OrJ1IABJIEHUE

IIpemucioBHe . . . . . . . . . . . . 3
IIpemmMcioBHE aBTOPA . . . . . . . . . . . .. . 5
YACTbI.BBOOHAS . . . . . . . 7
InaBa 1. Mup PHK u OMOCMHTE3 0€JIKOB . . . . . . . . . . . .. ............ 7
1.1. LeHTpanbHasi 1orMa MOJIEKYJISIPHON OMOAOTUM . . . . . . . . . . . .. .. 7
1.2. Kogupyromue u Hekonupytomme PHK . . . ... ... ... ... .. 10
1.3. OO01ast cxeMa OMOCHHTE32 OCTKOB . . . .« o v v v ooi i et et e e e 14
1.4. TTpuHUMIIBI MAKPOMOJIEKYJISIpHOU cTpykTypel PHK . . . . . . .. . . .. 17
1.5. Mup PHK ¥ IpOUCXOXIEHNUE KU3HM . . . . o o o oo o i et et e o 30
InaBa 2. Nndopmanuonnass PHK n renetmyeckmiikox . . . . . . . ... ... ... 45
2.1. PacmmmdpoBKa TEHETUYECKOTO KOMA . .« « « v o v oo v e oo e e e e e e e 45
2.2. OCOOEHHOCTU T€HETUUYECKOTO KOMA . « « v v vt v e ettt oo a 49
2.3. CrpyktypaMPHK . . . .. . ... ... 52
2.4. NndopMalimoHHbIe pUOOHYKIIEOTTPOTEUIHBIE YACTHUIIBI BHICIITUX
aykapuot (MuHbopMocombl, i MPHIT) . . .. ... ... . ... ... .. 57
InaBa 3. Tpancnopruas PHK u amunoanmun-tPHK-cunrerassr . . . . . . . . . .. 67
3.1 OTKPBITHE . . . o oot e e e e e e e e e e e e e e e 67
3.2. CrpykrypaTPHK . .. ... .. .. ... 69
3.3. AmuHoatmin-TPHK-cuHTeTaser. . . . . ... ... oo 78
3.4. AmunoauunupoBanuwe TPHK . . ... ... ... .. .. ... .. ... ... 83
3.5. CrneuudpuyHocTth amuHoauauposanusgs TPHK . ... ... ... ... .. 88
InaBa 4. PUOOCOMBI M TPAHCHSIMS . . . . . . . . . . . . . o oviie e 95
4.1. TIepBBIE HAOTMIOMEHMS . . . . . o o vt o e e et e e e e e e 95
4.2. Jlokanmm3amyst pUOOCOM BKIIETKE . . . . . o o v vov e i e e e e e 96
4.3. PUOOCOMBI TIPOKAPUOT M BYKAPHOT . . . . o o o o ov e vee e e e e 98
4.4, TIOMAPUOOCOMBI . . .\ oo v v e e e e e e e e e 100

4.5. Cragum TpaHCIISIIWHW: MHUIWAIINS, SJIOHTAllAs M TepPMUHALIUAS . . . . . 104



572 OrnasneHune

4.6. XuMHU4YecKne peakii U CyMMapHBIi 9HepreTM4ecKuii oayaHc
OMOCUHTE3A 0CITKA . . . . . v o v e e i e e e e e e e e e e

4.7. beckieTOYHbIE CUCTEMBI TPAHCIALIMM . . . . . . . . . o oo

YACTb II. CTPYKTYPAPUBOCOMDbI . . . . .. .. ... ... .. ... .....

InaBa 5. Mopdoaornst puéOCOMBI . . . . . . . . . . .. . ...
5.1. Pa3mep, BHELIHU# BUI U MOJpa3AeieHUe Ha CYObeIUHULBL . . . . . . .
5.2. Manmast CYOBEIMHUIIA . . . . . . v v e e e e e e
5.3. BoAbImAg CYOBCHMHMIIA . . . . . . o v et e e e e e
5.4. Accoumanust cyobeAMHUIL B TIOJTHYIO pUOOCOMY . . . . . . . . . . .. ...
5.5. CrpykTypa pubOCOMBI C HUBKHUM PA3PEIIEHUEM . . . . . . . . . . .. ...
5.6. CtpykTypa pruOOCOMBI C aTOMHBIM Pa3peiieHueM. . . . . . . . . . . ...

InaBa 6. Pudocomnas PHK. . . . . . ... ... ... ... ... ... ...... . ..
6.1. BBEACHUME . . . . . .o
6.2. Tumnbl pubocomHoit PHK u nx mepBuyHasi CTpyKTypa . . . . . . . .. ..
6.3. BropuuHas ctpykrypa pubocoMubix PHK . . . . . . ... ... ... ...

6.4. KonpopmalroHHas MOABMKHOCTh U KOMIIAKTHOE CBOpAaYMBaHKE
pudocomubix PHK . . . . . . ... ...

6.5. TpetmuHas cTpykTypa pudbocomubix PHK . . . ... ... ... ... ...

InaBa 7. PubocoMHble 0€/IKM ¥ YeTBEPTHYHAS CTPYKTYpPa PUOOCOMBI . . . . . . . .
7.1. Pa3zHooOpa3ue u HOMeHKJIaTypa puOOCOMHBIX OCJIKOB. . . . . . .. . ..
7.2. TlepBUYHbBIE CTPYKTYPBI OCJIKOB . . . . . . . o o v vt e i e
7.3. TIpocTpaHCTBEHHBIE CTPYKTYPBI OCJIKOB . . . . . . . . . . oo v ..
7.4. BEIKOBBIC KOMIUICKCBL . . . . v v v v v et it e e e e e e e e e
7.5. B3aumopeiicTBus 6eaKoB ¢ pudbocomHot PHK . . . .. ... ... .. ..
7.6. Pazbopka u caMocO0opKa pUOOCOMHBIX YACTUIL . . . . . . . . . . . . ...
7.7. Tlepudepuueckast TOKaIM3aus 0EIKOB M X TOITOrpadms . . . . . . . .

YACTb lll. DYHKUAOHUPOBAHUE PUBOCOMbI . . . ... ... ... ..

InaBa 8. DyHKUMOHA/IbHbIE AKTUBHOCTH M (DYHKIIMOHAJIbHBIE YYACTKH PUOOCOMBI
8.1. Pabouuii MUK PUOOCOMBI . . . . . . v vt it i e e et e e

8.2. CasasbiBaHue, ynepxanue u ckonbxkenne MPHK (MPHK-
CBSI3BIBAIOIIMI yUaCTOK HA MAJIOU CYOBEIMHUIIE) . . . . . . . . o o oo o v .

8.3. Karanus peakiiuy oOpazoBaHMs IENTUAHOM CBSI3U
(mentunuiTpaHcdepasHbIil IEHTP HA O0IbIION CyObeAUHULIE) . . . . . . . .

8.4. GTP-3aBucumoe cBsi3bIBaHUE (PAKTOPOB TPAHCISIIINU (YIaCTOK
CBSI3bIBaHUS OEJIKOBBIX (DAKTOPOB Ha OOJIBIION CYyOBENUHUALIE) . . . . . . . .

8.5. CaassBanne ammHoanuin-TPHK u ynepsxanue nenruomn-TPHK
(TPHK-cBs13bIBatOIIME HEHTPHI B MEXCYOBEAUHUYHOM MTPOCTPAHCTBE) . . .

8.6. TlepemellieHUsI TUTAHAOB: GYHKIUS TPAHCIOKAIIM . . . . . . . . . . . .



OrnasneHve 573
ImaBa 9. DnoHranuonHblii LUK, craaud I: ceaspiBanue amunoanua-TPHK . . . . 214
9.1. KogoH-aHTUKOIOHOBOE B3aUMOACUCTBUE . . . . . . . o v oo 214
9.2. Yuactue dakropa snonrauuu 1 (EF-Tu wiu eEF1A) B cBsi3bIBaHUU
amuHoanui-TPHK . . . . . . 222
9.3. UHruburopsl cBsI3biBaHusl aMmuHoauuA-TPHK . .. .. ... ... .. .. 231
9.4. JIOXKHOE KOTUPOBAHME . . . . o o v v v et e e e e e e e e e e 241
9.5. OO1asg cxeMa MOCAeN0BaTeIbHOCTU COOBITUI TTPU CBSI3bIBAHUU
amuHoauuia-TPHK ¢ pubocomoii . . . . ... .. ... ... L. 250
InaBa 10. Daonranmonnsii nuki, cramus [1: TpancnenTuganus (odpazoBanue
OEOTHIHOM CBAZM) . . . . . . . . . ittt e e e e e e e 257
10.1. XuMnueckuii MEXaHU3M PeaKIU¥ TPAHCTIENTUAANA . . . . . . . . . . 257
10.2. CTepeoXMMUYECKOe PACCMOTPEHMUE PEAKLIMM . . . . . . . . . . . . . ... 259
10.3. CtpyKTypHbIE OCHOBBI KaTajn3a TpAHCIENTUIAINN . . . . . . . . . . . 264
10.4. CnioHTaHHOE MOCTTPAHCIENTUAALMOHHOE CMEILIEHUE TTPOYKTOB
TPAHCTIENTUAAINY KaK MPEANMOChUIKA TPAHCTIOKAIIMY . . . . . . . . . . . ... 266
10.5. DHepreTuyecKuit 0aNaHC PEAKLMM . . . . . . . o v oo et 268
10.6. VTHTUOUTOPBL . . . . . . o oo oo e e e e e e 269
InaBa 11. Daonranmonnsiii mukia, craaus [11: tpancaokamust . . . . . . . . . . .. 280
11.1. OnpeneneHus v SKCIEPUMEHTAIbHbBIE TEPMUHBL . . . . . . . . . .. .. 280
11.2. Yuactue pakTopa >J0HTAIIUN
(EF-G wnn eEF2) BTPAHCHOKALIMU . . . . o v v v te e oo e e e e e 282
11.3. becdakropHas («<HeIH3UMATUUYECKAsT») TPAHCIOKAIIAS . . . . . . . . . 290
11.4. TlepenBrkeHUs] MATPULIBI TPU TPAHCAOKALIUAU . . . . . . o o o . o oo .. 293
11.5. MexaHuKa 1 DHEpreTUKa TPAHCHOKALMU . . . . . . . . . . .. oo ... 304
11.6. MHTUOUTOPBI TPAHCIOKALIAM . . .« o o o v o ee oo e e e e e e 306
11.7. Pesiome: mocienoBaTeIbHOCTb COOBITUI U MOJIEKYJISIpPHbIE
MEXAHUBMBL . . . . ottt e e e e e e e e 312
InaBa 12. CKOpOCTb JJIOHTAIMM M €€ MOIYJISMS . . . . . . . . . ... ........ 317
12.1. CKopoOCTb 3JIOHTALIMU Y TIPOKAPUOT Y OYKAPUOT . . . . . . . . . . . ... 317
12.2. HepaBHOMEPHOCTD DJIOHTALIAM . . . . o o v o ov e e et e e e 321
12.3. W3buparenbHast perysiys CKOPOCTH JOHTalluN
Hacriemmbuueckux MPHK . . . ..o o oo 326
12.4. ToTanbHas pETyaSILUS SMOHTAUMM . . « o o ooovovo vt e e 327
12.5. benkoBble TOKCUHBI, BO3ACHCTBYIONINE HA JIOHTAINIO . . . . . . . . . 330
InaBa 13. TepMMHAIMS TPAHCISIIMM . . . . . . . . . . . . o oti i e et 338
13.1. KOZOHBI TEPMUHALIAM . . . . o o o v vt e e et et e e e 338
13.2. benkoBble (haKTOPBI TEPMUHALIMU . . . . . . . o oo oo e et 341



574 OrnasneHune

13.3. CssasbiBaHue (aKTOPOB TEPMUHALIMU C pUOOCOMOI . . . . . . .. . ..
13.4. Tupmpomms nmentumun-TPHK . . . .. ... ... ... ... . ..., ..
13.5. DBakyauus neauunuposanHo TPHK . . ... ... ... ... ..
13.6. OOGuIMii cCLieHapHii ITOCIeN0BATEIbLHOCTU COOBITHIA B TIpoLiecce
TEPMUHAIIAT .« o o o v oooe e e e e e e e e e
Inasa 14. VIHAIMAIAS TPAHCHSAIMAH . . . . . . . . . . . oo ti e et
14.1. OOIIME MPUHLIMIIBL . . . . v o o v v et e e e e e e e e e e e
14.2. UHUUMALUS Y IPOKAPUOT . . o o v v e e e e e e e e e e e

14.3. MHULMALUS Y OYKAPUOT . . . . . o v i e e e e e e e e

[nasa 15. Peryasuys TPAaHCHSIMH Y MPOKAPHOT . . . . . . . . . . . . . ... .. ...
15.1. OOIME MOMOKEHM . . « o v o o e e e e e e e e e e s
15.2. QuckpumuHaumga MPHK . . . . .. ... ... . L
15.3. TpaHCASIUMOHHOE COTIPSIKEHUE . . . . o o v oo v e e et e
15.4. TpaHCHSLMOHHAS PETIPECCUST . . . . v o v v e e e e e e e e
15.5. «PUOOMEPEKITIOUEHMSI» . . . . . . . . v i it it

15.6. AHTUCMBICITIOBOE OJTOKUPOBAHME . . . . . o o oo v ee e

InaBa 16. Perynsuusi TPAHCSIMN Y 3YKAPHOT . . . . . . . . . o ov v oo oot
16.1. 3HaueHUe PETYISIIMU TPAHCISILIMKA Y OYKAPUOT . . . . . . . . ... ...

16.2. ToranbHas peryisiliis TPAHCISLMU MyTeM MOoaubUKalnu (GakTOpoB
WHULIMAIIAT . . o o o oottt e e e e e e e e e e e e e e

16.3. duckpumuHanus MPHK nHUIIMMpYIOIMMY pUOOCOMHBIMU
yacTUUAMU U (DAaKTOPAMU MHULAALIMHU . . . o o o oooooo o et e e

16.4. Perynsuus MHULMALUY KOPOTKMMU OTKPBITHIMUA paMKaMu
cuutbiBanugd (UORF) . . . ... ...

16.5. TpaHCHASIUOHHAS PEIIPECCHST . . . o o o o v v e e e e e e e e e
16.6. Mackuposanne MPHK . . . . ... ... ... ... ... .. ... .. ...

16.7. DBoOIOLIMS OCHOBHBIX MEXAHU3MOB PETY/ISLIMU TPAHCISALIMA . . . . . .

I'nasa 17. KoTpaHCISuMOHHOE CBOPAYMBAHNE H TPAHCMEMOPAHHBII TPAHCIOPT

17.1. Bknam puOOCOMBI B CBOpaUMBaHUE OCJIKOB . . . . . . . . . .. ......
17.2. BzaumojeiicTBue TpaHCIUPYIOIIUX pUOOCOM C MEMOpaHaMU . . . . . .

17.3. KoTpaHcnsiimoHHas TpaHcMeMOpaHHasl TpaHCIOKaLUs pacTylIUX
TOJUTIETITUAHBIX LIETICT . . . . . . . o oot e e e e e e e e e e

17.4. KoTpaHCHsIIIMOHHBIE KOBaJEHTHbIC MOAU(MUKAIIUY U CBOpauYMBaHNE
pacTyIIel MOJUTICTITUIHOM e B TIPOCBETE SHIOIIIA3MAaTHIECKOTO
PETUKYIIYMA . . . o v et v e e e e e e e e e e



OrnasneHue 575

17.5. AnbTepHaTUBHBIE ITyTU TPAHCMEMOPAHHOIO TpaHCIIOpTa

HOBOCUHTE3UPOBAHHBIX OCJTKOB . . . . . . . v vt i it e et e e 517
YACTbIV.OBOBLWUEHUE . . . . . . .. .. ... .. .. ... . . .. ........ 523
Inasa 18. IlpuHOUNBI CTPYKTYPHOIH opraHu3anuu 1 (hyHKIIMOHUPOBAHUS
PHOOCOMBI. . . . . . . . ot 523

18.1. OcHOBHBIE MPUHIUIBI CTPYKTYPHOI OpraHU3allii U COOPKU

PUOOCOMBI . . . . o oot e e e e e e 523

18.2. CrpykTypHbIe OCHOBBI DYHKIIMOHUPOBAHUS PUOOCOMBI . . . . . . . . . 525

18.3. PubocomMa Kak MOJIEKYJISIDHAS MAITAHA . . . . . . o o o o oottt vt o 536

18.4. Bkiam 6eKOBBIX (DAKTOPOB OJIOHTALIMU . . . . . . o o oo oo e e 543

18.5. PubocomMa kaxk nzorepMuyecKkasi MalivHa ¢ KOH(GOPMaLMOHHBIM
«XparlOBUKOM» U XMMUYECKOM «COOQUKOM» . . . . . . . . . ... ... ...... 553

18.6. BAKITIOUGHUE . . . . . . . o oo e e e e 559



NPEOUCIIOBUE

Ora kHura (yuyebHoe TIIocoOME€) HamuMcaHa BbIIAIOLIMMCSI POCCUIA-
CKUM YYEHbIM, OAHMM M3 OCHOBOIIOJOXHUKOB HayKM O OMOCHUHTe3e Oeska
AnekcangpoMm CepreeBuuem CrimpunbiM. B cepepune 1950 rr, eme Oymydu
crynenToM u acnupantomM A. H. benosepckoro, A. C. CnupuH Hayaja u3y-
YeHUEe HYKJICOTHAHOro coctaBa cymMmapHoii PHK pasznnuHbiX opraHusMoB
(Tenepb MbI 3HaeM, UTO 3TO Oblla MpeumyllecTBeHHO pudocomHasi PHK).
DT paboThl CIIpaBEIJIMBO OTHOCIT K OCHOBOIIOJAralolIUM JOCTUXKEHUSIM
TOJIbKO 4YTO 3apOXIaBIIEHCS B Te€ TrOAbl TJIaBHOW HAyKu BTOPOM ITOJIOBU-
Hbl XX B. — MOJIEKYJISIpHOW Ouojiornu. Bo-TiepBbIX, OBLIO IOKa3aHO, YTO
PHK, npeacraBiieHHble B KJIETKE B HAMOOJBIIEM KOJUYECTBE, 3aKOAUPOBA-
HBI B HeOOJbIION 4yacTu TreHoMa. Bo-Bropeix, CnupunbiMm u benxoszepckum
ObUIO Mpeacka3aHo cyliecTBoBaHuMe MaTpuuHoit PHK, B Bume kortopoii re-
HeTuyeckass uHdpopMauus mepeHocutcss or JIHK k OGenkam. Ha pybOexe
1950—1960 1. A. C. CrnMpWHBIM COBMECTHO C aMEpPUKAHCKHUMU YYSHBIMU
XK. ®pecko u II. JJotm OBIIM YCTAHOBJEHBI OCHOBHbIE MPUHIUIBI OpTa-
HU3alMM MakKpoMoJieKyasipHoid cTpyktypel PHK, KoTopble ocTaioTcst He-
3pI0JIEMbIMA 1 ceiiyac. B 3TM e roabl yxXe B COOCTBEHHOW JabopaTopuu
B MHctutyre O6uoxumuu um. A. H. baxa Anekcanap CepreeBud mpucTyna-
eT K M3y4eHUI0 puOOCOM, MX KOHMOPMAIMOHHON ITOABUKHOCTA U COOpPKU
n3 PHK u 6enkoB. B 1967 . A. C. Criupun cosgaer B [lymmHo akagemu-
yeckuit MTHCTUTYT Gejka, KOTOpbIii CTAHOBUTCS OAHMM U3 OCHOBHBIX MU-
POBBIX LIEHTPOB IO M3YYEHWIO CTPYKTYpbl M (YyHKIMI pubocom. HayuHble
JOCTMKEHUS 3TOro MHCTUTYTa JOCTAaTOYHO MOAPOOHO MPENCTaBIeHbl B 3TOM
KHUTE, U 3TO COCTABJISIET OIHY M3 €€ CWJIbHBIX CTOPOH. YX€ B TrOJl CO3[AaHMs
HNuctutyra Genka A. C. CnupuHbIM Oblla chOpMYJMpPOBaHA KOHLIETILIMS,
COINIAaCHO KOTOpOM 00pa3oBaHME KaXKIOil HOBOW MNENTHUAHON CBSI3M B CHUH-
Te3UpyeMoil pubocoMOli MoJieKysie Oejika COMpPOBOXIAETCS MEPUOAMYECKUM
CMellleHUeM CyObeAMHULl PUOOCOMBI IPYyr OTHOCUTENbHO JApyra. B mocren-
HUe AECSTWIEeTUS] dTa KOHLEMIMS Hallljla yOoeauTeIbHOe 3KCIEepUMEHTaIbHOe
noareepxkjaeHue. OHa Jiersia B OCHOBY IPEACTaBJIEHUSI O TOM, YTO, CUHTE3U-
pys Oenku, pubocoMa padoTaeT KaK MOJIEKYJISIpHAsi MalluHa.

B 2000 . B Hayke o pmbOocomax IPOM3OILLIO BBIJAIOIIEE COOBITHUE: Cpa-
3y B HECKOJbKHX JIabOpaTOpUsIX METOJOM PEHTIe€HOCTPYKTYPHOIO aHajiu3a
OblUIa YCTAaHOBJIEHA IPOCTPAHCTBEHHAsl CTPYKTypa OaKTepualbHbIX PUOOCOM
C aTOMHBbIM paspelieHueM. MccienoBarenu, usydyasiive pudbocoMy OMOXUMU-
YEeCKMMU W TE€HETUYECKMMM METOJaMM, MOJYUYMJIM BO3MOXHOCTh B JEeTassiX
paccMOTpeTh €e BHYTPEHHEe YCTPOMCTBO. A TJIaBHOE, Y HMX TOSIBUJIaCh BO3-
MOXHOCTb COOTHECTM C aTOMHBIMU MOMAEJSIMU CTPYKTYpbl OIPOMHBIA MaccuB
9KCIIEPUMEHTAJIbHBIX Pe3y/JbTaTOB, HAaKOIUIEHHBbIX B TeUeHUEe MPeablayIuX
copoka jeT (B T. 4. M JAaHHbIE O CTPYKType pUOOCOMBI, MOJYYeHHbIe (Pu3u-
YyeCcKMMHU MeTojJaMu ¢ 0ojiee HUM3KUM paspelneHrem). Co MHOXECTBOM TaKMX
COTOCTaBJIEHUI YuTaTeb BCTPETUTCS Ha CTPaHMIAX ITOW KHUTIHU.



4 Mpeoucnosue

OpHako, mapajuieJlbHO ¢ pacliu@poBKOi aTOMHBIX CTPYKTYp pubOocoM
U3 IIMPOKOTO Kpyra OMOJOTMYECKMX OOBEKTOB C MOMOILbIO PEHTIEHOBCKOM
Kpucrtajaorpaduu (Ha CeromHsi MX M3BECTHO YK€ HECKOJBKO AECITKOB) BCE
0oJiee OYEBUAHBIMU CTAHOBUJIMCH CEpPbe3HbIe IPOOJIeMbl, OrpaHUYMBAIOIIME
JajJbHENIIUi Mmporpecc B 3Toil obsactu. Kak 3To HEOQHOKpaTHO MOAYEPKU-
BaeT aBTOp HACTOSIIEH KHWTW, B XOIE CHMHTE3a MOJUIENTUIHON 1enu pudo-
coMa, B3aMMOIEUCTBYS C JUTaHAaMHU U (aKTopaMu OEIKOBOTO CHHTE3a, MPO-
XOJUT Yepe3 MHOXECTBO MPOMEXYTOUHBIX COCTOSIHUI U MpeTeprieBaeT MHOTHE
CTPYKTYpHBbIE M3MeHeHUs. be3 3HaHUs aTOMHOI CTPYKTYPBI 9TMX WHTEPMEIM-
aToB IITyOOKOe TMOHMMaHWe MeXaHM3Ma IIpollecca TPAHCISIIUA U YIIpaBIcHHE
UM HEBO3MOXHbI. OJHAKO 3aKpUCTAIIM30BaTh TaKUE KOMIUIEKCHI YAaeTCsl
TOJIbKO B peAkux ciyyasx. M 3mech OoJblMe HaaeXkIbl CBS3bIBAIOT C METO-
JIOM KPHO3JIEKTPOHHON MHMKPOCKOTIMH, KOTOPBIM TO3BOJISIET M3yvYaTh OMOJIO-
rmyeckre oObeKThl B PacTBOpPE B «pabouyeM COCTOSIHUM». 3a TOCAeAHUE He-
CKOJIbKO JIET paspeliaroniasi CoCOOHOCTb 3TOTO METOJa BbIPOC/A HACTOJIBKO,
YyTO B OMMKaiiliemM OymyllleM HCcClIemoBaTeId CMOIYT padoTaTb C aTOMHBIMU
CTPYKTYpaMM MPaKTUUYECKU JIIOObIX (PYHKIIMOHATbHBIX PUOOCOMHBIX KOM-
minekcoB. B cBoeit kHure A. C. CiupuH yaensieT 3TOMy METOAY JOCTaTOYHO
MHOTO BHUMaHUs. TeM He MeHee, Mbl HACTOSATEJIbHO PEKOMEHIyeM 4YHhTa-
TeJsIM O3HaKOMUTbLCSI ¢ TMPUBEIEHHBIMU B CIMCKe JuTepatypbl K [iaBe 18
cratbsiMu M. ®dpaHka mociegHUX JIET O MEPCreKTUBaX MPUIOXKEHUST METoaa
KPUOBJIEKTPOHHONW MUKPOCKOIMHU K paciim@poBKe MeXaHU3MOB pabOTHI pH-
6ocombl. (B 2017 r. 3a pa3BuTue MeTojla KPUOIJIEKTPOHHONH MUKPOCKOIUU
M. ®panky Obuta npucyxiaeHa HoOeneBckasi mpeMusl MO XUMUU.)

VYuebnuku A. C. CnupuHa 1o pubocomMaM, Ha KOTOPBIX BBIPOCJIO HE OIHO
ITOKOJICHNE MOJEKYJISIPHBIX OMOJOTOB (M HE TOJBKO B HaIlleil cTpaHe, II0-
CKOJIbKY OHM He pa3 IMepeBOAWIMCH Ha aHTIMKUCKUIA), UMEIOT JUIMHHYIO HUCTO-
puto. CHayana 3TO ObLIM CpaBHUTEJIbHO HEOOJbIIME 10 00beMy MOHOIpa-
duu. A B 1986 1. Anekcanap CepreeBudu 3aaymMal W3IaHUE KaITUTAJIHHOTO
TPEXTOMHOTO Y4YeOHMKa IO MOJEKYJISIpHON Ouojoruu, K paboTe Hal KOTO-
pPbIM OH MPUBJIEK TPYITY YYEHBIX, YUTABIIMX B MOCKOBCKOM YHUBEpPCUTETE
KYPCHI JIGKIIMI 1O pa3IMYHBIM ee¢ pasnenam. [lepBblii TOM TOm TeM Xe Ha-
3BaHMEM, UTO M HacTosllllasi KHUra, OH Hamnucaa caMm. Ee mocieaHee uznaHue
Boiiuio B 2011 . Heckonbko et Hazag A. C. CriupuH BKJIIOYUI B TEKCT
ATON TOCHeMHE BEpPCUM CBOETO yYeOHMKA HEKOTOpBIE HOBBIC HaHHBIE. TeM
He MeHee, IMOKa IiJla paboTa HaJ TMOATOTOBKOM €€ PYKOIMUCHU K HacTosIIeMy
U3JaHUI0, HayKa O OMOCHHTEe3e Oesika MpojosKaia OypHO IMPOTrpeccupoBaTh,
W MBI PElIWIM, C COIJIACHSl aBTOpa, BKIIOUWUTH B TEKCT y4eOHMKA IIpUMe-
YaHWsI, B KOTOPBIX YIOMSHYTHI HOBBIE MOCTIDKEHHWSI HAyKM O pUOOCOMAX,
a TakxKe JOMOJHUTh CITMCKU JIMTEpaTyphbl CChLIKAMU Ha KIHOUYeBble (B OCHOB-
HOM 0030pHbIE) pPabdOTHl MOCAEAHMUX JIeT. B aToii paboTe MNpUHSIM ydacTue
C. IImutpues, Il. A. Kamenckuit, B. IIupokoB 1 aBTOp 3TOro MpeaucioBus.

A. A. borgaHos,
npodeccop MI'Y um. M. B. JlomoHocoOBa,
2018 &



NPEOUCIJIOBUE ABTOPA

OTa KHWra HamucaHa Ha OCHOBE Kypca JEeKUMH 10 CTPyKType pubocom
M OMocHHTEe3y OejKa, KOTOpPhI S UMTal CTyIEeHTaM CTaplliuX KypcoB OHO-
Jjoruyeckoro dakynbrera MOCKOBCKOTO TOCYIapCTBEHHOTO YHUBEpPCUTETA.
Jlekuuy ObLIM YacThlO OCHOBHOIO Kypca MO MOJIEKYJSIpHOU OuOJOruu B Te-
yeHue Oosiee TpexX NECATUJIETUIl, U OHU TPETEPIEead 3HAYUTEIbHYIO 3BOJIO-
LIMIO TI0 Mepe pa3BUTUs 3HAHWUU B 2TOK obOsacTu. Hayka mpomoskaeT WATH
BIEpea, U YUTATENU AOJIKHBI ObITb TOTOBBI K TOMY, UTO HEKOTOpbIe (haKThlI,
YTBEPXKIEHUS W WIEU, BKIIOUYEHHbIE B 3Ty KHMIY, MOTYT OKa3aTbCsl HE CO-
BCEM TIOJHBIMM WJM HE COBCEM COBPEMEHHbIMU. B J1000M ciyyae KHwUra
SIBJISIETCSI YUeOHBIM DPYKOBOJACTBOM, a He€ HcuUeprnbiBaloliuM o030opoM. OHa
obecrieyrMBaeT OCHOBY ISl 3HAHUM M pa3BUTUS TEKYIIUMX UAEH B 3TOH 00-
JJaCTM M JaeT IIpuMepbl HAOMIONEHMIA M UX OObsicHeHUs. I moHuMalo, 4To
HEKOTOpble OOBSICHEHUSI U BBIBOAbI MOTYT OBbITb MpPeIBaApPUTEIbHBIMU U CIIOP-
HBIMU, HO HaJEKCh, YTO 3TO OymeT OoJibllle CTUMYJIMPOBATh Pa3MbILLICHUS
U 0o0cyxXIeHue IpobjieM, HexXenu OeJible ISITHA, KOTOpble MOTIJU Obl OBITh
OCTaBJIeHbl B KHWUTE.

Y KHUTM ecTb MPOTOTUIL: ITO MO MoHorpadus «MosexkynsipHass OHoJIO-
rust: CTpyKTypa pubocoMbl 1 OMocHHTe3 Genka» (M.: Beiciras mikoma, 1986).
31ech 1 B OCHOBHOM BbIIEpPXKMBAIO TPEAbIAYIIUNA TIOPSA0K MpeacTaBiIeHust
TeM W ToapaszjiesieHus Ha miaBbl. OJHAKO coiepXkaHWe ObUIO MOIBEPTHYTO
3HAUUTEJIbHOM peBU3MM U nomnojiHeHo. KopoTkas BBomHasg rjaBa 1 Temepb
3HAUUTEJIbHO paclIMpeHa M BKJIIOYAeT MCTOPUIO OTKPBITUSI KOAUPYIOIIUX
u Hekoaupymolux PHK, mepeuncieHune Kak reHeTMYeCKUX, TaK W HereHe-
TYeckux (yHKIMA pasznuuHbix BunoB PHK, omucaHme OCHOBHBIX MPUHIIM-
MOB MakpomoJieKyasapHoii cTpykTypel PHK, a Takke Wu3loXeHUE TMIIOTEe3bl
o apesHem Mmupe PHK, ero mnpoucxoxneHUM U 3BOJIOLMU B KIETOUHbIE
dopmbr xu3HU. [MaBel mo Mopdosorum pubocoMbl (1. 5), puOOCOMHOI
PHK (r71. 6), TepmuHanyu tpaHcasuuu (ri1. 13) 1 KOTpaHCISILIMOHHOMY CBO-
pauyrMBaHUIO M TpaHCMEMOpaHHOMY TpaHCHopTy OeakoB (1. 17) MOTHOCTHIO
nepenucaHbl B COOTBETCTBMM C HOBBIMU JaHHbIMU. [J1aBa 7 mo pruOOCOMHBIM
OesikaM 0O0beqMHEHa C IJIaBOW 8§ W paclliMpeHa HOBBIM MaTepuajoM MO YeT-
BEpTUYHOI CTPYKType pubdocoMbl. PaKTUUYECKM 3aHOBO HAMMUCAHBI TIJIaBbI
[0 KOHTPOJIIO TPAaHCIALUMHU y TIpoKapuoT (ri. 16) m y sykapuwor (1. 17).
3akiounTtesibHas T1aBa 18 00 OCHOBHBIX MPUHLIMITAX CTPYKTYPHON OpraHu3a-
1 1 (YHKIIMOHUPOBAHMUSI pUOOCOMBI Telleph BKJIIOUAeT B cebsl TakxKe pac-
CMOTpEHUE PUOOCOMBI KaK MOJIEKYJSIPHOW MAallUHBI.

B oroil kHure (kak W B MpeabUIylleid) JUTEepaTypHble CChUIKUA JaHbI
B OCHOBHOM C 1eJbl0 OOyYyeHHus, W, TaKUM 00pa3oM, CIIHUCOK JUTepaTy-
pbl, MMEIOLIMICA B KOHIE KaxIOW TJaBbl, NajleKo He TMOoJHbIA. YToObI
JIaTh TpeacTaBieHue 00 MCTOPUM OTKPBITUH, S LUTUPYIO TPEMMYIIECTBEH-
HO TIMOHEPCKHWE WCCJIEAOBAaHUSI B 0OOCYyXaaemMol o0jlacTh, a 4ToOBbl obecrie-
YUTh MH(OPMALIMIO O TeINepellHUX 3HaHUSIX, S OTChLIAID YUTATeIsT K He-
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KOTOPBbIM HeJIaBHUM TyOnaukaiusm M o03opam. Bo MHorux ciaydasix mnpu
CChIJIKaX Ha pabOThl KOJUIEKTMBOB aBTOPOB (haMUJIUM PYKOBOAWUTEJICH TPyl
B CHHMCKAaX JIUTEPATypbl TMOMUYEPKHYThI, a B TEKCTE JaHa COOTBETCTBYIOIIAS
CChbIJIKA MMEHHO Ha pyKoBoauTensi paboTbl. Kpome CHHUCKOB JuTepaTypbl
B KOHIIE KaXIOH TJaBbl, J00aBJIEHbI COOTBETCTBYIOIIUE CCBHUIKM B IOIIU-
cIX KO MHOIMM WuniocTpauusiM. boiblnag 4acTh WILTIOCTpaliMii IO CTPYK-
Type puOOCOM M MX KOMIIOHEHTOB, pacIIM(POBAHHBIX B IIOCIEIHEE BpeMs
C TIOMOILBI PEHTIeHOCTPYKTYPHOIO aHajiu3a, CHaOXeHa TakKXkKe CChLIKa-
MU Ha UIAESHTU(UKAILMOHHBIA HOMEpP B MEXIyHAapoaHOM OaHKe OelKo-
BBIX CTpYKTYp — Protein Data Bank (PDB 1D). Kuura comepXut m MHO-
ro OpPUTHMHAJBHBIX WUIIOCTpAlLMi, CIAeNaHHBIX OJlaromapsi LEHHOW MOMOIIU
moux koyuier B MHctutyre 6enka PAH B IlymumHo. I oyeHb Ipu3HaTesieH
mouMm Kkoiuteram — A. A. bormanomy, B. /1. BacuibeBy, A. B. Edumosy,
B. H. JysukoBy, JI. JI. KuceneBy, B. A. Konoy, JI. II. OBYMHHHMKOBY,
A. T. PazanoBy u A. B. ®uHkKeJIbIITEliHY — 3a MOMOIb B HalMCaHUM psia
J1aB 3TOro ydyeOHMKAa M MX OOCyxaeHue. Xouy IIpUHECTH OcoOyio 0Ojaro-
napHocth A. KomMepy 3a HEOLIEHHWMYIO IOMOIIb B IPUTOTOBJIEHWU BCEIrO
WUTIOCTpallMOHHOTOo MaTepuajia KHuru, T. b. KyBIIMHKMHONW 3a OOJbIION
BKJIaJ, B COCTaBJICHUE U YIOPSIOYECHUE CIMCKOB JIMTEPATyphbl K KaXKIOU TJIaBe
n JI. H. PoxaHckoli 3a TTOBCEOAHEBHYIO TEXHUYECKYIO ITOMOIIb.

A. C. CnupuH,
akanemuk PAH
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MABA 1. MUP PHK U BUOCUHTES BEJIKOB

1.1. LleHTpanbHaa gorma MONEKyNsipHOi Guonoruu

B 40-x rr. XX B., npexjae BCero Ha OCHOBE LIMTOJIOTMYECKUX U OMOXMMUUE-
ckux HaomoneHnuit Kacniepcona (1941) u bpame (1941—1942), crano ckia-
IpIBaTbcs mpenctasieHue, 4yro JHK, noxkamusyromasics B sapax KIIETOK,
B UX XpOMOCOMax, CaMbiM TE€CHbIM OOpa3oM CBsi3aHa C armapaToM Hacjemn-
ctBeHHocTH, a PHK — 00s3aTebHbIii KOMIIOHEHT KJETOYHOW LIMTOILIa3-
Mbl, OTBETCTBEHHbI 3a OuMocuMHTe3 Oenka. [Ipsmble aKcniepuMeHThl DiiBepu,
MakJleon u MakKaptu (1944) pokaszanu, 4TO 4YHWCTasl, M30JUpPOBaHHAsI
u3 kjerok JJTHK MoxeT ObITh HOCHTENEM HACIEACTBEHHBIX IPHU3HAKOB Op-
raHusma. Bce Oosibliiee KOJIMYECTBO HcCcienoBaresieii — B TEPBYIO Ovepelb
OMOXMMHWKOB M IIMTOJOIOB — HAYMHAJIW CKIOHATbCSA K Mbicau, yto JIHK
WIM €€ KOMILUIEKChl ¢ OeJIKOM MOTYT ObITb OCHOBHBIMU HOCUTEISIMU TEHEe-
tuueckoin mHdopmauuu, a PHK — nocpenHukoM, BOCIpUHUMAIOLIUM 3Ty
uHdopmanuo or IHK u peanusyroiuM ee B Buje OMOCHHTEe3a OEJKOB.

K navany 1950-x rr. Yaprad¢d ycraHoBua ¢axkt BUIOBOI crieuudUUHO-
ctu coctaBa JJHK, moka3aB, 4TO COOTHOIIEHMS YEThIpeX COPTOB €€ MOHO-
MmepoB — ryaHuwioBoro (G), ageHunoBoro (A), nuruauionoro (C) u Tu-
munuiaoBoro (T) — pasnuyamTcs y pa3HbIX BUAOB OPraHU3MOB. DTOT (haKT
IpsIMO COOTBETCTBOBAJI IIpearioaraBuieiicss renetndeckoin poau JHK. Tlpu
9TOM ObLIM HalieHbl TakXKe MHTEpPEeCHble 3aKOHOMEPHOCTU B HYKJIEOTU]I-
HoMm coctaBe JHK, Ha3zBanubie «mpaBmwiamu Yapradda»: He3aBUCUMO
OT BUAOBBIX pasnuumii, Bo Bcex HHK komumuectBo G ObLIO paBHO KOJIHU-
yectBy C, a koiamuectBo A — komuuectBy T (G = C, A =T). B 1953 .
Yorcon u Kpuk, ucrnosb3ys 3TU 3KCIepUMEHTaIbHbIE TaHHbIE MO0 XMMUYe-
ckomy coctaBy JAHK, a Takxke pe3yabraTbl peHTIEHOCTPYKTYPHbBIX aHaIv-
30B opueHTUpoBaHHbIX HUTe JIHK, ykazaBiimx Ha coupaibHbI XapakTep
ykaaakyu mnoauMepHbix Mojiekyn JAHK (Yunkunce u @psHKIMH), Tpeaio-
KWW MoJiesib MakpomosieKyJsipHolt cTpyktypbl JITHK. DTo Oblna aBoiiHas
cnupanb, rae Ase nosumepHboie HUTH JIHK 3akpydyeHbl ApPYr OTHOCUTEb-
HO Jpyra BOKpPYI OOlleli OCHU M YAEPXKUBAIOTCI BMECTE 3a CYET MapHBIX
B3aumoneiictBuii G ¢ C u A ¢ T (puc. 1.1). HemocpeacTBeHHO M3 3TON
CTPYKTYPbI BBITEKaJl MEXaHU3M €€ TOYHOIo BOCIpPOU3BEAEHHUSI, YTO BIIEep-
Bble JaJl0 OOBSICHEHUWE BOCIIPOM3BEIEHUIO TEHOB B IpOlleccax pa3MHOXe-
HUS U HacJeNCTBEHHOCTU. Tak MmosiBeKa Ha3ajl poauyiachb HOBasi Hayka —
MOJIEKYJISIpHasT OUOJIOTHUSI.

B ocHoBe BocripousBeneHus (peayrinkaiuu) cTpyktypbl JHK nexur Tak
Ha3bIBa€MbIi TPUHLMIT KOMIUIEMEHTApDHOCTU: B JBOWHOW CHMpalyd JBe MO-
quMepHbix e JIHK cBs3aHbl npyr ¢ apyroM 00K 0 OOK BOJOPOIHBIMU
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cBsa3simu Tipu obpazoBaHuM map G:C, C: G, A: T u T:A (3nmecb u nanee
HEKOBaJICHTHbIE CBSI3M OyAyT 00O3HauaThCsl ABoeTouusiMu). Eciu nBe uenu
JBOMHOM CIIMpaJM PacXomsTCsS, TO Ha KaXIOil M3 HUX MOXET CTPOUThCS (MO-
JIMMEPU30BATbCS1) HOBAsl KoMHAeMeHmapHas 1ieTb, TaK 4yTo HanpotuB G wuc-
XoAHoU 1uenu ycrtaHoBuTcs: C HoBo#i 1enu, HanpoTuB C crapoit uenu — G
HoBoil nenu, HanpotuB A — T, a HanpotuB T — A; B pe3yjbTaTe MOJIy4aTcs
IBE TOYEPHHE IBOWHBIC CITMPAIU, TTOJHOCTBIO MACHTUIHBIC MCXOMHON — Ma-
TepuHckoii (puc. 1.1, A).

PHK xumunuecku nogodona JITHK. B obGoux ciyyasix 310 JMHEHHbIE, He-
pa3BeTBICHHBIE TOIMMEPHI HYKJICOTHAOB C TIEHTO30(pocdaTHBIM OCTOBOM
W YEeTBIPbMSI TUIIAMU a30TUCTHIX (MYPUHOBBIX M ITUPUMUIWHOBBIX) OCHO-
BaHUI B KayecTBe OOKOBbIX rpymm. CyllecTByeT TOJIbKO ABa HEOOJBLIMX
ornmnuyus nenu PHK ot ommnounoit uernm JHK: 1) msaruyriepogHsbliil ca-
xap (meHrtosza) B PHK npeacraBien pubosoit, a B JIHK — ero mpouspo-
JHBIM 2'-1e30KCUpr0030ii; 2) OAWH U3 ABYX MUPUMUIAMHOBBIX HYKJICOTUIOB
B PHK mnpencrasnen ypumuiaoBeiM octatkoM (U), BMECTO €ro MeTUJIMPO-

A b

uenb Uenb

Puc. 1.1. Cxema noiinoit crmpamu JJHK, ee xomruiemeHTtapHoii pemyrukaiuu (A)
u komruiemeHtapHoro cuHre3da PHK Ha omHoit u3 ueneit JJHK (tpanckpurniun) (b)
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BaHHoro nipousBogHoro T B JIHK. Tor e BbIlIEyNMOMSHYTBIA TMPUHLIMII
KOMILIEMEHTApHOCTU oOecrneunBaeT MexaHusMm perumkauuu PHK Ha Mma-
tpuue JHK. Paznuua aumps B ToM, yto PHK mnonumepusyercsi Tosib-
KO Ha OJHOW M3 ABYX pa3ollelIImxcs Ieneil mBoitHoi crmpanu JHK
(puc. 1.1, b). Pasymeercsa, npu cuHtese PHK nHampotuB A uenu JHK
CTAaHOBUTCS ypUIMJIOBBIM puboHykiaeorun (U), BMECTO TUMUIUIOBOTO Ae-
3okcupubonykieoruaa (T) nmpu cuHtese JHK. Pennuumpyromasicsi uenb
PHK, Takum o0Gpa3zom, oKa3bIBaeTCs TOYHOU KOIMMEH MPOTUBOITOJIOXHOM
uenu JHK, ¢ 3amenoit T nHa U. Ilpouecc pemaukauuu CONPOBOXKIAECTCS
ortnenenuem uernu PHK or JIHK. B pesynprare takoit perummkanmuum PHK
oOpasyeTcsl KaK TMOKWI OJHOLIETIOYEUHBIN MOJUMMEpP, B OTIMYME OT XKEeCT-
Koit nBoitHoi cnmpanu JHK.

Ilennu PHK — xomuu ompeneieHHbIX (PYHKIIMOHAJbHBIX OTPE3KOB LIEU
JAHK — reHoB, OHM TpU3BaHbl CAYyXUTb MaTpulaMu [Jisi CUHTE3a ApY-
roro TUMa TOJUMEPOB — MOJUMMNENTUAHBIX Lenei OeakoB. I[Tockoabky
OeJIKM COCTOSIT M3 JBaAllaTM Pa3HbIX COPTOB MOHOMEPOB (aMUHOKMCIIOT),
a PHK — Tonbko M3 4eThIpex COPTOB MOHOMEPOB (HYKJIEOTHAOB), TO J&-
TepMUHALUS AMUHOKHUCIOTHON MOCAEI0BATENbHOCTU MOJUNENTUIHON LEeNn
HYKJIEOTUAHOI IocienoBareabHoCcThi0o PHK TpeOyer Toro, 4yroObl Kaxmas
AMUHOKUCJIOTAa KOAMPOBajach KOMOMHAlIME M3 HECKOJbKUX — HE MeHee
TpeX — HYKJIEOTUI0B. JIelCTBUTENbHO, WMEHHO TPUIUIETHBIM KOA ObLI
CHayaJjia MOCTYJUPOBaH Ha OCHOBAaHUM TEOPETUUYECKUX COOOpaKeHUIi, a 3a-
TeM M J0Ka3aH sKcnepuMmeHTanbHO. TakuM obGpasom, 3a PHK Opuia mpou-
HO TIpU3HAHA eeHemuueckds poaAb TOCPEAHUKA MEXAY TeHaMUu U OelKaMu:
¢ ogHoii ctopoHbl, PHK npencraBisiiach KaKk COBOKYMHOCTb KOITMU T'€HOB,
T. e. konuii orpe3koB JIHK, a ¢ apyroii — Kak HemocpencTBeHHbIE MaTpu-
1Ibl, MOCJEI0BATEIbHOCTU HYKJIEOTUAHBIX TPUILIETOB KOTOPBIX KOAUPYIOT
AMWHOKUCJIOTHBIE TMOCJIEA0BATEJIbHOCTA MOJUIENITUAHBIX 1I€TIeil B Mpoliec-
ce cuHTe3a 0esKoB. BrlllleckazaHHOE M TIpeICTaBlIsieT COOO0l «lIeHTPaJbHYIO
JIOTMY MOJIEKYJISIpHOW Ouosoruu», chopmyiupoBaHHyto Kpukom u Bbipa-
KeHHylo B Buae cxembl «JJHK — PHK — 0Oenok», rme crpeiiku 0003HA-
yaloT HeoOpaTuMbId moTtok uMH@opMmauuu oT JHK uyepes PHK kx Genky
(puc. 1.2).

Bocnpovssenerve
reHoB HK
(penynnukauus) A
KonnposaHue reHoB
(TpaHckpunuus)
PHK
KonvpoBaHue cTpykTypbl 6enkos
(TpaHcnauns)
BEJIOK

Puc. 1.2. lleHTpajibHas JgorMa MOJIEKYJSIpPHOI OMOJ0TUU
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1.2. Koaupyowme n Hekogupyowme PHK

Ko Bropoit nosnoBuHe 1950-x rr. yxke ObLIO YCTaHOBJEHO, YTO CUHTE3 Oeli-
KOB B XMBBIX KJIETKAX OCYIIECTBJsIETCSI pUOOHYKJICOMPOTEUIHBIMU YacTHUIIa-
mu — pubocomamu u yto PHK, mpucyrcTtByioiiass B pudbocomax B KayecTBe
MX OCHOBHOro KommoHeHTa (pubocomHass PHK), mpeacraBnsier coGoii Imo-
napJiisitoliyto yactb TotasibHOi PHK knetku. Bbuio 10BOJBHO JOTMUHO Mpe-
MOJOXUThb, UTO MMEHHO TMOJMPUOOHYKICOTUAHbIE Lenu pudocoMHbx PHK
cIyXaT MaTpULlAMM JUISI CUHTe3a OeNKOB. «/10JIr0 cuMTalioch, 4TO CTPYKTYp-
Hasi UH(oOpMaLUsl TePeHOCUTCS OT TeHOB K CTAaOMJIbHBIM MaTpuliaM, TaKUM
Kak pubocomHasi PHK, xomupyromym reHbl M TOMACPXKUBAIOIIUM B IIUTO-
w1a3mMe uHpopMalro, HeoOXoIUMYIO sl CUHTe3a 0ejkoB. Kaxnplil reH, Kak
rnoJjlarajiv, JeTePMUHUPYET 0Opa3oBaHUE TreHOCHeUMPUUIECKUX PUOOCOMHBIX
YyacTUll, KOTOpble B CBOIO Ouyepeab U 00ecCIeyrBaloT CUHTE3 OMNpeneeHHOIro
oenka (Kpuk, 1958)» (2Kako6 u Mono, 1961, c. 195).

s mpoBepKU BTOrO MPEarnoyoKeHUsT ObLIO TMPOBENeHO MapasjeibHoe
¢ IHK onpeneneHue HykjaeoTuaHOro coctana TotaabHbix PHK y Tex xxe Bu-
OB OaxkTepuit, cpenu KOTOPBIX ObLIO HaliaeHO OO0JIblIOoe pa3HOOOpa3ue Co-
craBa JJHK (CnupunH, benoszepckuit u ap., 1957; benoszepckuit u CnupuH,
1958, 1960). Bompekn oxXmmaHWIO, YTO OCHOBHasi Macca kieTouHoii PHK,
Kak TMpeanosiaraéMblii MOCPEAHUK B MEPEHOCEe T'eHEeTUYECKOW MHbOopMaluu
or JJHK x OenkaM, mOJDKHA 1O CBOEMY HYKJICOTUIHOMY COCTaBY KOIIMPO-
BaTh HyKjJeoTuaHbI coctaB JIHK cBoero opraHusma (JIMlb ¢ 3aME@HOW TH-
MMHa Ha ypalluji), oKa3zajloch, YTO cocTaB ToTaibHoii PHK He moBTOpsieT
cocrtaBa IHK u BooOI111e 3BOJMIOILIMOHHO TOpa3ao 6oJjiee cTabueH IO cpaB-
HeHnuto ¢ JIHK (ta6m. 1.1). DToT pe3ymbraT BBI3Baj CEHCALMIO B HAYYHOM
mupe. B 1959 . Kpuk koHctatupoBan: «[IpobGiema KogupoBaHUsI K HacTO-
dgiieMy BpemMeHu Tipounia Tpu (aspl. Ha mepBoit ¢dasze — dasze Onyxnaa-
HUN — ObUIM cleflaHbl pa3jiMyHbIe TMPEANoJIOXEeHUs, HO HU OIHO He ObLIO
JOCTaTOYHO TOYHBIM, UTOOBI BBIIEpPKaTh Bo3paxxkeHusi. Bropasi ¢aza — om-
TUMHUCTUYECKasi — Obula Hayata ITamMoBbIM B 1954 I; OH OBLI JOCTAaTOYHO
cMeJl, 4TOObl MPEeaIOXUTh JOBOJbHO TOUHBINA KOA. DTO CTUMYJUPOBAJIO PSiI
uccaegoBaresieli K ToMy, 4YTOObl MOKa3aTb HEKOPPEKTHOCTb €ro Mpearnoso-
XKEHUH M TeM CaMbIM HECKOJIbKO CIOCOOCTBOBAJIO TOYHOCTU MBbIILICHMS
B aToii obnactu. Iperbs daza — paza 3amernarenbcTBa — OblIa MHULIMU-
poBaHa crarbeil bemoszepckoro m Cnupuna B 1958 r. IlpeacraBieHHBIE TaM
CBUJETENBCTBA MOKA3aJIM, YTO HAIIW WJIEU BO MHOTHMX BaXKHBIX OTHOULIEHUSX
Obutu cinuiukoM yrpoiueHHbIMU» (Kpuk, 1958, c. 35). OnwuceiBasg co3maB-
mytocsl cutyalmio, Kakod u MoHO m00aBisIOT cleaymoliee K TOMy, 4TO
ObUIO TPOLIMTUPOBAHO BBIIIE OTHOCUTEJIBHO MNPEAINOJOXEHUS O KOJIUPYIO-
mein ponu pudbocomHoit PHK: «B mocnenHue rombl, ogHaKo, 3Ta TMIIOTE3a
CTOJIKHYJIAaCh C HECKOJbKUMU TpyaHocTsiMuU. [Ipexae Bcero, pa3anuusi B Hy-
KJICOTUIHOM cocTaBe, HailneHHble B JIHK pa3nuuHbIX BUIOB OakTepuii, Kak
0Ka3ajloCch, HE OTpaxkaloTcsl B HYKJICOTHMAHOM cocTaBe pubdbocomHoit PHK
(Belozersky and Spirin, 1960)» (2Kako6 u Mono, 1961, c. 195). Takum 06-
pa3oM, BCE OKa3bIBaJIOCh CJIOXHEE, YeM IMepBOHAvYaJbHO IMOCTYJIMPOBATIOCH
«LIEHTPAJIbHOU [OrMOM MOJIEKYJISIDHOW OMOJIOTUM» B €€ IepBOHAYaIbHOM
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Tabnmya 1.1
Cpasnenue nykjaeotuanoro cocrasa /IHK m PHK y HekoTopbix Oaktepuii
Bun IHK, (G+C)/(A+T) PHK, (G+C)/(A+U)
Sarcina lutea 2,57 1,32
Mycobacterium tuberculosis 2,08 1,45
Corynebacterium 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

Buge. Bo BcskoM ciyuyae, moiyyeHHbIe pPe3yabTaThbl MO HECOOTBETCTBUIO
HYKJICOTUIHOTO CcOCTaBa TOTalbHOM KiaeTouHo PHK HykineormgHOMy co-
crapy JIHK BmepBbie ykKazaiau Ha TO, YTO Mpeodiagaroniasl 10jsi TOTaJIbHOMI
knerouHoit PHK, u B mepByto ouepenp pubocomHasi PHK, mo-Buaumomy,
He gBasgercd kogupylomeir PHK. Takum obGpa3zoM, UMEHHO C YIOMSIHYTBIX
pa6ot 1957—1958 IT. MOXHO HauMHATb WCTOPUIO OTKPBITUSI HEKOOUPYHOUUX
PHK B XUBBIX KJIE€TKax.

C Tex mop, U ocobeHHO B mocienHee Bpems, Hekoaupywoiie PHK 3a-
HSTM MPOYHBIE MO3ULKUM B MOJEKYJIsIpHON Ouosnorun. X usyyeHue — ojaHa
U3 CaMbIX aKTyaJbHBIX M OypHO pa3BMUBAIOIIMXCS 00JacTeil 2TON HAayKu B Ha-
crosiee Bpems. Ilommmo pubocomHoit PHK, OBLIO OTKPHITO MHOXKECTBO
npyrux kiaccoB Hekomupytlomnx PHK. TpaHncnoptHast (amantepHasi) PHK,
nnu TPHK, — BTOpOii mo mpeacraBiieHHOCTH Kiacc kiaeTouyHblx PHK mocre
pubocomubix PHK — Oputa otkpheiTa TOoXXe B 1957 I OOHOBpEeMEHHO aMe-
pukaHckumu (XoarnaHa, 3ameyHuK U CredeHcoH) M sinoHckuMmu (Orara
u Koxapa) uccnenoBatenssmu. OHa TakKe HE CIYXKUT MaTpuleil sl CUH-
Te3a OeJIKOB, XOTSl YYacTBYET B IIpoliecce IMEepBUYHOrO JeKOAMPOBAHUS Te-
HETUYECKOTro Koja MyTeM Celu(ruueckoro akuenTUpoBaHUsS aMUHOKMCIOT
yepes pepmeHThl — amuHoaluA-TPHK-cuHTeTassl (cM. 1. 3). «Hacrosiue»
Hekoaupylomue PHK, xpome pubocomubix PHK, ObLIM OTKPHITHI MHOTO
MMO3Xe, TIPEeXIe BCEro IMOTOMY, YTO KaXKIbI WX BUA TIPEICTaBICH B KJIETKaX
B MaJIbIX KoJudecTBax (CM. 0030pbl B COOpHUKE MoJ peaakuueil Iectenanaa,
Yeka n Artkumnca, 2006). Croga otHocsarcs PHK, yyactByloiye B KayecTBe
3aTpaBku B cuHTe3e JJHK u mpu ymimHEHNW TeToMepoB XpOMOCOM, 0e3 4ero
HEBO3MOXHa PEeNpoJyKIIUs TeHOB W KJeToK; Majble saepHbie PHK, perynu-
pyloliuMe Ipolecchl TpaHckpunuuu (cuHTe3a) MPHK Ha reHax u mpoliecchbl
ITOCTTPAHCKPUITLIMOHHBIX MoaudUKamit mpenmecTBeHHUKoB MPHK; maibie
muroruazmMatndeckne PHK, ydacTByrolyue B peryysiiiiv MpPOLECCOB TPaHC-
nsuuun (cuHTe3a Oenka) Ha pubocomax; 4,5S- u 7S-PHK, urparoniye ctpyk-
TYpPHYIO pOJib U COOMparollre Ha cebe crelualbHble OeJIKM ¢ 00pa3oBaHHEM
(byHKIIMOHATBLHO BaXXKHbBIX PUOOHYKJIEONMPOTEUIHBIX YacTull, Takux Kak SRP-
YacCTUILIbI, OTBETCTBEHHbIC 3a ODKCIOPT OEJKOB 4Yepe3 KIETOUYHYI0 MemOpa-
Hy (cMm. . 17); mHorue apyrue. Henb3ss He yNmOMSIHYTb TakXke OTKPBITHIE
B 1982—1983 katanmutuyeckue PHK — pubGosumbl (UYek u ap. 1982; AnrmaH
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u ap., 1983). OcoOwlii MHTEpeC NpeACTaB/IsIeT KJIacC TaK Ha3bIBAGMBIX MU-
kpoPHK, oTkpbIThiXx He Tak gaBHO (2001) M BBI3BABIIMX HACTOSIIMI Hay4d-
HbIll 0yM. Okaszanock, utro MukpoPHK (koporkue PHK mnuHoit Bcero 20—25
HYKJIEOTMIHBIX OCTaTKOB, KoMIuleMeHTapHble ydyactkam MPHK) B kierkax
BBICIIIMX OPTaHM3MOB, BKJIIOYasl 4YeJOBeKa, UIPAlOT KIIOUEBYIO POJIb B pery-
JISUMU CUHTE3a OEJKOB, OMNpPEIessIolnX dMOPUOHATBHOE Pa3BUTHE, KJIETOU-
Hylo TUdGEepeHIIMPOBKY W IPYrve BaXKHBIE TIporiecchl (cMm. Ti1. 16). B Ha-
CTOsIIIIee BpeMsl MMEIOTCSI OCHOBAHMSI Tojiarath, YTo 3KCIpeccus Mo KpaiHei
MEpe OJHOM TPeTU HAIMX I'€HOB KOHTPOJUPYETCsS paziuyHbiMu MUKpOoPHK.
B 1enom ke TombKo okoio 2% renomuoii JIHK yemoBeka kommpyror Oen-
KA, 1 B TO Xe BpeMs 80% TreHOMa TpPaHCKPUOMPYETCs B pa3IMYHbIC BHIbI
Hekoaupytomux PHK, ¢yHKIMM OOJbIIMHCTBA KOTOPBIX ITOKA HE M3BECTHBHI.
AnHanu3 «TpaHCKpumnToMa», T. €. permepryapa PHK, B kieTkax >XMBOTHBIX
U 4YeJioBeKa SIBJISIETCS] OJHOM M3 CaMbIX TOPSIYMX TOUEK COBPEMEHHOW MoJje-
KyJIsIpHOI Ouojoruu (cMm., Hampumep, o63op: KampaHoB, [>kuHrepac u Ap.,
2007).

ITpu cpaBHeHun HykieotunHoro coctaBa JIHK ¢ cocraBom TOTasb-
Hoit PHK y pasnbix BugoB Oakrepuit (CriupuH, benoszepckuii u np., 1957;
benozepckuit 1 CrniupuH, 1958) BbIsiBUIAch U ellle OJHa UHTepecHasi 0COOeH-
HOCTb: HecMoTpsi Ha HecxonacTtBo cocTaBoB JIHK n PHK u sBomoumnoHHyto
KOHcepBaTUBHOCTh ocHOBHOU Macchl PHK, HaGmtonanacek onpeneneHHast TeH-
JeHuust K yeeamdeHuto cootHouneHust (G + C)/(A+ U) B PHK npu nepexone
K BuAaM c yBeauuuBatommmcs cooTHoueHueM (G+C)/(A+T) B ux JJHK
(cM. Tabn. 1.1). Bro ykaswiBajgo Ha cyiiecTBoBaHue B ToTadbHoii PHK Hop-
MaJbHBIX KJIETOK OakTepuil HeOosblion ¢pakiuuu PHK, koppenupyroiieit
no cBoemy HykJieotuaHoMmy coctaBy ¢ JJHK mccimenyeMbix KieTok, T. €. pak-
uuu JIHK-nogo6noit PHK (puc. 1.3). BeigBiaeHue Takoil Koppeasiiuu ObLIo
MEepBBIM CBUICTELCTBOM B TMOJIb3Yy TOTO, YTO KOMUSIMU CTPYKTYPHBIX T'€HOB
SIBJISIFOTCS. HE DBOJIIOLMOHHO KoHcepBatuBHble PHK OemokcuHTe3upyrommx
yactul, — pubocoM, a apyrue PHK, mpusBaHHbIe mporpaMmupoBath (hyHK-
LIMOHAJIBHO HecneurubUuuHble pubOCOMHBIE YAaCTULIBI U ObITb T€HO- U BUJIO-
cnenupundeckumu  («JAHK-mogoO6HbpIMM») MaTpuLaMu [JI8 CHUHTE3UPYeMBIX
Ha pubocomax OenkoB. Tak ObUIO TpeAcKa3aHO OOHapyXeHHe crelralbHOM
(pakuu komupytomeit PHK, no3nHee HazBaHHOU messenger RNA, v WH-
dopmaunonnoit PHK (MPHK, marpuuynas PHK), mpencrasisiomieid coboit
KOIUU CTPYKTYPHBIX TEHOB M KOAUpYIollel KieTouHble Oenku. [ogom paHee
B pabore BoskuHa u AcTpayaHa OBLIO ITOKa3aHO, YTO 3apak€HUe KJIETOK
Escherichia coli bakTeprodarom MHAYLUPYET B KJIETKAaX CUHTE3 KOPOTKOXKUBY-
mweit PHK ¢ cooTHolleHMeM HyKJI€OTUI0B, MOJOOHBIM TaKOBOMY B (haroBoi
JHK. OgHako 3Ta pabora obpaTujia Ha ceOs BHUMaHUE JIUIIb MO3IHee, KOor-
Jla CTaj0 BBISICHATBCSI, UYTO CUHTE3 (aroBocrenubuueckoin JTHK-nogodoHo
dpakmun PHK B 3apaXeHHBIX KJIETKax OTpaXaeT He IIPOCTO CIEUN(PUKY
(paroBoit MH(pEKIMU, a MOXKET yKa3blBaTb Ha 0Olliee sIBJIEHUE MPOrpaMMUPO-
BaHUsI OenkoBoro cuHre3a HepubocomMHbiMM PHK. MMeHHO mnpomoskeHue
3TOI pabOTHI B OJIECTAIIMX SKCIIEPUMEHTaX Ha (aro3apakeHHBIX OaKTepHsX,
MOYTU OAHOBPEMEHHO OMYOJMKOBAHHBIX TpPeMsl Pa3WYHBIMU TpPyMIaMy aB-
TopoB B 1961 1. — aHrno-¢gpaHko-aMmepukaHckoi rpynmnsl (bpennep, 2Kako6
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Puc. 1.3. Koppensauusi HyKIeOTUIHOTO cocTaBa ToTaibHOl KieTouHoit PHK ¢ nykieo-
TuAHBIM cocTaBoM [IHK mnpu aHanuze pasivyHbIX BUIOB OaKTepuit.
Belozersky and Spirin (1958) Nature 182: 111—112

u MecescoH), ¢paHKo-amepukaHcKoil rpynmnsl (Ipo, Iunbept, YorcoHn u ap.)
U amepukaHckoi rpynnbl (CrnureamaH W Ap.), — OKOHYATEJbHO YTBEPIUJIO
(hakT cyiiectBoBaHUsI, MECTO M poJib MHDOpMaLMOHHBIX (MaTpuuHbix) PHK
(MPHK) B mpoliecce 6uocuHTe3a Oenka.

Nrak, B mnpouecce OMocHHTE3a Oejika OMNPEACTUIUCh TPU OCHOBHBIX
yJacTHHMKA, HpeAcTaBisionine Tpu ocHoBHBIX Kiacca PHK B kierke: 1) He-
konupytoiasi pubocomnas PHK (pPHK), orBercTBeHHass 3a (opmupoBaHue
OCJIOKCUHTE3UPYIOILIMX YacTULl — pUbocoMm; 2) adanmepHas, VI Mpancnopm-
Has PHK (TPHK), KoBajeHTHO cBs3bIBatollas (aKLEeNTUPYIoIasi) aMUHOKKMC-

JHK

PUBEOCOMA:

TPAHCKPUMUWA

16S-PHK

23S-PHK

TPAHCNALUMNA
TPAHCNENTUOALNA

BEJIOK

Puc. 1.4. Komupyromas PHK (MPHK) u nBa ocHoBHbIX Thma Hekommpytommx PHK
(pPHK u TPHK)
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JIOTHbIE OCTaTKW U COBMECTHO ¢ pUOOCOMOI1 ydyacTByIolllasi B MX BKJIIOUEHUU
B CUHTE3UPYEMYIO MOJUMENTUAHYIO LieNb 0eiKa; 3) Koaupylolas uxgopmayu-
ounas PHK, taxxe HasbiBaeMmas mampuunoii PHK (MPHK), cBs3biBaomasics
¢ pubocomoli u onpeaestoniasi MOPsIIOK BXOXACHUST Pa3IUYHBIX aMUHOAIM-
JupoBaHHbIXx TPHK B prnbocomy, a TeM caMbIM ONpeaesioniasi aMUHOKHUC-
JIOTHYIO ITOCJIEIOBaTEJIbHOCTh CUHTE3UpyeMoro oenka (puc. 1.4).

1.3. Oowaqa cxema 6uocuHTe3sa OenkoB

OcHOBHbBIE  3Tambl  OMOCUHTe3a Oejlka CXeMaTMYeCKW TpeacTaBieHbI
Ha puc. 1.5. B meHTpe Bcex COOBITHI ATOrO Mpoliecca HaXOMSATCSI pUOOCOMBI.
Pubocoma mnpenctapisieT co0Ooil OOJBIION MaKpOMOJEKYISIPHBIA KOMILIEKC
CO CJIOXHOM aCMMMETPUYHOU YETBEPTUYHOM CTPYKTYPOW, COCTOSIIECH U3 pU-
oonykienHoBeix kuciaor (pPHK) u Genka (pubocomnHoro Oenka). s Toro
4TOOBl CHMHTE3MpPOBaTh O€JIOK, puOocoMa MOJDKHA ObITh CHaOxeHa: 1) mpo-
rpamMoii — MPHK, ompenensitoiieii mocienoBaTelbHOCTb aMUHOKUCIOTHBIX
OCTAaTKOB B MOJUMENTUAHON Llenu Oenka; 2) cyOCTpaTOM — aMMHOKMCIIO-
TaMH, U3 KOTOPBIX OYyIeT CHUHTE3UpPOBaH O€JIOK; 3) XMMMYECKON BSHEprucii.
Cama pubocoMa CIYXUT KaTajJu3aTopoM Iipoliecca (popMUpOBaHUSI TEMTUI-
HBIX CBSI3eM — MOCJIeA0BaTEJIbHOM MOJMMEpU3allui aMUHOKUCIOTHBIX OCTaT-
KOB ¢ 0o0Opa3oBaHMEM IIOJMIIEIITUIHON LIEeTIH.

IIporpamma, KoTopas oIpenesieT MOCAeA0BaTeIbHOCTh aMUHOKMCIOTHBIX
OCTAaTKOB B MOJUMENTUAHON Lieru Oenka, mpuxomuT oT JHK, T e. u3 re-
HoMma KJeTku. OTmefbHble y4acTKW JByxuernodeuyHoit mojekyiabl JIHK, ko-
TOpbIE HA3bIBAIOTCS T€HAMM, CIyXaT MaTpULlaMU JJIsI CUHTE3UPYEMbIX OIHO-
nernouyeyHbix Mosiekyal PHK. Cunte3upoBanHble monekyiabl PHK sBastiores
KOMIUIEMEHTAPHBIMU peruinkaMu ofaHoil u3 uernei JHK u takum obpazom
MIPEACTABIISIIOT COOOM TOYHYIO KOIMIO HYKJICOTHMIHON IOCIeH0BATEIbHOCTHU
npyroit nenu JJHK. DToT npoiiecc KOMMpoBaHUs Te€HOB, BBIMOJHSIEMbIN (hep-
meHToM PHK-monmmepasoii, Ha3wiBaeTCsa mpanckpunyuei. B KiaeTkax syka-
PUOT, U B MEHbIIEH CTereHu B KJETKax MpoKapuoT, cuHTesupyemas PHK
MOXET TIOABEPraTthcsl JOMOJHUTEIbHBIM M3MEHEHUSIM, KOTOpPbIe Ha3bIBaIOTCS
npoueccuneom, B pe3yJibTaTe 4Yero oIpeaejeHHble YaCTUM HYKJIECOTUIHOM Io-
CJIeI0BaTEeIbHOCTU MOIYT ObITh Bhipe3aHbl U3 PHK, a B HeKoTOpbIX ciydasix
M3MEeHEeHbl Win oTpenakTupoBaHbl. 3penass PHK cBsa3biBaercs ¢ pubocomamu
WM CIYXWAT IIPOrpaMMOIi, MM MaTpUlIeil, KOTOpasl OIpenelisieT aMUHOKUCIOT-
HYIO TIOCJIEAOBAaTEIbHOCTh B CHUHTE3UpPyeMOM Oejike. DTo MHMOpMaIMOHHAas,
win MmatpuuHasi, PHK (MPHK). Jlpyrumu cioBamu, MOTOK HH(OpMaLMU
or JHK x pubocomam obecrneuynBaeTcsl TpaHCKPUIILMEH TE€HOB M MpOlLiec-
cuarom PHK, npuBonsiium kK obpazoBaHuio MPHK.

B kznerkax sykapuoTr obpazoBanue MPHK, T. e. TpaHckpummus, u 00Jb-
1Iasi 4acTb TPOLECCUHra IPOUCXOIAT B siipe. B To Xe Bpemst (hyHKIIMO-
HUpPYIOIIMEe pUOOCOMBI HAaXOMITCS B LUTOIIa3Me. TakuM 00pa3oM, B MOTOKE
uHpopmanuu, uaymeMm oT JJHK K pubocomaM, HEOOXOAMMON CTagueid SIBISI-
ercss mpancnopm MPHK u3 sgapa B umrtoruiasmy. B kieTkax IpokapuoT, Kak
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U B OpraHejljiax, pacrloyIOKEHHBIX B IIMTOIIa3Me 3YKapuoT (MUTOXOHIPHUSIX
u xjoporiacrax) pubdocombl u JJHK He pasmeneHbl MeMOpaHOl, U MO3TO-
my MPHK cranoBurcst moctynmHoii st puOOCOM BO BpeMsl TPaHCKPUIILIUM,
U TOTAa e HauuHaeTcsl CMHTe3 Oejika; 3TOT (DeHOMEH Ha3bIBaeTCs Cconps-
JICEHHOU MPAHCKPUnYUeli-mpancaayue.

benku coctosiT M3 aMUHOKUCIOT. OQHAKO CHUHTETMYECKas MalluHa pU-
0OCOMBbI HE UCIOJb3yeT CBOOOAHBIE aMMHOKHUCIOTHI. JIs1 TOro 4ToObl CTaTh
cybcTpaTOM B Mpollecce CMHTe3a Oelka, aMMHOKKCIOTa JOJIKHA CHauyasia CBSI-
3aThCsl C aNEHWIATHOM 4YacTbhio MosieKyabl AT® — 3To mpoliecc aKTUBALUU
AMUHOKMCJIOTHI. 3aTeéM aMUHOKUCIOTHBIM OCTATOK KOBAJE€HTHO CBSI3bIBAETCS
co crietuduueckoit mosexkynoir PHK, B pycckoii HayuyHO#i juTepaType Ha-
3pIBaeMoit mpaucnopmuoii PHK (no-anrnuiicku fransfer RNA), wnu TPHK;
3TO — KOBAWJIEHTHOE akKlIeNTUPOBAHUE AMWHOKHUCIOTHI. BOTHU JBa Mpoliecca
KaTaqu3upyrTcs OJHUM W TeM Xe (epMEeHTOM, Ha3blBa€MbIM aMMHOALIWI-
TPHK-cunTteTazoi. JIag Kaxmoih aMWHOKMCIOTBHI CYIIECTBYET CBOSI CHELU-
(pnueckas ammHoaumia-TPHK-cuHTeTa3a, koTtopas u mnpucoenuHseT JaHHbIA
AMUHOKMUCJIOTHBIN OCTaTOK K crienuduyeckum MoiekyiaaMm TPHK. Monekymbl
amuHoauuJ-TPHK, obpasymwoliuecss B pe3yabraTe 3THX COOBITMM, pubocoma
WUCIOJB3YeT KaK CyOCTpaThl [JIsi CUHTe3a OeJiKa, a IHepeus XumMu4eckoil cessu
MEXIYy aMUHOKMCIOTHBIM ocTaTkoM u TPHK wucmonb3yercss mis obGpa3oBa-
HUS TIeNTUAHON cBsI3U. TakuM oOpa3oM, MpOLIECChl aKTUBALlUM aMMHOKHUC-
JoT U oOpaszoBaHus amuHoaui-TPHK oGecrieuuBaior Kak marepuai, Tak
W DHEPTUIo JUIS CUHTe3a OeJika.

Ucnonszys MPHK kak mporpamMmmy u amumHoaumia-TPHK kKak BbICOKO-
DHEPreTUYECKUil cyocTpaT, puOOCOMBI TEPEeBOAAT (TPAHCIUPYIOT) TeHETUYe-
ckyto mHdopmamuio ¢ s3pika MPHK Ha S3bIK aMMHOKHUCIIOT, XapaKTepHbIi
JUIST TIOJIMTIENTUAHBIX 1erneil. B MoJieKyasspHbIX TepMMHAX 3TO O3HAYaeT, 4To
BO BpeMsl nepenBrkeHust Baoib Henu MPHK pubocoma mocnemoBaTebHO
BBIOMpaeT M3 OKpyXKalollell cpembl Hamiexamiue Buabl amMmuHoauwia-TPHK.
Crietii(pMYHOCTh aMUHOKUCJIOTHOTO OCTaTKa COOTBETCTBYIOIIEH aMUHOALIWJI-
TPHK, BbIOpaHHOII pHMOOCOMOIi, OIpeneasieTcsl KOMOMHAUME HYKJICOTUIOB
B uenu MPHK, accouumnpoBanHoii ¢ prubocomMoii. DTO MPUBOIUT HAC K MPO-
0JieMe TeHeTUYeCKOro Koja — KOMOMHAIMM HYKJIEOTHUIOB, KOTOpbIE OIlpe-
JeSTI0T (KOAUPYIOT) Kaxayio u3 20 MpUPOAHBIX aMUHOKHUCIOT. DTU KOMOU-
HalMW HYKJIEOTUIOB TPEACTABISIOT COOOW TPUILIEThI, KOTOpPbIE Ha3bIBAIOT
KOOOHamu.

Takum oOpaszom, nBuxkeHue pubdbocombl Baoab Lenu MPHK (unu mepe-
memenue MPHK uepe3 pubocoMy) 3amaeT CTporuii BpeMEHHOH HOPSIIOK
BXOXJEHUsI pa3uuHbIX BUAOB aMuHoalua-TPHK B pubocomy. DToT mopsinok
3aBUCUT OT IMOCJeI0BaTebHOCTH KOMoHOB B e MPHK. B pubocome amu-
HOKHUCJIOTHBIM (aMMHOALMIbHBIN) OCTATOK Kak/I0il BHIOPAaHHOW aMMHOALIMII-
TPHK KoBajieHTHO MpUKpeIviseTcss K pacTylleil MOJUMNENTUIHON L.
HeaumnupoanHast TPHK ocBoboxmaetrcss B pactBop. B KaXjaom akte BbIOO-
pa amuHoauuia-TPHK 1 ocBoboxnenusa aeauminupoBaHHoit TPHK pubocoma
notpeodssieT 100aBOYHYIO SHEPTHI0, OCBOOOXIAEMYIO B pe3yJibTaTe TMApOJn3a
GTP. Bce aT0 mpuBOAMUT K MOIIAroBoMy (OPMUPOBAHUIO TMOJUMENTUIHON
e B COOTBETCTBMM C IporpaMmoit, 3anucaHHoil B menu MPHK.
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1.4. MpuHUMNbI MakpomMonekynsapHon cTpyktypbl PHK

1.4.1. BtopuyHas cTpykTypa

IMpuHUMTIMAIBHOE MAKPOCTPYKTYPHOE pasiMuMe JBYX TUIIOB HYKJICMHOBBIX
kuciaotr cocrout B ToMm, yto JJHK — »T0 eaumHast nBoitHas crnupaib, T. €.
MaKpOMOJIeKyJia, TMOCTPOEHHasi M3 JABYX KOMILIEMEHTApHO CBSI3aHHBIX [O-
JIMMEPHBIX TsKel, CIMpaJbHO 3aKpydyeHHBIX BOKpyr obmieii ocu, a PHK —
OJIHOLIETIOUEYHbIM mosuMep. B To e BpemMs B3auMOAEHCTBUS OOKOBBIX
IPynn — a30TUCTBIX OCHOBaHM — JAPYr C APYrOM MPUBOIAT K TOMY, 4TO
ongHouernoueyHslii nmonumep PHK cBopaumBaeTcss Ha cebdsi, popMupysl BTO-
PUYHYI0O U TPEeTUYHYIO CTPYKTypbl. Bropumunas crpykrypa PHK oGpasyer-
csl B OCHOBHOM OJjarojapsi MapHOMY B3aMMOJEWCTBUIO CMEXHBIX YYaCTKOB
MOJMHYKJIEOTUAHONW 1enu ¢ (QOPMUPOBAHMEM KOPOTKMUX JABYCIMPAIbHBIX
YYacTKOB, TJi€ €CTECTBEHHbIM 00pa3oM CIApeHHblE YYaCTKU LENU MMEIOT
IIPOTUBOITOJIOKHYIO HAIpaBIeHHOCTb, T. €. «aHTHIapauIebHbB» (puc. 1.6).
DTO crapuBaHUE COCEIHUX YYacTKOB LIEMM MPOMCXOAMUT Oyiaromapsi KOMILIe-
MEHTAapHbIM B3aMMOJEMCTBUSIM MEXIY OCHOBAHUSIMU IMPOTUBOIMOJOXHBIX 1ie-
neit ¢ o6pazoBaHWEeM, B OCHOBHOM, TUIIMYHBIX, WU KaHOHWYECKUX (YOTCOH-
Kpukosckux), map G:C, A: U, C:G u U:A (puc. 1.7).

Kondopmanusa asycnupanbHoro ydactka PHK Heckonbko oTauyaercs
OT Kjaccmyeckoit B-dopmbl npoiiHoil crmmpanu JHK; nBoiiHas companb
PHK MoxeT cymecTBoBaTh juinb B A-popme, OJM3KOI II0 MapaMeTpaM
K A-dpopme yactuuHo obe3BoxkeHHoi JHK. Ilpu guamerpe okojao 2 HM IJIU-
Ha TIOJHOTO BUTKA, WM IIar aBoiHoi crmpanu A-dopmbl PHK, cocrasis-
eT 3 HM (BMecto 3,4 HM B B-JIHK), paccTosiHne mexay IUIOCKOCTSIMU Tap

Puc. 1.6. Cxema Bropuunoit ctpyktypsl PHK, dopmupylomeiics 3a cuer mapHbIX
KOMIUIEMEHTapHBIX B3aUMOJEHCTBUI CMEXHBIX YYaCTKOB IMOJUPUOOHYKIEOTUIHON IIeTTN
(«mmuiedHast CTpyKTypa»)
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ocHoBaHMii Baosb ocu crnupanu 0,27—0,28 um (Bmecro 0,34 um B B-JIHK),
U COOTBETCTBEHHO OAMH BUTOK CIMpaiu BKJIIoyaeT B cedsg 11 map ocHoBa-
Huit (a He 10, xkak B B-JIHK). [l1aBHOe OTIMYME COCTOMT B TOM, UTO Haphl
ocHoBaHuii B aBoitHoi criupanu A-JIHK u PHK cuibHO caBuHyTHI OT ocu
K mnepudepund cnupaid B CTOPOHY MaJloro xejaobka crupanu (puc. 1.8),
B pe3yJbTaTe Yero MaJiblif 3KeJOOOK CTAHOBUTCSI OYeHb MEJIKWUM, a OOJBIIOM
KeJ0OOK — oueHb riyookumMm (cp. A- u B-opmbl Ha puc. 1.I uB. BKI.).
Hpyrast BaxXHasi 0COOCHHOCTh OOJIBIIMHCTBA BHYTPULICTIOYEUHBIX ABOMHBIX
cnupaieit PHK — 3T0o ¢opMupoBaHue HEKOTOPOro KOJMYECTBA HEKaHO-
HUYECKUX map ocHoBaHMii — mpexnae Bcero mapel G : U (m U: G), camoit
OJIM3KOM K KAaHOHMYECKUM MapaM IO CBOMM TeOMETpUYeCKUM (U DHEepreTH-
yeckuM) napameTpaM (puc. 1.9, BBepxy cieBa). Pexe BcTpeuaroTcs Iaphl,
Oonblre oranyaromuecs oT KaHoHndeckux — G : A (A: G) u U : U, u 3Hauu-
tesbHO pexke A-A, A-Cu U : C (puc. 1.9). HekaHonndeckue mapbl 0ObIYHO
o0pa3yloTcd Jub0 Ha KpasX ABYCIHPaAIbHBIX YYaCTKOB, JIMOO BITMCHIBAIOTCS
B IIBOMHYIO CTIMpasib, HECKOJBKO MCKaxas ee¢ KJIaCCHYECKylo KOH(MOPMAaIIUio
U aectabuiausupyst ee. Ha kpasix AByCNUpalbHBIX YYacCTKOB M B MeCTaX MC-
KaxXeHUI OBOMHON crvpaniu MOTYT (hOpMUPOBATLCS U HEKAHOHUYECHE Taphbl

b\))OV\ \rl’\y6OKMV1) ’Keno
oo

[Mapbl ocHOBaHWM

Puc. 1.8. Bun c topua aBoitHoit crimpamn PHK B A-dopme.

BepxHsisi mapa OCHOBaHUI TIpeACTaBJIeHAa YEPHBIMU JIMHUSIMU (CBSI3M) U KPYXKamu (aTOMBI),
pacroyiokeHHas MojJ Hel Iapa — cepbIMU. JluameTp NBOIHONM crnupanu 2 HM, IIar Crvpaiu
3 HM, pacCcTOssHHME MeXIy IJIOCKOCTSIMM Tap OCHOBaHUI BHoJib ocu crivpanu 0,27—0,28 HM
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JIpyroro Tuma, rjie B CIapMBaHUM Y4YacTBYIOT aTOMbI a30Ta B MOJIOKEHUU 7
MYPUHOBOTO fIpa — TaK Ha3bIBAEMbIE XYTCTUHOBCKME Iapbl OCHOBaHUNA
(Hoogsteen base pairs) (puc. 1.10). XyrcTMHOBCKME IypUH-IYPUHOBBLIE B3a-
UMOJIEUCTBUSI MOTYT MMETh MECTO TakXe IMPU BHEIPEHUN OIHOLIETIOYEUHO-
ro yyactka PHK B Gosbiioit (riry0bokuii) keao00K ABYCIUPATIbHOIO y4yacTKa
PHK (cwm., Hanpumep, 1. 3, puc. 3.8).

Eite ogHO# 0coGeHHOCTbIO ABycnupaibHbix yyacTkoB PHK siBisietcs Bo3-
MOXHOCTb TaK Ha3bIBa€MbIX OOKOBBIX BBINETIMBAHUII — Yy4yacTKOB OJHOLIC-
noyeuHoii PHK, He BmuchIBarolIUXcsl B ABOWMHYIO CHUpPab U 0O0pa3yrolIMX
OMHOHYKJICOTUIHBIC BBICTYIIBI WM ABY-, TPW- VI MHOTOHYKJICOTHUIHBIC TIET-
J1 ¢ OOKOBO# cTOpoHbI criupanu (puc. 1.11). DTu BbIMETIMBaHUSI MCKaXKaloOT
KOH(opMalMIO ABOMHON CIMpalu U IeCTa0MJIM3Y3YIOT €€, HO B TO XKE BpeMs
MOTYT y4acTBOBaTb B (opmupoBaHuM TpeTudHbIX cTpykKTyp PHK. ITpumep
CUJIBHOTO MCKaXXEHUs CIUpaid — €€ Pe3KOoro u3jioMa — B MecTe TpUHYKJIe-
OTUIHOI OOKOBOI TMeT/IM TMoKa3aH Ha puc. 1.12.

TopuesBble meTiau aBycnupanbHbiX ydacTkoB PHK mpencrtaBisiioT ocoObrit
MHTEpeC, Tak KakK MOTyT (hopMUPOBaTh CHelUaIbHbIE TUIIbl BTOPUYHBIX CTPYK-
Typ. DTO, Mpexae Bcero, Tak HasbiBaeMble TeTparnetiu (fetraloops). Ha mpu-
Mepe, IIpeacTaBieHHOM Ha puc. 1.13, mokazaHo, KaK TeTpaHYKJIEOTHIHas
TOpLEBasl MeTIsl MMUJIbKM 00pa3yeT KOMMAaKTHYIO CTaOUbHYIO CTpyKTypy: Us

Puc. 1.10. Peakue HekaHOHMYECKME Mapbl OCHOBaHMK ¢ ydacTueM N; MNYPUHOBOIO
KOJIblIa (XYICTUHOBCKME Tapbl), BCTPEYAIOIMecss Ha TOPIAX IBYCIUPATbHBIX y4acTKOB
PHK u mpu BxoxkmeHun omHolernodyeyHoro ydactka PHK B Gonbmroit (rmyboxkwuit) xemo-
00K NByCITUPALHOTO y4yacTKa
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