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INPEJVCJIOBHUE

Hacrosmuit yueOHUK HallMcaH Ha OCHOBE Kypca JIEKLIMI TT0 CTPYKType puboCcoM U
OroCUHTe3y Oellka, KOTOPHIN s YUTal0 CTyAeHTaM CTapIlluX KypCOB OMOJOrMYECKOTO
dakynbpTeTa MOCKOBCKOTO TOCYOApCTBEHHOTO YHUBeEpcUTeTa. JIEKIIMU ObUIM YacThIO
OCHOBHOTO Kypca M0 MOJICKYJISIDHOI OMOJIOTUU B TeUeHUE O0jiee TpeX AeCITUICTUI, 1
OHU IIpeTepIIeiM 3HAYUTEIbHYIO 3BOIIOLIUIO 110 MEpe pa3BUTUS 3HAHUI B 9TO 00Ja-
ctu. Hayka nmponoirkaer uaTu BIieped, M YUTATEIN TOJDKHBI OBITh TOTOBBI K TOMY, UTO
HEKOTOphIe (haKTHI, YTBEPXKICHUS U UIEH, BKIIIOYCHHEBIC B KHUTY, MOTYT OKa3aThCs He
COBCEM IIOJTHBIMM WJIA HE COBCEM COBPEMEHHBIMH. B JIF000M cilygae KHUTA SBIISICTCS
y4eOHBIM PYKOBOICTBOM, a HE UcUYepIbIBaloMM 0030poM. OHa obecrieuyrBaeT OCHOBY
IUISI 3HAHW U pa3BUTHS TEKYIIMX MIIE B 001acTi OMOCHHTe3a OeKa, 1aeT IMIpUMephl
HaOIIONEeHU 1 UX 00BbsICHeHMs. $1 TOHNMAI0, 9TO HEKOTOpPhIe OOBSICHEHUS 1 BEIBOIBI
MOTYT OBITH IIPEOBAPUTEIBHBIMU U CIIOPHBIMM, HO HAIEIOCh, YTO OHM ITOCIIYyXKaT CTU-
MYJIOM JJIsl pa3MBILIJIEHUI 1 00CYXKACHUS ITPOOJIeM.

Y KHUTU ecTh MPOTOTHUIT: 3TO MOsI MOHOTpadus «MonekynsipHas ouosnorus: CTpyk-
Typa puboCOMBbI M GMOCHHTE3 Oeika», BhIlIeAmas B 1986 1. B uznatenbctBe «Bbiciias
mKoia», MockBa. 31ech 1 B OCHOBHOM BBIICPXKUBAIO MPEABIIYIIAN MOPSIOK IIPeI-
CTaBJIEHUS TeM U IoapasfeneHus Ha IaBbl. OMHaKO comepxKaHue IJIaB ObUIO MOABEP-
THYTO 3HAYMTEILHOM PeBU3NHU U HonojiHeHo. KopoTkast BBogHast miaBa 1 Temepb 3Ha-
YUTEJIFHO pacIIipeHa 1 BKITI0YAeT UCTOPHIO OTKPHITHS KOMUPYIOIINX U HEKOTUPYIOIINX
PHK, nepeuncnenne Kak TeHETMIECKNX, TaK 1 HETCHETUUCCKUX (DYHKIIMIA pa3IMnIHBIX
BunoB PHK, onucaHue oCHOBHBIX MPUHIIMIIOB MaKPOMOJIEKY/IsIpHOU cTpyKTypbl PHK,
a Takke M3JIoKeHue runotesnl o apeBHeM Mupe PHK, ero mpoucxoxaeHuu u 3BOJIO-
1IMU B KJIETOUHbIe (DOPMBI XU3HU. [71aBel 110 Mopdonaoruu pudocomsl (1. 5), pubdo-
comHoit PHK (r1. 6), TepmuHanmu TpaHcasiiyu (1. 13), KOTpaHCISIMOHHOMY CBOpa-
YUBAHUIO U TPAHCMEMOpPAHHOMY TpaHCHOPTY O0eaKOB (T71. 17) MOJHOCTHIO MepenucaHbl
B COOTBETCTBMU C HOBBIMU HaHHBbIMU. I71aBel 7 1 8 u3naHus 1986 1., TTOCBsIIIIEHHbIE
PUOOCOMHBIM OeJTKaM, OOBESIMHEHBI W IOTIOJTHEHBI HOBEIM MaTEePHAJIOM IO YeTBEPTHI-
HOH CTpYKType prudocombl. PaKTUIECKH 3aHOBO HAITMCAHBI IJIABHI IO KOHTPOJIIO TPAHC-
JISLUK Y TIpokapuoT (D1. 15) u sykapuor (1. 16). 3akimounTenbHas miaBa 18 00 0CHOB-
HBIX IPUHIIMIAX CTPYKTYPHOI opraHu3alny 1 (yHKIIMOHUPOBAaHUs pUOOCOMBI TETIEpPh
BKJIIOUAET TaKKe pacCMOTpPEeHNE PUOOCOMBI KaK MOJICKY/ISIPHO MAIIIMHEI.

B 3T0i1 KkHUTE (KaK ¥ B IPEnbIAYIIEi) TUTepaTypHbIE CChUIKYU TTPUBEACHBI B OCHOB-
HOM B 1LIeJISIX OOYYEHUSI M TaKM 00pa30oM CITMCOK JIMTepaTypbl, UMEIOIMICS B KOHIIE
KaXI0# TIaBbl, TaJIeKO He TMONHBIN. YTOOBI AaTh MpencTaBieHre 00 UCTOPUM OTKPHI-
TUI, T OUTUPYIO TTPEUMYIIECTBEHHO ITMOHEPCKHE MCCIIEIOBAaHUS B 00CYyXKIaeMoil 00-
JIACTH ¥ IO XOAY TEKCTa YKa3bIBal0 PYKOBOMUTENICH COOTBETCTBYIOIIMX HAYYHBIX IPYIIIT
B PYCCKOU TPaHCKPUIIIUU U TOI MyOauKauu paboTel. CaMu Xe CChUIKU Ha pabOThI B
OPUTMHAJILHOM TPaHCKPMIIIIMU, a TAKXKe CCHUTKM Ha 0030pbI JaHbI, KaK yKe OTMEYeHO
BBIIIIE, B KOHIIE KaXXI0#l mIaBbl. Bo MHOTHX CIIydastx IpU CCHUIKAX Ha pPadOThI KOJIJIEK-
THUBOB aBTOPOB (haMIINK PyKOBOMUTEICH IPYIII B CIMCKAX JIATEPaTyPhl IIOMYEPKHYTHI.
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Béibiiast 4acTh MUTIOCTPALIMA IO CTPYKTYpe pUOOCOM 1 UX KOMITOHEHTOB, OIIpeIeIcH-
Hoii B KoHIIe 1990-x 1 2000-X IT. ¢ TIOMOIIBIO PEHTTEHOCTPYKTYPHOTO aHaIN3a, Hapsi-
Iy CO CChUJIKAMM Ha COOTBETCTBYIOILIME MyOJMKaIIMM, CHaOXeHa TakxKe CChUIKaMU Ha
UIEHTU(DUKATMOHHBII HOMEP B MEXIYHAPOJHOM OaHKe OEJTKOBBIX CTPYKTYp — Protein
Data Bank (PDB ID). Kaura comepXXuT 1 MHOTO OPUTUHAJIBHBIX WJUTIOCTPALIUiA, ClIe-
JIAaHHBIX OJlarogapsl LEHHOW MOMOIIM MOUX COTpyAHUKOB B MHcTuTyTe Oenka PAH B
IMymuno. A Takxke 61arogapeH MOUM KoJjuieraM, padoTtaromum kak B UHCTuTyTe 6e-
Ka, Tak u BHe ero, — A. A.bornaHoBy, B. I. Bacunbey, A. B. Ebumosy, B. H.Jly3u-
koBy, JI. JI. Kucenesy, B. A. Konb6y, JI. I1. OBunHauKOBY, A. I'. Pa3anoBy 1 A. B. ®uH-
KeJIbIITeiHY — 3a MX BKJIAJ B HalMCaHUE W OOCYXXICHHUE psiia IJIaB 3TOr0 y4YeOHUKA.
Xouy npuHecTr ocodyto 6iaaromapHocTh A. KomMepy 3a HEOLIEHMMYIO MOMOILLb B MIPU-
TOTOBJICHUH BCETO MJIIOCTpPAalIMOHHOrO Marepuaia KHurHu, T. b. KyBImmHKnHOM 3a
OOJBIION BKJIAI B COCTaBICHUE U YIIOPSIIOYMBAHME CITMCKOB JIMTEPATypPhl K KasKIOU
rnase u JI. H. PoxxaHckoil 3a moBceqHEBHYIO TeXHUYECKY10 IomMollb. KpomMe Toro, s
BecbMa TMPU3HATEJIEH COTPYAHUKY Kadeapbl MOJIEKYISIPHOU OMOIOTMU OMOIOTNYECKOo-
ro ¢pakyasrera MI'Y um. M. B.JlomoHocoBa I1. A. KameHCcKOMY 3a TTIOMOILb B TTOATO-
TOBKE PYKONUCHU U B IEMOHCTpAIIUM €€ MaTepraia Ha MOUX JICKIIHSIX.

A. C.CnupuH,
MockBa — Ilymuno, 2008 .



YACTD 1. BBOJTHAS

nasa 1
MUP PHK U BUOCHHTE3 BEJIKOB

1.1. IleHTpanpHasA AOTMA MOJEKYAPHON OMOIOTHH

B 40-x rr. XX B., mpexie BCero Ha OCHOBE LIMTOJOTMYECKUX U OMOXMMUYECKUX Ha-
omonenuii Kacnepcona (1941) u bpame (1941 — 1942), crayo ckinanbiBaTbCs MPEACTaB-
nenue, aro JJHK, mokanusyroiasics B sapax KIETOK, B X XpOMOCOMAX, CAMBIM TECHBIM
o0pa3oM cBsi3aHa ¢ annaparoM HacjencrBeHHocTu, a PHK — aTo o6s13aTtenbHblil KOM-
MOHEHT KJIETOYHOI LIUTOIJIa3Mbl, OTBETCTBEHHBII 32 OMocuHTe3 Oenka. IIpsimble aKc-
nepuMeHThl DiiBepu, MakJleon u MakKaptu (1944) noxkazanu, 4To yucTasi, U30Jaupo-
BaHHas 13 kineTok JJTHK MoxeT OBITh HOCUTEIEM HACISOCTBEHHBIX MPU3HAKOB Opra-
HuU3Ma. Bce Gombliiee KOMM4IeCcTBO UCCIenoBaTelieili — B IMEPBYIO oYepeab OMOXMMHUKOB
U LIMTOJIOTOB — HAayMHaJIM CKJIOHAThCS K MbIciu, yTo JIHK mam ee koMIuiekcol ¢ 6en-
KOM MOTYT ObITh OCHOBHBIMU HOCUTEJISIMU TeHeTnueckoil nHpopmMaumu, a PHK — mno-
CPEIHNKOM, BOCTIPUHUMAIOIINM 3Ty MHpopManmio oT JHK 1 peannsyiommm ee myrteM
OuocuHTE3a OEIKOB.

K Havany 1950-x rr. Yapracdd ycraHoBuI akT BUTOBOM CIeLIM(MUIHOCTH COCTaBa
JHK, nmoka3aB, 4TO COOTHOLLIEHUE YEThIPEX COPTOB €€ MOHOMEPOB — T'yaHuJIoBoro (G),
ageHwioBoro (A), uutuauinoBoro (C) u Tumunwiosoro (T) — paznuuaeTcst y pa3HbIX
BUIOB OPTaHU3MOB. DTOT (DAKT MPSIMO COOTBETCTBOBAJ IIPENIIOIaraBIIeCcs TeHETUYC-
ckoit ponu JIHK. Bbiin HaiineHbl Tak:Ke MHTEPECHbIE 3aKOHOMEPHOCTU B HYKJICOTH/I-
HoM coctaBe JIHK, Ha3zBaHHbIe «npaBunamu Yapradda»: He3aBUCUMO OT BUAOBBIX
pazmmunii, Bo Becex JIHK kommudecTtBo G 66110 paBHO KosmaecTBy C, a KOJTUIECTBO A —
kommuecTBY T (G =C, A=T). B 1953 1. YorcoHn u Kpuk, UCIT07b3ys 3TN SKCIIEPUMEH-
TaJlbHbIE JaHHbIE M0 xuMudyeckoMy coctaBy JIHK, a Takke pe3yabTaTbl pEeHTTEHOCTPYK-
TYPHBIX aHAJIM30B OpUeHTUpoBaHHEIX HUTel JJHK, ykaspiBaBIIMe Ha CIIUpaIbHBINA
XapakTep YKIAIKN ee IMOJIUMEPHBIX MOJIeKy (YuinkuHC u Op3HKIUH), TTPESIIOXKIIIN
MozeIb MaKpoMoJeKynsipHoii ctpykTypbl JJHK. DTo Oblna nBoiiHas crimpanb, Iae IBe
noauMepHble HUTH JJHK 3akpydyeHbl BOKpYT OOIEil OCY U yASP>KMBAIOTCSI BMECTE 3a
cuet napHbix B3aumoneiictBuiit G ¢ C u A ¢ T (puc. 1.1). HemocpeactseHHO U3 31Ol
CTPYKTYPHI BHITEKAJI MEXaHN3M €€ TOUHOTO BOCIIPOU3BEICHMSI, YTO BIIEPBBIC TAJI0 O0b-
SICHeHME HACJIEACTBEHHOCTH — BOCIIPOM3BENCHMIO T€HOB B MPOIIECCaX Pa3MHOXEHUSI.
Tak mosBeka Ha3an poauaach HOBasi HAyka — MOJIEKYJIsIpHasi OMOIOTUSI.

B ocHoBe BocrnipousBeneHus (peayruimkanuu) ctpyktypbl JHK mexuT Tak Ha3bl-
BaeMBI IPUHILIUIT KOMITJIEMEHTapPHOCTU: B IBOMHON CIIMpPaIM IBE MOJIMMEPHBIC HESITH
JHK cBsi3aHBI ApyT € IpyroM OOK 0 OOK BOTOPOTHBLIMM CBI3SIMU 3a cYeT 0Opa30BaHUSI
nap G:C, C:G, A:Tu T:A (31nech 1 najee HEKOBaJeHTHBIE CBSI3M 0003HAYEHBI IBOE-
TouusiMu). Eciiu aBe 1ieny NBOMHOM CrMpasiv pacXodsITCs, TO Ha KaXKI0il U3 HUX MOXET
CTPOUTHCST (ITOJTUMEPHU30BaThCS) HOBasI KoMHAeMeHmapHas 1enb, TaK 9TO HAIlpOTHUB
G ucxonHoit nenu ycraHapnubaeTcss C HoBoit 1ienu, HanpotuB C crapoii uenmu — G
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Puc. 1.1. Cxema nBoitHo#t cimpamu JJHK, ee komruiemeHnTapHoii penyrukanvu (4) 1 KOMITIe-
meHTapHoro cuHTe3a PHK Ha onnoit u3 neneit JHK (tpanckpunuuu) (5)

HOBOI1 Lienu, HanpoTuB A — T, a HanpoTuB T — A; B pe3yabTaTe 3TOro MoJy4aloTcs IBe
JIoYepHUE TBOMHBIE CITUPATIU, MOJHOCThIO UICHTUYHbBIE UCXOTHOU — MaTepUHCKOM (CM.
puc. 1.1, A).

PHK xumunuecku nogo6Ha JJTHK. B o6oux ciaydasix 3To JIMHeliHbIEe, Hepa3BETBJICH-
HbIe MOJUMEPhl HYKJIEOTUIOB C MEeHT030(hoc(haTHBIM OCTOBOM U YETHIPbMS TUIIAMU
a30TUCTBIX (MYPUHOBBIX U TMPUMUINHOBBIX) OCHOBAHUI B KaueCTBE OOKOBBIX IPYIII.
CyuiecTByeT TOAbKO ABa HeOoabiux oTanuus uenu PHK ot onunounoit uenu JHK:
1) matuyrieponHbiii caxap (nmeHro3a) B PHK npencrasinen pubo3oii, a B JIHK ero mpo-
M3BOAHBIM — 2'-Me30KCUpU0030ii; 2) OMMH U3 ABYX MUPUMUIMHOBBIX HYKJIEOTUIOB B
PHK npeacrasneH ypuauiaoBeiM octaTkoM (U), BMECTO €r0 METUIMPOBAHHOIO MPOU3-
BonHoro T B JIHK. BeillieynmoMsiHyTHIN MPUHIIMIT KOMIUIEMEHTAPHOCTU O00ECIIeYuBaEeT
mexaHusm perukaiuuu PHK Ha matpune JIHK. Paznuna auines B Tom, uto PHK 110-
JIMMEPU3YETCS TOJABKO Ha OAHOM U3 IBYX pa3olleannxcs uenei apoiiHoi cnvpanu JHK

6



BOCHpOI/I3BGI[BHI/IG
T€HOB

(pemyTuiuKaius) THK

KonupoBaHue
TeHOB
(TPaHCKPHUIILIMS)

PHK

Konuposanue
CTPYKTYpBI OEJIKOB
(TpaHCsLus)

Benok

Puc. 1.2. LleHTpanbHast JorMa MOJIEKYJISIDHOU OMOJIOTUN

(cm. puc. 1.1, B). Pazymeercs, nipu cunteze PHK nanporus A nenu JIHK yctanasnu-
BaeTcs ypuauioBblii puboHykieotua (U) BMECTO TUMUAUIOBOTO J€30KCUPUOOHYKITE-
otuna (T) mpm cunresde JHK. Perumumpyromasics ens PHK TakuM obpazom siBitsi-
eTcst TouHo# konuei nporuononoxHoit nenu JHK, ¢ 3amenoit T na U. Ilpouecc
perumkauuu conpoBoxkaaetrcs otaeneHreM Henu PHK ot JIHK. B pesynsrate Takoit
permukanuu PHK obpasyercs kak ruOKuii OMHOLIETIOYEYHBIN MOJIUMEP B OTIMYUE OT
XecTkou nBoiiHoi criupanu JJHK.

Bynyuyu konusimMu onpeneneHHbIX (PyHKIIMOHAIbHBIX OTpe3koB 1enu JJHK — reHos,
nenu PHK npusBaHbl ciykuTh MaTpULlaMU JISI CUHTE3a IPYTroro TUMa MoJuMepoB —
NOJIMMIENTUAHBIX 1eneil 6enKoB. Tak Kak OeKU COCTOSIT U3 IBAJLIaTA Pa3HbIX COPTOB
MOHOMepoB (aMuHOKUCIOT), a PHK — TonMbKO 13 4eTBIpex COPTOB MOHOMEPOB (HY-
KJICOTUIOB), TO NeTePMUHALIMS aMUHOKMCIOTHON IOCJIeI0BAaTeIbHOCTY TTOJMUITeTITU -
HOI LenU HYKJIEOTUIHOU mocienoBaTeabHOCcThio PHK TpedyeT Toro, 4To0bl Kaxnas
AMUHOKWCJIOTa KOAUPOBalach KOMOMHAIMEN U3 HECKOJbKUX — HE MEHee TpeX — HY-
KIIeoTHa0B. JeiiCTBUTEIFHO, MMEHHO TPUILICTHBIN KO OBLJI CHavaia IMOCTYJIMPOBaH Ha
OCHOBAHUM TEOPETUYECKUX COOOpakeHUI, a 3aTeM M IoKa3aH 3KCIEePUMEHTAILHO.
Takum obpasom, 3a PHK 0Orb11a npusHaHa eenemuueckas poas MOCPEAHUKA MEXIY
reHaMu 1 G6enkamu: ¢ ogHoil ctopoHbl, PHK mpencrasnsinack Kak COBOKYIMHOCTb KO-
MW TeHOB, T.e. Konuit otpe3kos JAHK, a ¢ apyroit — kak HenmocpencTBeHHbBIE MaTPU-
1IbI, MOCJIENOBATEIbHOCTU HYKJICOTUIHBIX TPUILIETOB KOTOPBIX KOAUPYIOT aMUHOKMC-
JIOTHBIE MOCEA0BATEIbHOCTU MOJUIENTUAHBIX LeNeil B Mpoliecce CUHTe3a OEIKOB.
BrllieckazaHHOE 1 MPECTaBIISIET CO00i «IIEHTPATBLHYIO TOTMY MOJIEKYJISIpHON G100~
rn», chopmyarpoBaHHyo Kprkom n BeIpaxkeHHY0 B Bume cxembl: JHK — PHK —
— 0eNoK, Tae MpsIMble CTPEIKU 0003HAYalOT HEOOpaTUMBIM IMOTOK MH(MOPMAILIUU OT
JHK uepe3 PHK k 6enky (puc. 1.2).

1.2. Kogupyromue 1 Hekoaupyromue PHK

Ko BTOopoii monoBuHe 50-x rr. XX B. yKe ObLIO YCTAHOBJIEHO, YTO CUHTE3 OEJIKOB B
KMBBIX KJIETKaX OCYIIECTBIISICTCS pUOOHYKIICOIIPOTEUIHBIMY YaCTUIIAMI — PUOOCOMa-
mu — u yto PHK, nmpucyrcrByomiass B pubocomMax B KaueCTBE UX OCHOBHOI'O KOMIIO-
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HeHTa (puoocomHass PHK), mpencrabisieT co60i1 momaBIIsoNIyio YacTh ToTaabHO PHK
KJIETKU. BBUIO TOBOIBHO JIOTUYHO MPEAIIOI0XKUTh, YTO UMEHHO MOJIMPUOOHYKICOTHI-
Hble uenu pudocoMHblx PHK ciyxat matpuuiamu njist cuHTe3a 6enkoB. «Jloiaro cuu-
TaJIOCh, YTO CTPYKTYpHAasI MH(POPMAIIHS IIEPEHOCUTCS OT TeHOB K CTAOMJIIBHBIM MaTpH-
aM, TakKuM Kak pubocomHass PHK, konmupyoImnuM reHbl 1 IMOQIe PXKUBAIOIINM B Y-
ToriasMe MHGpOPMAIIMIO, HEOOXOMUMYIO VIS CMHTe3a 0enkoB. Kaxmplili TeH, Kak Io-
Jlaraav, IeTepMUHUpPYET oOpa3oBaHUe TeHOCHeUM(PUIECKUX pUOOCOMHBIX YaCTHUII,
KOTOpBIE B CBOIO O4epelb M 00eCIeunBaoT CUHTE3 onpeneneHHoro oenka (cMm. Kpuk,
1958)» (uwmt. mo: Jacob, F., and Monod, J., 1961, p. 195).

JInst mpoBepKU 3TOro MpeanojoxeHus: 0b10 npoBedeHo napasieiabHoe ¢ JTHK
omnpeneaeHue HyKJIeoTUAHOro coctana totabHbiXx PHK y Tex ke BumoB Gakrepuii,
cpenu KOTOphbIX ObLIO HalineHo OoJiblioe pa3zHooOpasue coctaBa JJHK (Cnupun, be-
Jo3epckuit u ap., 1957; Benosepckuii 1 Criupun, 1958, 1960). Bornpeku oXumgaHUIO,
4yTO OCHOBHasl Macca kierouHoil PHK kak mpeanosiaraeMblii mocpeaHUK B MepeHoce
reHetuueckoit nH@popmauuu ot JJHK k GenkamM mojiKHa MO cCBOeMY HYKJICOTUAHOMY
cocTaBy KOImMpoBaTh HyKJleoTunHbIi coctaB JIHK cBoero opraHusma (Jiuiinb ¢ 3aMe-
HOM TMMMHA Ha ypallliI), 0Ka3aJloch, 4TO cocTaB TotanmbHOt PHK He moBTOpSsieT co-
craBa JIHK 1 BooO611ie 3BOJTIOLIMOHHO Topa3ao 6oJjiee ctabuiieH 1o cpaBHeHuio ¢ JJHK
(taba. 1.1). DTOT pe3yabTaT BbI3Baj CeHcalMio B HaydHoM mupe. B 1959 r. Kpuk koH-
cratupoBall: «[IpobjemMa KogpoBaHUs K HACTOSIIEMY BpeMEeHM Ipounia Tpu ¢asbl.
Ha nepBoit ¢aze — ¢ase OnyKmaHUI — OBLIM CASIAHbI Pa3JIUYHbIC MPEIIIOJIOXEHMUS,
HO HU OTHO HE OBUIO TOCTAaTOYHO TOYHBIM, YTOOBI BBIAEPKATH BO3paxkeHUs. Bropas
¢aza — onrumucTuyeckas — Obula HayaTa 'amMoBBIM B 1954 T.; OH ObLT JOCTaTOYHO
CMeJ1, YTOOBI TIPEIOKUTH TOBOJIBHO TOYHBIN KOI. DTO CTUMYJIMPOBAJIO PSII UCCIIEN0-
BaTejieii K TOMY, YTOOHI IT0Ka3aTh HEKOPPEKTHOCTD €T0 MPEANOIOXEHU, M TEM CaMbIM
HECKOJIBKO CITOCOOCTBOBAJIO TOYHOCTH MBINUICHUS B 3TO# objactu. TpeTbst daza —
¢aza 3aMelIaTenbcTBa — OblIa MHMLMUPOBaHa cTatbeil benozepckoro n CrimpuHa B
1958 r. IlpencraBieHHbIE TaM CBUIETEIBCTBA MOKA3aJIM, YTO HAIIM WMIEU BO MHOTUX
BaXXHBIX OTHOIIIEHUSIX OB CIMIIKOM YIIpoIeHHBIMI» (IuT. o: Krick, F. H. C,, 1958,
p. 35). OnuckiBasg co3nasinyocs cutyaluio, 2Kakodo 1 MoHO no6aBisIoT cieaymoollee K
TOMY, YTO OBLIO MPOLIMTUPOBAHO paHee OTHOCUTEIbHO MPEATONIOXKEeHS O KOTUPYIOIIei

Taonuuma 1.1

CpasHenue HykiaeotuaHoro cocrapa JIHK u PHK y HeKoTOpBIX GakTepmii

Bun ITHK, (G + C)/(A + T) PHK, (G + C)/(A + U)
Sarcina lutea 2,57 1,32
Mpycobacterium tuberculosis 2,08 1,45
Corybacterium diphtheriae 1,20 1,24
Salmonella typhosa 1,13 1,21
Escherichia coli 1,09 1,21
Proteus vulgaris 0,68 1,22
Staphylococcus aureus 0,53 1,05
Clostridium perfringens 0,45 1,06




ponu pubocomHoit PHK: «B mociieqnue rompl, omHAKO, 3Ta TUIOTE3a CTOJIKHYIACh C
HECKOJBbKMMM TpyaHOCTIMU. [Ipexne Bcero, pa3andums B HyKJICOTUIHOM COCTaBe, Hali-
neHHbie B JJHK paznuuHbix BUmoB 0akTepuii, Kak 0Ka3ajaoCh, HE OTpaXKaloTcs B Hy-
kieoTugHoM cocraBe pubocomuoit PHK (Belozersky and Spirin, 1960)» (uut. mo:
Jacob, F., and Monod, J., 1961, p. 195). Takum o6pa3oM, Bce OKa3bIBAJIOCh CJIOXHEE,
YyeM ITOCTYJIMPOBANIOCH «IEHTPATBbHOM JOTMOI MOJIEKYJISIPHOM OMOJIOrMu» B €€ TepPBO-
HavaJlbHOM BuAe. Bo BCSIKOM cilyyae MoOJydeHHbIE PE3yJbTaThl 10 HECOOTBETCTBUIO
HYKJIEOTUIHOTO cocTaBa ToTanbHOU KieTtouHoil PHK HykneotunHomy coctay JJTHK
BIIEpBEIC YKa3aJIM Ha TO, YTO Mpeobiiamaromast Joask ToTaabHoi KietouHoit PHK, u B
nepByto odyepenb pubocomHass PHK, nmo-Bunumomy, He saBasiercst Konupyroliieit PHK.
Takum 06pa3oM, UMEHHO ¢ YHOMSIHYThIX padot 1957 — 1958 rr. MOXXHO HAYMHAThH UCTO-
PUIO OTKPBITUST Hekodupyrouwjux PHK B XUBBIX KJIETKaXx.

C Tex mop, 1 ocobeHHo B 2000-x rT., HeKomupytomue PHK 3aHsmm mmpodnbie mo-
3ULIMHM B MOJICKYIIpHOI 6mojoruu. MIx nsydeHne — omHa M3 CaMbIX aKTYaIbHBIX U
OypHO pa3BUBaIOLIMXCS 00J1aCTei 3TOM HayKM B HacTosiiiee BpeMs. [Tomrumo pudocom-
Hoii PHK, 0b110 OTKpBITO MHOXECTBO Apyrux KiaccoB Hekoaupytomux PHK. Agamn-
tepHast PHK, i TPHK (transfer RNA, tRNA) — BTOpoIi 110 ITpeACTaBUTEILCTBY KJIacc
kierounbix PHK mocne pudbocomabix PHK — 6nu1a oTKphIiTa TOXE B 1957 T. 0OMHOBpE-
MEHHO aMepuKaHCKUMU (XoarnaHa, 3aMedyHUK U CTedeHCOH) U SMOHCKUMU UCCIIEeN0-
BarenssMu (Orata u Hoxapa). OHa Takske He SIBJISIETCS MaTpULIEH sl CUHTE3a OEJIKOB,
XOTSI BOBJIEUEHA B MPOLIECC IEPBUYHON IEKOMMPOBKY TeHETUIECKOTO KOIa IyTeM CIIe-
UdUIECKOro akenTUPOBAHUSI aMUTHOKHUCIIOT Yyepe3 epMeHTh — amuHoanun-TPHK-
cuHTeTassbl (cM. . 3). «Hacrosue» Hekogupytomne PHK, kpome pubocomubix PHK,
OBUTV OTKPBITHI MHOTO ITO3XKe, TTPEXIe BCETO ITOTOMY, UTO KaXKAbII X BUI IIPEICTaBICH
B KJIeTKaX B MayibIx KoimmdectBax (cM.: Gesteland, R.F., Cech, T.R., and Atkins, J.F,,
eds., 2006). K num otHocsatcss PHK, yyacTByioliye B KayecTBe 3aTpaBKU B CUHTE3E
JHK u B yoJMuHEeHUN TETOMEPOB XpOMOCOM, 0€3 Yero HeBO3MOXHA PENpPOAYKIUS Te-
HOB U KJIETOK; MaJible sinepHble PHK, perynupytoriye mpoiecchl TPaHCKPUITIAY (CHH-
te3a) MPHK Ha reHax v npouecchl HOCTTPAaHCKPUITLIMOHHBIX MOAUGUKALIMNA Mpeale-
ctBeHHUKOB MPHK; manbie uurorasmaruueckue PHK, yyacTByomue B perynsiuuu
MpPOLIECCOB TpaHCAILMKU (CMHTe3a Oenka) Ha pubocoMmax; 4,5S u 7S PHK, urpatomue
CTPYKTYPHYIO POJib U coOuparolue Ha cebe crenuaibHble 6e1KU ¢ 0O0pa3oBaHUEM
(bYyHKIIMOHATBHO BaXXHBIX pUOOHYKJICOIPOTEUIHBIX YACTHII, TAKUX KaK SRP-gacTuiisl,
OTBETCTBEHHBIE 3a BKCIOPT OEJIKOB Yepe3 KJICTOUHYI0 MeMOpaHy (cM. miI. 17); MHOTHE
npyrue Buabl PHK. Henb3st He ynmomMssHyTh Takke OTKpbIThie B 1982 — 1983 rr. kaTanu-
tuueckue PHK — pu6osumsl (Uek u ap., 1982; Antman u ap., 1983). OcoOblil uHTepec
MIpEenCTaBIIsIeT KJIacc TaK HazbiBaeMbIX MUKPOPHK, oTKpwITEIX cOBceM HemaBHO (2001)
M BBI3BABIIMX HACTOSILMI HaydHbIN OyM. Oka3zanochk, uto MUKpoPHK (kopotkne PHK
IJIMHOM Bcero 20 — 25 HyKJIEOTUAHBIX OCTATKOB, KOMILIeMeHTapHbIe yyacTkam MPHK)
B KJIETKaX BBICIIIMX OPTAHM3MOB, B TOM YMCJIE YeJI0BEeKa, UTPAIOT KJIIIOUEBYIO POJIb B pe-
TYJISIIAY CUHTE3a 0€JIKOB, OIPEIeISTIOIINX SMOPHOHAIBHOE Pa3BUTHE, KIICTOTHYIO TUd-
depeHLIPOBKY U APyrue BaxKHbIe Ipoluecch (cM. mi1. 16). B HacTosiIee BpeMst UMeIoT-
Cs1 OCHOBAHMSI I10JIaraTh, YTO SKCIIPECCUS 10 KpaiHEN Mepe OMHON TPETU HAILIMX TEHOB
KOHTponupyeTcs pazmnyubiMu MUKpoPHK. B 11e110M 3Xe TobKo 0KoIo 2 % reHOMHOM
JHK 4enoBeka KoaUpyIoT O€JIKU, 1 B TO Xe BpeMs 80 % reHoMa TpaHCKpUOUPYETCS B
paznuuHbie Buabl Hekonupyoux PHK, GyHKIIMM 60JbIIMHCTBA U3 KOTOPBIX TTOKa He
M3BECTHbI. AHAJIU3 «TPaHCKPUIITOMAa», T.¢. penepryapa PHK, B kjieTkax *KMUBOTHBIX U
YeJI0BeKa SIBJISIETCSI OMHOM M3 CAMBIX «TOPSTIMX TOYEK» COBPEMEHHOM MOJICKYJISIPHOM
6uoyorum (cM., Harmpumep, o63op: Kapranov, P., Gingeras, T.R., et al., 2007).



G+C pyk) Puc. 1.3. Koppensiiysi HyKJICOTHAHOTO COCTaBa
A+U ToTaJIbHOU KieTouHoii PHK ¢ HykJieoTMAHBIM
L5k . coctaBoM JIHK mnpu aHanuse pa3andHbIX BUAOB
14| GaxkTepuii.
13 . Belozersky and Spirin (1958) Nature 182: 111—112
1’2 L . o0 : .
L1k I1pu cpaBHEHUUM HYKJIEOTUIHOTO COCTaBa
10 T ‘ ‘ HOHK ¢ cocraBom TotanbHoi PHK y pazHbix
"0,0 1,0 2,0 3,0 BuaoB Oaktepuit (CrimpuH, Bemozepckuii

G+C k) ¥ ap., 1957; bBenosepckuii n CrimpuH, 1958)
A+T BBISIBUWIACH U €11Ie OHA MHTepeCHast 0COOEH-
HOCTb: HECMOTpPSI Ha HECXOACTBO COCTAaBOB
JHK u PHK u sBoolinoHHY10 KOHCEpBaTUBHOCTh OCHOBHOI Macchl PHK, Habmona-
JIach oIpenesieHHas TeHIeHILMS K yBenumdeHuto cootHomeHus (G + C)/(A + U) B PHK
pu niepexone K BuaaM ¢ yenumuupatoimmcs cootHoleHueM (G + C)/(A+T) B ux JHK
(cM. Tabm. 1.1). DTo yka3siBasio Ha cyliecTBoBaHue B ToTanbHOM PHK HOpManbHBIX
KJIETOK OakTepuii Hebombimoit ¢ppakunu PHK, koppenupymolieil 1o cBoemMy HYKJIeO-
tugHoMy cocTaBy ¢ JJHK ucciaenyembix kietok, T.e. dpakuuu JHK-nmogooHoit PHK
(puc. 1.3). BoisgBiieHUe TaKoil KOPpPENsIUU ObIJIO MEPBBIM CBUIAETEIBCTBOM TOTO, YTO
KOITUSIMU CTPYKTYPHBIX TEHOB SIBJISTIOTCS HE 3BOIOIMOHHO KoHcepBaTuBHBIe PHK 6e-
JIOKCUHTE3UPYIOIINX 9acTUIl — prubdocom, a apyrue PHK, mpusBanHbIe mporpaMMupo-
BaTh (PYHKIIMOHAIBLHO HecleM(pUIHbIE PUOOCOMHBIE YACTULIBI U OBITH T€HO- 1 BUIIO-
cnenuduueckumu («JHK-nmomobHbIMU») MaTpullaMu 111 CUHTE3UPYEMbIX Ha pubo-
coMax OeKoB.

Tak 66110 IpeACcKa3aHo CyILIeCTBOBaHME CIIELIMAIbHOM pakumy Kogupytomeit PHK,
no3aHee Ha3BaHHOI messenger RNA (mRNA), unu ungopmayuonnoit PHK (MPHK),
MpenCcTaBIsIoNei COO0I KOMUU CTPYKTYPHBIX TEHOB U KOTUPYIONIEH KJIETOUHbIE OCJIKH.
TonoMm paHee B pabote BoikuHa u AcTpadyaHa ObLIO ITOKa3aHO, YTO 3apakeHUe KIJIETOK
E. coli 6akTepnodaroM MHIYLIMPYET B HUX CUHTE3 KopoTkoxusyiieit PHK ¢ cooTHo-
IIIEHUEeM HYKJICOTUAOB, MOoJ0OHBIM TakoBoMmy B ¢darosoit JIHK. Onnako aTa padota
obpaTuia Ha cebOs BHUMaHUE JIMIIb MO3IHEe, KOTIa CTaJlo BBISICHITHCS, UTO CUHTE3
darocnenudpuyeckoii JHK-mmogo6Ho#t dppakumu PHK B 3apaxkeHHBIX KJIeTKaxX oTpa-
KaeT He MpocTo cnenuduky ¢paroBoit MHPEKIMN, a MOXKET yKa3bIBaTh Ha oOIee sIB-
JIEHHEe porpaMMUpOBaHUs 6eIKOBOro cuHTe3a HepudocomHbiMu PHK. MMmeHHO mipo-
JIOJIKEHUE 3TO paboThl B OJIECTIIIMX SKCIIEPUMEHTaX Ha 3apakeHHbIX (paramu 6aKTe-
PHSIX, TIOYTH OMHOBPEMEHHO ONyOJIMKOBAHHBIX TPEMSI pPa3IMIYHBIMU TPYIIIIAMUA aBTOPOB
B 1961 r. — aHmo-¢paHko-amepukaHckoii (bpennep, 2Kako6 u Mecencon), ppaHKo-
amepukaHckoii (I'po, [unbept, YoTcoH u ap.) u aMepukaHckoit (CrnureaMaH U Ap.), —
OKOHYATEJbHO YTBEPAWJIO (PaKT CyIIeCTBOBAHUS, MECTO U POJIb MH(POPMAIIMOHHBIX
PHK (MPHK) B nmpouiecce OuocuHTte3a Geska.

HMrak, B mporecce 6nmocuHTe3a O0eaKa OINpeneNINCh TP OCHOBHBIX YUYaCTHHKA,
MpencTaBIsIOIINX TpU OCHOBHBIX Ki1acca PHK B kieTke: 1) HeKomupytoias pubocom-
nas PHK, v pPHK, oTBeTcTBEeHHas 3a (popMUpOBaHUE OETOKCUHTE3UPYIONIUX Ya-
ctui] — pubocoM; 2) adanmeprnas PHK, wim TPHK, B pycckoit HayaHOI uTepaType
HEe COBCEM TOYHO Ha3pIBaemasi TpaHcnopTHoit PHK, xoBaeHTHO cBsI3BIBaroIasi (aK-
LENTUPYIOIIAas) aMUHOKUCIOTHBIE OCTaTKM M COBMECTHO ¢ pMOOCOMOI yyacTBYOIIast
B MX BKJIIOYEHUM B CUHTE3UPYEMYIO MOJIUMNENTUIHYIO LIENb OenKa; 3) Koaupyolas uH-
gopmayuonnas PHK, vniu MPHK, nnorna rakke HazpiBaeMasi MaTpuuHoit PHK, cBsi-
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JHK
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Pu6ocoma
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Benok

Puc. 1.4. Kogupytomast PHK (MPHK) u nBa ocHOoBHBIX THITa HeKonupylomux PHK (pu6ocoMmHbie
PHK u TPHK)

3BIBAIOIIASICI ¢ PUOOCOMOI M OTpEACISTIONIasT MOPSIIOK BXOXKICHUS Pa3IUIHBIX aMH-
HoammmpoBaHHBIX TPHK B prbocomMy, a TeM caMbIM — aMUHOKHCIOTHYIO TTOCJICIO-
BaTeJIbHOCTh CUHTE3UpyeMoro Oenka (puc. 1.4).

1.3. O0masn cxema OMOCHHTE32 OEIKOB

OcCHOBHBIE 3Tanbl OMOCUHTE3a OejiKa cxeMaTUYeCKU TpeacTaBieHbl Ha puc. 1.5.
B uieHTpe Bcex coOBITUIA 3TOTO Tpolecca HaXOAsATCS pubocoMbl. Pubocoma Tipencras-
JIsIeT co00ii OOJIbIION MAaKPOMOJIEKYJISIPHBIM KOMILJIEKC CO CJIOXHOU aCMMMETPUYHON
YETBEPTUYHOMN CTPYKTYPOM, COCTOSIIEH U3 pUOOHYKIEUHOBBIX KUCIOT (PUOOCOMHBIX
PHK) u 6enka (pubocomHoro 6enka). JIjisi Toro 4To0bl CUHTE3UPOBaTh O€JIOK, pudo-
coMa JIoJXKHa ObITh cHabxeHa: 1) mporpammoii — MPHK, onpenensionieil nocienosa-
TEeJIPHOCTh aMUHOKMCJIOTHBIX OCTaTKOB B ITOJMIICITUIHOM 1Iermu Oeika; 2) cyocTpa-
TOM — aMMHOKMCJIOTaMM, U3 KOTOPBIX OYIeT CUHTE3UPOBaH 0eJ0K; 3) XMMUYECKOM
sHeprueit. Cama pubocoma SIBISIETCSl KaTaJIM3aTOPOM Mpoliecca GopMUpoOBaHUS Tem-
TUOHBIX CBSI3€i1, T. €. IMpoliecca MOCIeIOBaTeIbHOM ITOIUMEpU3alIn aMUHOKUCIIOTHBIX
OCTaTKOB ¢ 00pa30BaHMEM ITOJUITCTITUIHON LICIIN.

IIporpamMma, KoTOpast onpenessieT MocAen0BaTeIbHOCTh aMMHOKUCIOTHBIX OCTaTKOB
B MoJIMMNENTUAHON Henu 6enka, npuxonuT oT JIHK, T.e. n3 reHoma knetku. OTaenbHbIe
Y9acTKU AByXllenodeuyHoit MoieKyibl JIHK, KkoTopble Ha3bIBalOTCS TeHAMU, CIyKaT Ma-
TPULIAMH U1 CUHTE3UpPYeMbIX omHollertoueuyHbix Mojiekysl PHK. CuaTe3upoBaHHBIE
monekyabl PHK gBnsitorcst KoMmieMeHTapHBIMU peruinkamMu ogHoii u3 uerneit JJHK u,
TaKuUM 00pa3oM, MPEACTaBISIOT COOOM TOUHYIO KOIMUIO HYKJIEOTUIHOM TOCeN0BaTENb-
Hoctu apyroi uenu JJHK. DToT npoiiecc KonupoBaHUs FT€eHOB, BBIMOJIHSAEMBIl (hepMeH-
toMm PHK-nonnmepa3soii, Ha3biBaeTcst mparckpunyueti. B xieTkax sykapuoT, U B MEHb-
11Iei CTeNeH! B KJIETKax MpokapuoT, cuHTe3upyeMast PHK moxkeTt rmonsepraTbest OMOMHU-
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Puc. 1.5. O6mas cxema OMocuHTe3a Oenka

TeJIbHBIM U3MEHEHUSIM, KOTOPbIE HAa3bIBAIOTCS #POUEeCCUHeOM, B PE3YJIBTATE YETO OIpee-
JIEHHBbI€ YaCTU HYKJIEOTUAHON TOCIea0BaTe/IbHOCTU MOTYT ObITh Bbipe3aHbl U3 PHK, a
B HEKOTOPBIX CIIydasiXx U3MEHEHBI WX oTpemakTrupoBaHbl. 3penas PHK cBsa3biBaeTcs ¢
pHUOOCOMaMM U CITY>KUT ITPOTpaMMOM, MJIM MaTPHUIICH, KOTOpasl OIIpenesieT aMUHOKHCIOT-
HYIO TIOCJIeAOBaTEIbHOCTh B CUHTE3UPYyEeMOM Oejike, — 3To nHpopmauuoHHass PHK
(MPHK). Ipyrumu cioBamu, notok nHdopmanmu ot JHK k pubocomam obecrieurBaet-
¢Sl TpaHCKpUILueit reHoB u npoueccuiroM PHK, npusBonsmmm kK o6pazoBanuo MPHK.

B xnerkax sykapunot obpasoBanne MPHK, T.e. TpaHckpumnuus, u Oonblass 4acTh
MpOLIECCUHTa TPOUCXOIAT B sape. B To ke BpeMsi GyHKIMOHUPYIOIIEe pUOOCOMBI Ha-
XOHSTCS B LIMTOIIa3mMe. TakuMm ob6pa3zom, B motoke uHdopmauuu, uayem ot JHK k
pubdocomaM, HeoOxoauMoON ctaaueut siBasercsas mpancnopm MPHK u3 snpa B nurto-
wiasMy. B KieTkax mpokapuoT, KaK M B OpraHeljiaX, pacIlojloXEHHBIX B IIMTOILIa3Me
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3yKapuoT (MUTOXOHIPUSIX U XJIopoIuiacTax), pudocomsl n JJHK He pasmeaeHBI MeM-
OpaHnoii, noatomy MPHK cTaHOBUTCS mOCTYHOM [Jisi puOOCOM BO BpeMsl TPaHCKPUII-
1IMU, U TOTAA Xe HAYMHAETCsS CUHTEe3 OelKa; 3TOT DEHOMEH Ha3bIBAETCS CONPANCEHHOU
MpaHcKpunyueil-mpaHcasyuell.

Benku cocrosT 13 aMuHOKUCTOT. OOHAKO CUHTETHMYECKAsI MAalllMHA PUOOCOMBI He
HMCHONB3YET CBOOOAHBIE aMUHOKMCIOTHI. JIJ1s1 TOTO 4TOOKI CTaTh CyOCTPAaTOM B ITpoliecce
CHHTe3a 0ejlka, aMUHOKMCIIOTa TOKHA CHavyasla CBSI3aThCs C aAeHWIATHOM YacThlO MO-
Jexkyiabl AT® — 3To mpoliecc aKTUBAIIMM aMWHOKUCIIOTHI. 3aTeM aMHHOKUCIOTHBIM
OCTaTOK KOBAaJICHTHO CBSI3BIBACTCS CO crienndumyaeckoil mojekynoir TPHK, T.e. mpowuc-
XOOUT KOBAJICHTHOE aKIIEIITUPOBAaHWE aMUHOKUCIOTEI. O0a Iporiecca KaTaTu3upyroTCs
OIIHUM U TeM Xe ¢hepMeHTOM, HasbiBaeMbIM aMuHoalwi-TPHK-cuHTeTazoi. s kax-
JIOl aMUHOKUCJIOThI CYLLIECTBYET CBOsI crieuududeckas amuHoauuia-TPHK-cuHrerasa,
KOTOpas M MPUCOCOTUHSICT TaHHBIT aMIHOKMCIOTHBIM OCTaTOK K CHELM(PUISCKIM MO-
sekysnam TPHK. Monekynbl amuHoanun-TPHK, oGpasyionimecst B pesynsrare 3TUX COObI-
TUii, pubOCOMa MCIONb3YeT KaK CyOCTpaThl Il CUHTE3a OeliKa, a dHepeUss XUMUUEeCKOU
63U MeXay aMUHOKUCIOTHBIM octaTkoM U TPHK ucnonbs3yercs aias odpaszoBaHus
MHENTUIHON CBSI3U. TakmM 00pa3oM, IPOIECCH aKTUBAIIMY AMUHOKMCIIOT M 00pa30BaHMS
amuHoauwi-TPHK obGecnieunBaloT Kak Marepuai, TaKk U SHEPIUIO IJIs CUHTe3a Oenka.

Hcnonnzys MPHK kak nporpammy n amuHoauui-TPHK kak BbicOKOZHEepreTuue-
CKUi1 cybcTpat, pubOCOMBI MEPEeBOAST (TPAHCIUPYIOT) FreHETUYECKYI0 MH(POPMAaLIMIO C
s3b1ka MPHK Ha S1I3bIK aMMHOKUCIIOT, XapaKTepHbII ISl TIOJIMIIENITUAHBIX Lierieii. B mo-
JIEKYJASIPHBIX TepPMMHAX 3TO 03HAYAET, UTO BO BpeMsl NepenBuxKeHus BaoJib uenu MPHK
pubocoMa IocaenoBaTeIbHO BbIOMPAET U3 OKpYXKalolleil cpenbl Haajiexallye BUIbl
amuHoauuia-TPHK. CneunduyHocTh aMMHOKUCIOTHOTO ocTaTka aMuHoauua-TPHK,
BbIOpAaHHOU pUOOCOMOIi, omnpenensieTcsl KoMOuHauuein HykiaeotuaoB B Henu MPHK,
aCCOIIMMPOBAHHOI ¢ pOOCOMOI. DTO MPUBOIUT K MPOOIEMe TeHETUUECKOTO KojIa —
KOMOMHAIIMI HYKJIEOTUIOB, KOTOPbIE ONPenesioT (KOOUpyoT) Kaxayto u3 20 npupom-
HBIX aMMHOKMCJIOT. JlaHHbIE KOMOMHALIMY HYKJIEOTUAOB MPEACTABISIIOT COOOU TpUILIe-
TBI, Ha3bIBaeMbIC KOOOHAMU.

Takum obpasom, aBmkeHue pudocomsl BOoab enu MPHK (unm mepemerieHnue
MPHK 4epe3 pubocomy) 3agaet ctporuii BpeMeHHOH NOpsSIA0K BXOXKASHUST Ppa3IMYHBIX
BuaoB aMmuHoauua-TPHK B pubocomMy, KOTOPBIN 3aBUCUT OT MOCJIEI0BATENBHOCTU KO-
moHoB B nenu MPHK. B pubocoMe aMMHOKHMCIIOTHBIN (aMUHOAIMIBHBII) OCTaTOK
Kax 1ol BeiOpaHHO amuHoaumI-TPHK koBaneHTHO nmpukpensieTcst K pacTylei mo-
qunentuaHoit uenu. deaunnupoBanHast TPHK ocBoboxmaercst B pactBop. B kaxknom
akte BbiOopa aMuHoauua-TPHK u ocBoboxaeHus neanunupoBaHHoii TPHK puboco-
Ma TTOTpeOJIsIeT M00aBOYHYIO SPHEPTHIO, OCBOOOXIaeMYIO B pe3yibraTte Tuapoiania [ TO.
Bce 3T0 MpuBOIMT K mOIIaroBoMy (hbopMHUPOBAHUIO TTOJUTICHTAIHOM 1IETIM B COOTBET-
CTBUU C MporpamMmoii, 3anucaHHoi B uenu MmPHK.

1.4. IIpHHIIMIIBI MAKPOMOIEKY/LAPHOH CTpyKTYypsl PHK

1.4.1. BropuyHasa CTpyKTypa

[MprHUMTIHaNTBHOE MaKPOCTPYKTYPHOE pa3IUuKe IByX TUMOB HYKJIEMHOBBIX KUCIOT
coctoutT B ToM, uto JIHK — 3T0 enuHast nBoiftHas1 civpaib, T.€. MaKpOMOJIeKyJia, Io-
CTPOEHHAs U3 ABYX KOMIUIEMEHTAPHO CBSI3aHHBIX MOJUMEPHBIX TSKEU, CIUPaIbHO 3a-
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Puc. 1.6. Cxema BropuuHoii cTpyktypsl PHK,

¢opmupylolIeiics 3a CUeT MapHbIX KOMILIEMEH-

TapHbIX B3aUMOICUCTBUI CMEXHBIX YYACTKOB

MOJUPUOOHYKICOTUIHOMN LIenu («IIMuJIeYHas
CTPYKTYypa»)

KpY4YeHHBIX BOKpYT o61eii ocu, a PHK —
OMHOTsIXKeBO# MmoyimMep. B To ke BpeMst
B3aMMOJIEICTBUSI OOKOBBIX TPYIIIT — a30-
TUCTBIX OCHOBAHWI — IPYT C IPYTOM IIPK-
BOJIST K TOMY, YTO ONHOTSKEBOM MOJIMMED
PHK cBopauuBaetcs Ha ceods1, hopmupys
BTOPUYHYIO U TPETUYHYIO CTPYKTYPHI.
Bropuunas ctpykrypa PHK oGpa3syercs
B OCHOBHOM 3a CYET MapHOTO B3auMMO-
NEeMCTBUSI CMEXHBIX YYaCTKOB MOJUHY-
KJICOTUTHOU 1Ienu ¢ (hOpMUPOBaAHUEM
KOPOTKUX IBYCHUPATBLHBIX YIACTKOB, IIIE
criapeHHbIe YYaCTKM LIENU UMEIOT Mpo-
TUBOIOJIOXHYIO HalpaBJeHHOCTb, T.€.
«aHTUMNapaJjieNibHbl» (puc. 1.6). DTo cna-
pUBaHME COCETHMX YYACTKOB IIETIH MPOUCXOMMUT Ojlaromapsi KOMIIEMEHTapHBIM B3au-
MOIEHCTBUSAM MEXIYy OCHOBAHMSMU MPOTUBOMOJIOXHBIX 1leTiell ¢ 0Opa3oBaHMEM, B
OCHOBHOM, TUITUYHBIX, UJIM KaHOHUYECKUX (YOTCOH-KpuKoBckux), nap G:C, A:U,
C:G u U:A (puc. 1.7).

pu603bI

pubO03BI puo03bI

Puc. 1.7. Kanonuueckue (yOTCOH-KPUKOBCKUE) MApbl OCHOBAHUI, UICHTUYHBIE TIO CBOUM Te€O0-

METPUYECKUM TlapaMeTpaM — PACCTOSTHUIO MEXIy TIMKO3UAHBIMU HeHTpamu (C{-aTomaMu

pubO3bI), B3AMMHOMY PACIIOJIOXKEHUIO TNIMKO3UIHBIX LIEHTPOB U YLy MeXay N-TIMKO3UIHBIMU
CBSI3SIMU
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Puc. 1.8. Bun ¢ Topua nBoiiHoii cnupaiu PHK
B A-opme.
BepxHsist Tapa OCHOBaHUY MpENCTaBlIeHa YePHBIMU
JIMHUSAMU (CBSI3U) U KPY>XKKaMu (aTOMbI), pacroio-
XeHHasl ol Heit mapa — cepbIMU. JIuaMeTp nBOMHON
cnupanu 2 HM, HIar cuupaid 3 HM, paccTOsSTHUE
MEXIy TUIOCKOCTSIMU TIap OCHOBaHUII BIOJb OCHU
criupanu 0,27—0,28 Hm

7 0ct®

\¢OC¢3THH

KoHpopmalimst IByCIIMpaIbHOTO yIacT-
ka PHK HeckonbKO oTiiMyaeTcsl OT Kjac-
CU4YecKoi B-(opmbl 1BOIMHON criupanu
JAHK; nBoiinasa crnupaib PHK moxer cy-
IeCTBOBATh JIUIIIBL B A-chopMe, OJITU3KOIt TTO
napameTpam K A-popMe 4acTUIHO 00e3-
BoxeHHoi JHK. ITpu nuamerpe oxkojo
2 HM AJIMHA TIOJTHOTO BUTKA, WJIM IIAar,
nBoitHoit cniupanu A-dopmel PHK cocrasnsier 3 am (BMecto 3,4 am B B-/IHK), pac-
CTOSTHUE MEXAY TUIOCKOCTSIMM Map OCHOBaHU BOOJb ocu crimpaan — 0,27 —0,28 um
(Bmecto 0,34 um B B-JIHK), 1 cOOTBETCTBEHHO OAMH BUTOK CITMPAJIM BKIIOUAET B ceOs
11 map ocHoBaHuii (a He 10, kak B B-JIHK). I'taBHOe oTiiMuue COCTOUT B TOM, YTO
napbl ocHoBaHWi B nBoiiHou criupanu A-JIHK nu PHK cuibHO cIBUHYTHI OT ocH K
nepudeprun CIUpaId B CTOPOHY MaJIOTO Xenooka (puc. 1.8), B pe3ysbrare 4ero Mayibii
KeJIOOOK CTAHOBUTCS OYEHb MEJIKUM, a OOJBIION XeJI000K — o4eHb NIyOooKuMm (cp. A-
u B-dopmbl Ha puc. 1.1 11B. BKIL.).

Hpyras BaxXHast 0COOCHHOCTh OONBIIMHCTBA BHYTPUIICTIOYEUHBIX JBOMHBIX CITMpa-
neit PHK — sto ¢popMupoBaHe HEKOTOPOTro KOJIMYEeCTBA HEKAHOHMYECKHX Iap OCHO-
BaHuii — npexae Bcero napel G:U (U:G), camoii 611M3K0il K KAHOHUYECKUM TTapam
10 CBOMM T€OMETPUYECKUM (1 SHEpPTreTUYeCKnM) TlapaMmeTpam (puc. 1.9, BBepxy cieBa).
Pexe BcTpeyaroTcsl maphbl, 00Jblile oTaddatomuecs oT KaHoHudeckux, — G:A (A:G)
n U: U, u 3HaunTenpHo pexke — A-A, A-C u U:C (cm. puc. 1.9). HekanoHndecure napsl
0OBIYHO 00pa3yroTes MO0 Ha Kpasix IBYCHUPATbHBIX YUaCTKOB, JU0OO BIMCHIBAIOTCS B
JNIBOMHYIO CIIMpPasib, HECKOJBKO MCKaXkas €€ KJIaCCUYECKy0 KOH(hOpMAaIIMIO U 1eCTadu-
Jm3upys ee. Ha Kpasx nBycnupaibHBIX YIACTKOB U B MeCTaX MCKaXXeHWI TBOWHOM
cypaar MOTyT (DOPMHUPOBAThCSI U HEKAHOHUYECKHE Taphl APYrOro TUIIA, II¢ B CIIapu-
BaHUM YYaCTBYIOT aTOMBI a30Ta B MOJOXEHUHX 7 IIyPUHOBOIO SIipa — TaK Ha3blBaeMble
XYICTUHOBCKUE Mapbl ocHoBaHult (Hoogsteen base pairs) (puc. 1.10). XyrcTuHOBCcKUE
MypUH-ITIYPUHOBBIC B3aMMOICHCTBYS MOTYT UMETh MECTO TaK3Ke IIPpY BHEIPEHUN OTHO-
nerroueyHoro ydactka PHK B 6osbiioit (rmy0oKuii) ske1000K IBYCIIMPATbHOIO YIacT-
ka PHK (cM., Hanpumep, 1. 3, puc. 3.8).

Ewue onHoit 0co6eHHOCTBIO ABycUpaibHbIX ydacTKoB PHK sBisieTcss BO3MOXXHOCTh
TaK Ha3bIBAEMBIX OOKOBBIX BBHIIIETIMBAHUIN — yJ4acTKOB omHolemodeyHoii PHK, we
BITMCHIBAIOIINXCS B IBOMHYIO CIIMPAb U 00Pa3yIOIINX OMHOHYKJICOTUIHBIC BBICTYIIH,
JIBY-, TPU- WJIM MHOTOHYKJIEOTUIHBIE TETJIU ¢ OOKOBOI CTOpOHBbI cniupanu (puc. 1.11).
OTHU BBINETAUBAHUS UCKAXaOT KOHDOPMAIUIO ABOMHON CIUPAJIU U NECTA0OWIN3UPYIOT
ee, HO B TO Xe BpeMsl yJ4acTBYIOT B (popMupoBaHUU TpeTUUHbIX cTpyKTyp PHK. I1pu-
MEp CUJIBHOTO MCKaXXeHUsSI CIIMPAId — €€ Pe3KOro M3JIoMa — B MECTe TPUHYKJICOTUII-
HOI1 OOKOBOI MeTIN MoKa3aH Ha puc. 1.12.

s
Masmprii xeno®
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Puc. 1.9. HekaHoHMYeckye mapbl OCHOBaHMIA, BCTpeYalolecs: B IByCITMPaIbHBIX yyacTkax PHK.
BunHo omimyne HeKaHOHMYECKHUX T1ap OT KAHOHMYEeCKUX (CM. puc. 1.7) o TeM WX UHBIM T'eo-
MeTPpUYECKHM ITapaMeTpaM

Puc. 1.10. Penkrie HeKaHOHMYECKHE TTapbl OCHOBAHMI ¢ ydacTteM N, ITyprMHOBOTO KOJIbIIA (XyT-

CTUHOBCKWE Taphl), BCTPEYAIOIIMEeCcs Ha TOpIax IBycupanbHbix yaactkoB PHK u mpu Bxoxne-

HUU omgHouernodyeyHoro yyactka PHK B Gonbiroii (rmy6okuit) skeTo60K ABYCITUPaATIbLHOTO
ydJacTtka
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