe BCTyHaTHU 3 HUM Yy €(PEeKTUBHI MiXKMO-
AEKYASIpPHI B3aeMomii. Y OiABIIOCTI BUITIAAKIB IIPOBOASTE CKPUHIHT BEAH-
4e3HOl KIABKOCTI BIKe€ ICHYIOYHX CHHTETHUYHHUX CIIOAYK, BiZOHpPAaIOTh
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Ha#fKpaml MIoao CIIoOpimHeHOoCTi mo Oiaka-miineHi, 3mifCHIOIOTH KOHC-
TPYIOBaHHA XiMIYHUX TTOXiMHUX, gKi 60 MaAu ITiABUIIEHY CIOPiMHEHICTB.
XiMiYHHUP CHHTE3, €eKCIIepHMeHTaAbHe BWBYEHHS B3aEMOMIIM TaKoro
CKOHCTPYHOBaHOI'0 AiraHay 3 OiAKOM i KAiHiYHI BUIIpoOyBaHHSA 3aBep-
LIIYIOTh IIPOILIEC CTBOPEHHS HOBOI'O AIKapPCHKOT'O IIpernapary.

[Ausza¥in AiKiB € TiABKM OJHUM i3 acCleKTiB HOBUX HiAXOMIiB y AiKy-
BaHHI 3aXBOPIOBaHb, SIKi MOXKHa 00'€qHATH IIil HA3BOIO MONEKYAAPHOL
MmeduuyuHu. YK€ ChbOTOIHI IIPaKTHYHE 3aCTOCYBaHHSI MOAEKYASIPHOI Me-
OUIIMHHU € JOCTAaTHBO Pi3HOMAaHITHUM.

Y mepuly 4epry lie CTOCYETHCS MOAEKYASIPHOI AiaTrHOCTUKU CIIaJKOBUX
3aXBOPIOBaHb, ¥ TOMY YHCAl — 40 HApPO/XKEHHS (IpeHaTaAbHa OiarHOC-
THKa). 'eHH mIpakKTHYHO BCiX CIIaAKOBHUX 3aXBOpPIOBaHb yXKe Bigomi, Me-
TOAU iXHBOTO BU3HAYEHHS IIIHPOKO 3aCTOCOBYIOTBCA B MEAHIIMHI 3 Me-
TOIO 3al00irTH HapPOMAXKEHHIO XBOPOi AUTHHU. MeToau MOAEKyASpPHOI
AiaTHOCTHKH [J03BOAGIOTh BHSBHUTH HE TiABKHU TI'€HH CIIQAKOBHUX (MOHO-
FeHHUX) 3aXBOpPIOBaHb (remodiaisgs, MyKoBUCHHI03, Mioguctpodisa [lro-
mieHHa, (PeHiAKeTOHypid TOII0), a ¥ TeHU CXUABHOCTI 40 TOTO YH iHIIIOTO
3aXBOpPIOBaHHA: XBOpPoO, fKi PO3BUBAIOTHCS B OIABII ITOXHAOMY BiIli
(xBopoOa AabireiiMmepa, pakK MOAOYHOI 3aA03U, HeHpoaereHepaTHBHI
XBOpoOHU), i TaKUX, 1110 BUHUKAIOTh 3a [ii MeBHUX 30BHIIIHIX (paKTOPiB
(miabeT, aTepocKaepo3, AesKi OHKOAOTIUHiI 3aXBOpIOBaHHs). MoaeKyadp-
Ha [AiaTHOCTHUKA J1a€ MOXKAMBICTBH IIOCTAaBHUTH OiaTHO3 3a40BrO 00 IIOIBHU
CUMIITOMIB i, BiAmmoBimHO, po3modyaTH ImpodisakTUKy abo AiKyBaHHM.
Po3BUTOK MeTOAiB '€ HOMiKH MO3BOAUTH ¥ MalOyTHbOMY IPOBOLUTH TO-
TaAbHY ‘F€HETHYHY HacHOpTH3allilo” 3 METOI0 BUABAECHHS IHAUBiAyaAb-
HUX PU3HKIB KOXKHOI AIOUHHU.

[HIIMM HaAIpPsMOM MOAEKYASPHOI MEOUIIMHH € T'eHHa Tepallid coami-
KOBUX 3axBopioBaHb. OCHOBHAa ifless IoAdrae B AiKyBaHHiI IIaTOAOTIH
HIASIXOM BBEIEHHS y KAITHHH BiAIIOBIiAHUX T€HETUYHUX KOHCTPYKILiH.
3po3ymino, 110 TYyT BUHHKAE BEAHMKA KiABKICTH IpoOAEM, OTHAK CHOTOAHI
Ha crazxii po3poOKH iCHYe KiabKa COTEeHb IIPOEKTIiB TeHHoi Teparii,
COPSIMOBAHUX Ha AIKYBaHHS OHKOAOTIYHUX, iH(ermitiaux (CHII, rema-
THUT, TYOEPKYABO3) i MOHOTEHHHX 3aXBOPIOBaHb.

[TepeBazkHa OGiABIIICTHL 3aXBOPIOBAHb ITOB'A3aHa HE CTIABKU 3 Aedek-
TaMH T€HiB, CKIABKHM 3 MNOPYLIEHHSMH CHCTEM peryadlii ixHwoi ekcrpe-
cii, 9Ki € TPUYHUHOIO 3MiH Y TPAHCKPHUIITOMI Ta HPOTEOMi. YCTAaHOBAEHHSA
KOopeAdaIi¥i Mixk 3MiHaMu B Habopi 0iAKiB i IToYyaTKOM 3aXBOPIOBaHHS
€ TaKOXK OJHUM i3 3aBaHb Cy4aCHOI IIPOTEOMIiKH.
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OmHUM i3 OPHUKAAAIB CBOEPIAHOTO KOHTPANYHKTY, IO SIKOTO CXO-
OAThCd iHTepecH (PyHIaMEHTAaABHHUX MOAEKYASIPHO-0i0AOTIYHHUX MOCAI-
IKEeHb 1 MEeIUIHHU, € anonmo3 — IIporpaMoBaHa 3arubeAb KAITHUH.
AnonnTo3 — (pidioaoriyHHE IIpollec, BiH aKTHUBYETHCS K BHYTPIIIHBO-
KAITUHHHUMH, TakK i 30BHIMIHIMU CHUTHaAaMU, SKi CIIPUHMAIOTBCS perie-
OTOPHUMH cHcTeMaMu. @DizioaoridHe 3HAYEHHd AaIlOIITO3y IIOASITa€E
y BUOaAeHHI nedeKTHHUX KAITHH. 3o0BHimIHI airanagu (raki gk FasL
i dpakTOpP HEKPO3Yy MYXAWH) B3a€EMOMIIOTH i3 pellernTopaMy KAITHHHOI
MeMOpaHu (Hampukaan, Fas), 1o mpuBoauTh 00 akTUBAallii crenudiyd-
HUX IIpoTeas, 3a[idHUX Y IIpollecax aloIlTo3y, — Kacnai. Ha BHyTpiHix
mIAXax aKTHBallil allonTo3dy dK HEeHTPaAbHHH €AeMEHT CHCTEMH 3ally-
CKy HIporpaMoBaHoOi 3arubeai BUKOPHCTOBYIOTHCS MITOXOHApPii: pi3HO-
MaHIiTHi CTpecH, HaKOoNHW4YeHHs ImomkoakeHb JAHK, mmopymieHHa cucreMm
BHYTPIIIHBOKAITHHHOI peryasilii akTUBYIOTH NIpoanmonTUYHUN 0iaok
Bax, gakuii 3B'dA3y€ThCSI 3 MITOXOHAPiaAbHOI0O MeMOpaHOI Ta iHAYKyeE
BHU3BOAEHHSI B IIUTO30Ab IIUTOXPOMY C Ta IHIINX MITOXOHApPiaAbHUHX
0iAkiB. AKTHUBHICTh BaxX KOHTPOAIOETBCH KiabKOMa iHribiTopamu, 30K-
peMma OiakoM Bcl2. ILluToXpoM € yTBOPIOE B IIUTO30Ai MYABTHOIAKOBHH
KOMIIAEKC i3 KiAbKOMAa iHIIUMH 0iAKaMM — amoIITOCOMY, Y CKAaAi SKOi
BigOyBaeThCca aKTHBAIlid TaK 3BaHOI Kacrasu 9, i, 9K HaCAiIOK, iHITHUX
Kacnas. [IporeoaiTHyHa aKTUBHICTH Kaclla3 COPUYUHIOE 3arubeAb KAi-
TUHHU. [lapaseabHO IpU ILOMY aKTHUBYETBHCS (pparMeHTallid XpOMaTHHY
HyKAeas3aMM, allolITUYHa KAITHHA HepeTBOPIOETHCS Ha KiAbKa alloll-
THUYHUX TiAellb, SKi (paroluTyoThCs Makpodaramu. BaxkauBa poab B iH-
AYKLil IIporpaMy aroIITo3y HaAeXXHuTh 0iAKy pS53: akTuBallig reHa pS53
BinbyBaeThCca y BiANIoBinb Ha HaKONMHWYEHHS HOIIKoaxKeHb y [JHK -
AKII0 epeKTHUBHICTDL pernapalliifiHux CHUCTEM € HeIOCTATHBLOIO, TO iH-
OYKYETBCA alloIITO3 SIK MEXaHi3M 3aXUCTy OpraHidMy Bif IPUCYTHOCTI
IOINKOMXKEHUX, 3MaTHUX MO0 3A0dKicHOI TpaHcdopwmariii kaiTuH. Cam
6iroK p53 € aKTHUBATOPOM TPAHCKPHIIILi] KiABKOX ITPOAIIONTHYHUX Te-
HiB, 30KpeMa reHiB 0iakiB Bax, Fas Ta iHIINX, IPOAYKTH AKUX 3aIlyC-
KaloTh alolITU4YHYy nporpamy. KpiMm Toro, pS3 akKTHUBy€e TpPaHCKPHIIIilO
p21 — iHribiTOpa KAITHHHOTO NOAIAY, AKHUH CIIPpUSE 3YIIHHILI KAITUHHO-
ro mUKAy Ha cramii G1.

HaBepenuit pgy>ke IMIOBEPXHEBUM OTAG]l MOAEKYASIPHHX MeXaHi3MiB
arnonTo3y AEMOHCTPYE CKAQIHICTH CHUCTEMH Horo peryadqiii. ITopyiienHsa
i€l cucTeMu NMPU3BOASTE 10 BUHUKHEHHS Pi3HOMaHITHUX 3aXBOPIOBaHb,
MIOB'SI3aHUX i3 IiACUAEHHSIM ab0 raabMyBaHHAM amontody. OOHUM i3 mia-
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XOMIB ¥ AIKyBaHHI TAaKUX 3aXBOPIOBAHb € CTBOPEHHH AIKApPCHKHUX IIpena-
paTiB BUOIpKOBOI Aii, Ki 6 03BOASIAY CIIPIMOBAHO BIIAMBATU Ha IIPOIIECH
npoaidpepanii Ta mporpamoBaHoi 3arubeai KaiTwH. HalimepcrnieKTHBHIIIIN-
MU B IIbOMY IIAQHi BBasKalOThCSd TaK 3BaHi aHTHU3MiCTOBHI OAITOHYKAEOTH-
U, 9Ki € KOMIIAEMEHTapHUMH HYKACOTHIHHM IIOCAIJOBHOCTSM AallOIITO3-
crieriuivHUX TeHiB i AiroTh 3a npuHinnamu PHK-intepdepenmii (Ha piBHi
TpaHCcKpunLii abo TpaHcadailii). Hanmpukaaa, BUKOPHUCTaHHS aHTH3MiCTOB-
HHUX OAITOHYKAEOTHIIB, KOMIIAEMEHTAPHUX ITEBHUM [iAdHKaM reHa Bcl2,
Ma€ IIPUBECTH [0 iHriOyBaHHS CHHTE3y IIbOro 0OiAKa i, BiAIIOBiZHO, MO ak-
THUBAllil arlonTo3y I[iALOBUX KAITHUH-MillleHEH.

Ycmix Takoi Teparrii 3aAeXKUTh Bif CIIOCO0Yy AOCTaBKH aHTH3MiCTOBHOTO
OAITOHYKA€OTHAY (YM IHIIIOTO IIperapary CIpsaMOBaHOi Aii) [0 IIIABOBHX
KAiITMH. OCTaHHIM 9acoM sIK BEKTOPH-IIEPEHOCHUKH BUKOPHCTOBYIOTH II€BHI
BipyCHi cHUCTeMH Ta 0iAKH-IIEPEHOCHUKH, a TaKOXK HaHOYaCTHHKU (Kapbo-
HOBI HAaHOTPYOKH, (pyA€peHHU TOIIO). IHTeHCUBHUI PO3BUTOK HAHOTEXHO-
AOTIH 1 mporpec y poO3yMiHHI IIpUHIUINIB (QOYHKILIOHYBaHHS 6ioAOTiYHHX
MOAEKYASIPHUX MaIlIMH BXe 3yMOBHAU HAPOKEHHSI 6i0HaHOMexHOoNoz2it.

CroronHi 6iOHAHOTEXHOAOTISI POOUTH AUlle Hepilli Kpoku. CTBOpeHHS
HaHOPOOOTIB, gKi 6 MOTAU AIKyBaTH XBOpPOOHM Oe3rocepeaHBO B MiCIli, ae
PO3BUBAIOTHCS IIATOAOTIYHI IIPOIECH, i perapyBaTH IIOUIKOAXKEHHS, III0
BUHUKAU B OpraHi3Mmi, Ile He € peasbHICTIO, Xoua BxXKe ¥ He BUTAIAE
abcoaroTHO (paHTacCTHYHUM. 2KHBI KAITHMHH MalOTh THUCHYi IpaIlloloumx
HaHOMAaIIWH, 30aTHUX NepebynoByBaTH MaTepilo Ha aTOMHOMY pPiBHi:
MOTOPHU MOAEKYAIPHOTI'O PO3Mipy, CEHCOPH, TPAHCIOPTHI ¥ iHdopMa-
HifiHi TpucTpoi Ta iHIIII KOPHCHI MexaHi3MHu. 3aBOaHHIM 0i0OHAHOTEXHO-
Aorii Oyze po3BUTOK y OasKaHUX HAIIPsIMax BAACTHUBOCTEH TAKHX MAITUH
mAgxXoM ixHbOI Moam@ikamii Ta KOHCTPYIOBaAHHA IXHiIX HOBHUX aHAAOTIB.
Ile mO3BOAUTH CTBOPIOBATH HOBi MaTepiaal 3 TOYHO KOHTPOABOBAHOIO
CTPYKTYpPOIO Ha aTOMapHOMY PiBHi, HAHOYINH Ta KOMI'IOTEPHIi IIPUCTPOI
MiHIMaABHUX PO3MipiB, IIpenu3ifiHi ceHCOpHi cucteMu. BioHaHOTEXHO-
aorii OynyTh HacaMmIepes 3acCTOCOBYBaTH B MEAUIIMHI, aaxke OioHaHO-
MalllMHH HalKpallle NPalioloTh Y XKHUBUX KAITHHaX. MoAeKyAdpHi KOM-
IIAEKCH, 3MaTHI 3HAXOMAUTH 3A0LAKICHI KAITHHH abo 3[aificHIOBATH AOKAa-
ABHY AIKYBaABHY [iI0 HHUHI y2Ke iCHyIOTh. BiAkoBa iHXKeHepid BXKe ChOTO-
[Hi TO3BOASIE CTBOPIOBATHU (PEPMEHTH 3 ITiABUIIEHOIO TePMOCTabiABHICTIO
abo 3MmiHeHoI0 creru@ivHicTIO. [iarHOCTHUYHI GiOHAHOCEHCOPH, MOAEKY-
AIPHI MallUHU A9 3AiHCHEHHS TepalleBTUYHUX 3aBAaHb, iHII MeaudHi
3aCTOCYBaHHS 0iI0HAHOTEXHOAOTII — CITpaBa HEJAAEKOr0 Mai0yTHHOTO.
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Cue0n06 A.B. MoAekyasipHa Gioaoris

Y HaflbAHKYe HEeCATHAITTS CAiZl O4iKyBaTH OCTATOYHOTO PO3B'I3aHHS
npobAaeMH BH3HAYEHHS IIPOCTOPOBOi CTPYKTYPH 0iAKiB, BUXOAIYHU 3 IX-
HBOI aMiHOKHCAOTHOI ITOCAIZOBHOCTI. lle M03BOAUTEH He TiABKH Iepenba-
4yaTHU CTPYKTYpPY Ta (PyHKILiI0 Oyab-gdkKoro Oianka, a ¥ eeKTHBHO BIOC-
KOHAAIOBATH NPUPOAHI OiAKM, 3milicCHIOBATH AH3a¥H HOBHUX, IIPUCTOCO-
BaHUX il Pi3HOMAaHITHI MOTPedU TEeXHOAOTIl Ta MeguIMHU. HacTynmHUM
eTarioM, HaAIleBHO, CTaHE KAITHHHA iHXKeHepisd. Yke Tellep IIeBHUM YH-
HOM MOAM(IKOBaHiI KAITHHHU IIHNPOKO BUKOPHUCTOBYIOTH OASI BUPOOHUIIT-
Ba 6iakiB. Ha ocHOBI 3pocraroydoi iHdopmarlii omo opranisaitii reHoMiB
i IpoTeoMiB, a TaK0¥XK IANOOKOT'0 PO3YMiHHS MOAEKYAIPHUX MeXaHi3MiB
B3aeMOil i PyHKIIOHYBaHHA 0i0OMaKPOMOAEKYA, 3'9BUTHCS MOXKAHBICTD
MoaudiKyBaTH KAITHUHU ITi/l IIUPIIE KOAO IIPUKAQTHUX 3aBAaHb.

3a Tpoxu Oiapmie Hixk 50 pPoOKiB CBOTO PO3BUTKY MOAEKyAspHa 0ioao-
rid cTasa OJHI€I0 i3 KAIOYWOBUX rasysed pyHIaMeHTaAbBHOTO ITPHUPOAO-
3HAaBCTBAa Ta OCHOBOIO Maiike BCiX 0ioaroriyHmMX HayK. CaMe Ha MOAEKY-
AspHO-6ioAoriyHUX minxonax 6a3yeTbecsa cydacHa Oioaoris KaiTuHU, isi-
OAOTisI, TAKCOHOMIisI, aHTpPoHoAOrisa Tomo. IIBUAKUH PO3BHUTOK MOAEKY-
ASIPHUX 0iOTEXHOAOTIH 1 HapOIKEHHI Ha HAIIUX odyax 6i0HaHOTEXHOAOTI]
Ta MOAEKYAIPHOI MEIUIHHH POOUTHL MOAEKYAdPHY O0iOAOTiI0 OOHI€IO 3
HaHWBaXXAUBININX IPUKAQIHUX AHUCIIHIIAIH.
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ITPEAMETHUI IIOKAKUYUK

A3zoTucTi ocHOBU 65-66,72

Aromomairiga aa-TPHK 245-247

AxkTuBHU# 11eHTp 49-50, 55-56

Awminokucaotu 33-35

AaTUKOMOH 223-225

Auturepminania 149-150

APCa3za 225-229

Arenroarrisg 150-151

ArleTrArOBaHHd TricToHiB 121-123, 176-177, 189-192

Baxkrepiodgar A 152-155, 316, 334
BibaioTeka kaouiB 337-339
BiankoBo-HyKA€iHOBE BIidHaHHS 88-92
Baor-ribpuanzariis

— BectepH 349-350

— Ho3epH 349

— CayzepH 348-349
Bpomomomen 122-123, 177

BanaepBaaabcoBi Baemomii 23-25, 42-43, 71
Bigkpura pamka 3untyBaHHs 105

BiabHa eHepria 13-18

BogneBuii 3B'30K 27-29, 37-40, 70-73, 90-91
BropunHa cTrpykTypa 37-39

Tenaikaza 146, 165-166, 284-286, 294, 302-304
I'ex 105-106

lNewernunwuii kom 103-105, 225

l'enu momamniuworo rocrnogapcrea 110

l'ermom 106-109

Fereponymnaexkc 310

FerepoxpomatuH 127, 189-192, 196
lopuauzarnis HykaeiHOBuX KucaoT 338, 348-349
TFigpoaiz ATP 57-59



liagpodobHi B3aemoxii 29-30, 40-43, 71, 87
lcrouu 85, 115-125, 176-177, 296-298
lNcronoBuii kom 123

C'aobyaa 40-43

F'opmonoBuii penentop 83-84, 174-175, 269

He3okcuprboza 66-68
JHK-mmoaimepasza 279-284, 294-295
Hyniaekc 70

Ex3o0H 109-110, 113, 204-205
Ex3onykaeaza 69, 279, 282
EaexkTpocraTuuHi BlaeMmonii 25-26, 89-90
EaexkTpodopes 335-337, 353-355
EAoHraria
— TpaHcKpunmii 139-145, 186-188
— TpaHcasitii 239-247
Ennonykaeaza 69
Enepria akruparii 22-23, 54-55
Enraspmia 14-15
Enrpomia 15
Enxancep 162
Enxancocoma 172

3BopoTHAa TpaHcKpumiia 114, 325-327

ImyHOmpelumiTaliia xpoMaTuHy 355-356
[iniaria
— pemnaikarii 292-293, 295-296
— TpaHckpumiii 132, 136-139, 162, 167-170
— TpaHcasiii 253-257
InTpon 109-110, 113, 204-205

Karaaiz 54-56, 141, 207-208, 249
k/IHK 338

Kemr 201-202

KiapkicTh 3ueniaeHb 93-96

Kinaza 121-122, 166-167
KaonyBauua /IHK 331-335
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KoBasnenTHuit 3B'930K 19-23

Komon 103-105, 225, 243-245

KomniaemenTapsicts 70-72

KoucranTa piBHOBaru 14, 16-18

Koudopmaria 13, 20-22, 36-37

Kondopmariitina pyxausicts 20-22, 51-53, 80, 91-92
KoonieparusHicts 153, 171-172

KocMmina 334-335

AeitiniiHoBui 3inep 83-84
Airaza 152, 286-288

Manenska saepHa PHK 205-206
Maaenbka ganepueBa PHK 230
MemiaTop 166
Memb6panHi 6iaku 50-51
MeTuaroBaHHS

— [IHK 192-194

— ricrouiB 121-122, 191-192
Minicareaitu 114, 347
Mikpo-PHK 196, 261
MikpocaTteaitu 114
Micmetu 303
Mob6iabHi eaemenT 114-115, 323-327
MoaekyasipHa MamuHa 59-62, 145, 207-208, 252-253
MPHK 106, 212

Hancmipaaizaris 94-97
Hykaeasa 69-70
Hyxaeosung 66
Hyxaeocoma 115-121
Hyraeornnm 66-67

Omnepon 108, 147-151
Opumxun 292-293, 295-296

HipuMmunyuzu 65-66
ITenTo3a 65-68
[Menntunua-Tpanchepasuuii neutTp 232-233, 248-249
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[MenrruoaM# 3B'930K 35-37
IMaaszmiga 109, 331-332
IIAP 339-341
[ToaiameniayBanuag MPHK 209-211
IMoxgitina croipaawb 70-75
ITocAimoBHICTE

— Kozak 257

— MTatitna — Haaprapuo 254-255
[MTpatimaza 284, 286-287, 290, 292, 294
[TpeinintiaTopHuit Komnaekc 162, 166-167
ITpomoTtop

— bakrepiaabHuit 131-132, 137

— eykapioruuHuit 162-164, 168-170, 173
[TpoutecuBHicTe 140, 283-284, 288
IMTpoutecuur 201, 222, 262-263
IlceBmoren 111
[Typuau 65-66

PaiizuHr 95
PenaryBanus
- MPHK 217
— IIOMHUAOK TIPU
— aminoaruaroBandi TPHK 229
— permaikartii 282-283
— TpaHckpunuii 142-144
PezoabpBaza 313
Pekombinaurua /JJHK 332-333
PekombOinaria
— romoaorigaa 309-315
— imyHOrAOOYyAIiHOBHX reHiB 319-323
— He3zakoHHa 309, 318
— camr-criertndpivyaa 309, 316-318
PemonearoBanHa xpomaTuHy 178-181
PerTreHoctTpykrypHHE aHaaiz 360-361
Pentaparia
— ABOAAHIIOTOBUX po3puBiB 306
— ekcrusitina 301-303
— MmicmeTuiB 303-304
— npsama 300
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Pemiaicoma 284-286, 288-290
Periaikon 276-278

Penipecop 147

Pecrpukraza 69, 331-332
Perpomozonm 114, 323, 325
Pu6o3a 66-68

Pu6o3um 208-209

Pu6ocoma 230-238
PHK-inTepdepenrtiis 194-197
PHK-mmoaimepaza 131-136, 159-161
PosnaaBaeHna raobyaa 42-43, 264
pPHK 106, 235-237

Catinencep 162

CexkeenyBanHdg [IHK 341-343
CurHaabHAa TpaHCAYKILd 175
o-Cripaas 37-39

Coaaticunr 109-110, 201, 204-209
Cnaaiicocoma 205-209
Crekidr-B3aemomii 71

B-Ctpykrypa 39-40

Crpykrypa Xoaigea 310-315
CTpyKTypHi MOTHUBHU 44-48
CTpyKTypHi popMHU IOABIHHOI crripaai 76-78

TangemHi noBropu 111-114
Tayromepia 143-144
TBicT (KyT) 75
TBicT (KiABKICTE BUTKIB) 93
Teaomepaza 298-299
Teaomepu 109, 190, 298
Tepwminattig
— pemnaikartii 291-293
— TpaHcKpumIii 145-146, 209-212
— TpaHcAdILi 258-259
Tormoizomep 94-95
Tomnoizomepasu 97-100, 291-292
Tomoaoris 93
TpaHc-eaemeHT 147
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TpaHcaokaria

— [IHK-toaimepasu 281

— pubocomu 239-240, 249-252

— PHK-ntoaimepasu 142-143, 160-161
Tpaucnenrunarisa 239-240, 247-249
Tpancniozonu 114, 323-324
Tpauccopmaria JAHK 331, 333-334
TperunHa cTpykTypa 40
TPHK 106, 221-225

PakTOpHU
— npouecunry MPHK 209-213
— TpaHckpumnii 147, 170-173
— bazaabHi 162-166, 168-170
— eaoHranii 187
— TpaHcadauii 239-242, 249-250, 254-259
dinrepapuntuHr [IHK 347-348
dayopecnenmia 362-363
dPocdoniedipHmii 3B'930K 68
dparmenTu Okaszaki 276-277, 286-287
dyrnpuntuHr [JHK 354-355

XpomartuHoBa pibpraa 125-127
Xpomomomen 123, 191

euTpomepu 109, 191
[InukoBui nmasensd 83-84
Hupkyaspra JHK 93-97
Huc-eaement 147
Hykpodocharuuti ocTroB 68-69

YerBepTHUHHA CTPyKTYypa 40

Ianepon 266-269
[MMTanteponin 270-272

SlnepHuii MmaTpukc 127-128
SIMP 363-364
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Alu-nmoBTop 114, 261
ATP 57-62

CpG-octpiBui 110, 193
CTD 161, 168, 201, 203

DPE 162-163
GTP 240

HAT 121

HMG 85-86, 183-185
HD 122

HP1 191-192

Hsp 174, 267

HTH 81-82

LINE 114, 326-327
LTR-perponiozoru 114, 325

MAR 127

SINE 114, 327
Swi/Snf 178

TATA-0Ookc 162
TAF 163-164
TBP 87, 163, 164
TFIIB 164-165
TFIID 163

TFIIH 165-166
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