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[Tegaraercs 1o pemieHno y4eOHO-METOIUYECKOT0 COBETa OMOJIOTO — MOYBEHHOTO
¢akynbrera Kazanckoro rocyjapcTBEHHOTO YHUBEPCUTETA

Peunenzent: HmmyxameroBa  Jumsapa ['aaumoBHa — JOKTOp OMOJOTHYECKHMX HAYK,
npogeccop kadenpsr 6noxumuu KI'Y

ABTOpBI:
e AmumoBa @apuna KammdpoBHa — JOKTOp OHOJIOTHMYECKHX HayK, mpodeccop, 3aB.
kad. omoxumun KI'Y;

e Her3opoBa TarbsiHa AnekcaHIpOBHA — KaHAUAAT OMOJOTMYECKUX HAYK, TOICHT
kadenpsr onoxumuu KI'Y.

Penakrop: He3zopoBa Tarbsina AsiekcaHIpoOBHA

KoMmnelorepHoe MonenupoBaHHE TEKCTa, CXEM M PUCYHKOB YydeOHOro mocoous -
Cynrarymnuna JIL.M.

OO0MeH HYKJIEeHMHOBBIX KHCJI0T: YueOHoe mocobOue anst By3oB / @.K. Anumosa,
T.A. HeB3oposa; nox pen. T.A. Hes3zoposoii. — Kazans: KI'V, 2009. — 62 c.: un.

VYuebHoe mocobne «OOMeH HYKIEWHOBBIX KHCIIOT» MPEICTABISAET COOON KypcC JIGKIUH IO
OMOXMMHH, TpeTHA3HAYCHHBIN ISl CTYJIEHTOB OHOJOrH4eckoro (akynbTeTa M BCEX YHUTaTesei,
HKEJIAIOIIMX 03HAKOMUTHCS U MOJyUYNUTh 3HAHUS O CTPOCHUM U META00JIM3ME HYKIEHMHOBBIX KUCIIOT B
kinetke. OnHa W3 1eneil TaHHOTO MOCOOUS — M3JIO0XKEHHE TPYIHBIX Ppa3leNoB MpeaIaracMoro
MaTepHualia B IOCTYITHOH [ MOHUMaHHS U 3aTIOMUHaHUS (hopMe.

JlanHoe mocobue COmepKUT OOJbIIOE KOIUYECTBO CXEM, DPHUCYHKOB, OIpENeieHHd u
MOSICHUTEIBHBIM TEKCT K JIEKIMSAM, YATAeMbIM TpenojaBarensiMu kadeapol ouoxumuu KI'Y 1o
Kypcy buoxumus.

B wm3nmanum mpuBeneHBI 3a/laHUS B TECTOBOH (popMe, KOTOphIE MOXKHO HCIIOJB30BaTh IS
TEKYILEro U 3aKI0YUTEIBHOTO KOHTPOJIS 3HAHUM CTYJIEHTOB.

© Anmumona ©.K., 2009
© Hes3oposa T.A.,2009
© Kazanckuii 'ocynapctBennsiit Y Husepcurtet, 2009






Ot xKoAAekTHBA KadDeAPBI OMOXUMUN
C OAATOAAPHOCTBIO HAITIEMY Y YU TEATO

Buxropy I'eopruesmray Bunrtepy



CIIMCOK COKPAIIIEHU

A1® — aneno3unudpochopHas KUCIOTa, aeHO3HHIU(pOChaT
AM® (AMP) — anenozuamonodochar

TAM® —nukngeckuit aneno3us-3’,5’-monodocdar
AT® (ATP) — anenozunTpudochopHas Kucmora
A®PT — ageanndpochopubdosuntpancepasa

I'1® — ryanosunaudocdar

I'M® - ryano3uamoHodochar

I'T® — ryano3unTtpudocdar

I'®PT — runokcantun-ryanuHpochopudosmiTpanchepasza
Ja — nansron

JHK — ne3oxcuprOoHyKIeHHOBAsI KHCIIOTa

THT® (dNTP) - ne3okcunykneosuarpudocdar
NM® — unozuamoHodochar

KJIA — KUI0JanbTOH

KM® — kcanTunHoOBasi KUCIOTa

KoA — xosH3um A

HA,/:[+ - HUKOTMHAaMW/1aICHUHINHYKJICOTU

HAI[(D+ - HHKOTHHAMUIQICHUHINHYKIeoTuadocdar
HT® - nykneosuarpudocdar

PHK — pubonyknenHoBas KHCIOTa

MPHK — matpuunas PHK

MsaPHIT — mansie simepHbie pHOOHYKICOTIPOTEHHEL
pPHK — pu6ocomnas PHK

TPHK — tpancnopraas PHK

TT® -tumuguaTpUdOChaT

YD — ypunuaaudochar

YM® — ypupuamMoHOpOCchaT

YT® — ypupuaTtpudochar

(IDAI[+ - (hr1aBMHAICHUHIUHYKJICOTH]T

@ (Pi) — dochar HeopraHuIeCKuit

®dH (PPi ) — nupodocdaT Heoprannueckuii

OPIID - pochopudozmwamupodochar

HA® — nurnanadocdar

IM® —nurunnamoHodocdar

UT® — uutunuaTpudOochaT

CO; - IByOKHCH yriieposa

NH; - ammuak



XUMUA HYKIIEMHOBBIX KUCJIOT

HyxknenHoBble KHUCIOTBI — Ba)KHEWIIME OpraHu4yecKue COEAMHEHUS, XpaHALIHMe BCIO
uHpopManrio 00 OTAENbHON KJIETKE U OpraHu3Me, ONpEACIIOIUe ero pOoCT U pa3BUTHE, a TaKXKe
HaCJIeICTBEHHbBIE MTPU3HAKH, TIepejaBacMble CIIEIyIOIIEMY TTOKOJIEHHIO.

B 1868 r. mBeitnapckuii Bpau @puapux Muiiep BpIIEIUI U3 SAEP JEHKOLUTOB M CHEPMBbI
Jgococsi HoBoe (hocdopconepkaliee BEIIECTBO, COSAMHEHHOE C OelkaMM, KOTOpOe Ha3Bal
HYKJIemHOM (0T nat. nucleus — siapo). CoBpeMeHHOE Ha3BaHUE HYKJIIEWHA — XPOMATHH.

B 1889 r. Puxapag AnbTMaH pa3fenni HyKJICHH Ha HYKJICHHOBYIO KHCJIOTY U OCJIOK U BBEJ B
OMOXMMHIO TEPMUH «HYKJICMHOBAS KHCIOTA.

HyxnennoBeie xucnmotsl (JJHK u PHK) mnpencraBnssior co0oi  BBICOKOMOJIEKYJISPHBIC
JMHEHHBIE TOJNMMEPHI, TMOCTPOCHHBIE M3 HYKICOTHAOB. Kakaplii HYKICOTHJ COCTOUT U3 Tpex
KOMITOHEHTOB: a30THUCTOI0 OCHOBAHUS, IIEHTO3bI U OCTaTka POCc(HOPHOI KUCTOTHI.

A30THCTBIE OCHOBAHUSA

A30TUCTBIE OCHOBaHHUSI — MPOU3BOAHBIE APOMATHUYECKUX I'€TEPOLUKINYECKUX COEAUHEHUN —
IypyuHa W NHUPUMHJMHA. B COCTaB HYKIEMHOBBIX KHUCJIOT BXOJAT JIBA NPOU3BOJHBIX IypHHA —
aJICHUH U TYaHUH, U TPU MPOU3BOJHBIX MUPUMHUIUHA — LIUTO3UH, ypauui u TUMHH (puc.l). Bece miars
A30THCTBIX OCHOBAHUN HA3bIBAIOTCS TJIABHBIMH (MaKOPHBIMU).
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Puc. 1. OcHOBHBIE 2a30THCTBIE OCHOBAHUSA



B cocraBe HEKOTOpPHIX HYKIEMHOBBIX KHCIOT oOHapyxkeHbl (~0,1 — 1% Bcex oCHOBaHHUIA)
pa3HOOOpa3HbIe MUHOPHBIC (PEIKO BCTPEUAIOIINECS ) a30TUCThIC OCHOBAHUS (pHC. 2).

Hanpumep, mHoro (no 10%) MHMHOpPHBIX a30THCTBIX OCHOBAHHMI COAEPKHUTCS B COCTaBE
tpancnoptHbix PHK - nuruapoypanumn, KCaHTUH, TATOKCAHTUH U .

B wmonekynax JHK B He0OJbIIOM KONWYECTBE COICPKHUTCA S-METHILMTO3UH U 6-
MeTWIaJIcHuH. BeposiTHO, MeTUIMpoBaHHbIe OCHOBaHUs 3amuiiaiot “cporo” JIHK oT pacmennenus
¢depmentamu — JIHKazamu.
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Puc. 2. MuHOpHBIE a30THCTbIE OCHOBAHMS

TayTOMepI/ISI a30THCTBIX OCHOBAHUH

A3OTHCTBIE OCHOBAaHHUSI COAEP)KAT CONPSIKCHHYIO CHCTEMY KpPaTHBIX IBOWHBIX CBSI3€H W
3amectuteneit (rpymmbl O= u NH;-), uTo 00ycCIOBIMBaeT MX CIMOCOOHOCTh K Pa3IMYHBIM THIIAM
TAyTOMEPHBIX MPEBPAIICHHUN: JTAKTaM — JAKTUMHOMY JIJIsi OKCHIIPOW3BOJHBIX U AMHH — HMHHHOMY
JUIsL aMMHONIPOU3BOAHBIX (puc.3). B cocTaBe HyKJIEHMHOBBIX KUCIOT ITyPUHOBBIE U MUPUMUAUHOBBIC
OCHOBAHHS HAXOJIATCS B JJAKTAMHOM M aMMHHOM (hopMmax.
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Puc. 3. Tayromepusi a30TUCTBIX OCHOBAHUIA



YrieBoaHble KOMIIOHEHTHI

VYrieBoaHas 4acTh HYKJIEMHOBBIX KHMCIJIOT IIPEJCTaBICHA ABYMs CXOAHBIMU MOHOCAaXapuIaMu
npasoro psaa: aezokcupudosoit (B JJHK) u pubo3zoit (8 PHK), naxogsmumucs B B-D-¢dypano3Hoit
¢dopme (puc. 4). YriaepoaHble aTOMbI IEHTO3 HOMEPYIOTCS CO 3HAKOM «IITPUX», YTOOBI OTJINYATh UX
OT aTOMOB a30TUCTBIX OCHOBaHUM.

JlokaszaHo, 4uTo 3aMeHa y Je30kcupr0o03bl npu C-2° OH-rpymnmnbl Ha MPOTOH YHPOUYHSET CBSA3b
Mexay C-2° m C-3° atomamu, 4TO yBenuuuBaeT npoyHocTh Mousiekyiasl JIHK u crnocoOctByeT
KOMIIAKTHOCTHU €€ MPOCTPAHCTBEHHOM CTPYKTYPBHI.

HO_ 5 HO( 5’
OH
\CHZ OH CH,

OH H OH OH
aesokcnpnbosa pnbosa

Puc.4. YrieBogHble KOMIIOHEHTbI HYKJICOTHI0B

Hyxk1e03u1b1 1 HyKJI€OTH/bI

B3anmMopeiicTBre a30TUCTBIX OCHOBAHUM C TIEHTO30M MPUBOIUT K 00pa30BaHHUIO HYKJIEO3HUIa
(puc. 5). Hykneosunsl, comepskamire pruO03y, Ha3bIBAIOTCA PUOOHYKICO3UAAMU, a HYKJICO3HIIBI,
coJiepKaIiie 1e30KCUpPrO03y — I€30KCUPUOOHYKIICO3UTaAMH.

[TenTo3a yriaepoaHbIM aTOMOM B IEPBOM TOJIOKEHUU CBA3BIBACTCS N-TIIMKO3HIHOM CBS3BIO C
aTOMOM a3oTa B 9 MOJIOKCHHWW ITypHHA WM aTOMOM a30Ta B | MOJOXEHWH NUpUMUINHA. Tak,
aJICcHUH, COENUHAACH C pubO030i, 00pa3yeT aJeHO3WH, TYaHHWH JaeT TyaHO3WH, W3 IIMTO3HMHA
oOpa3yercs MUTHIWH, U3 ypaluia — YPUIUH, U3 THMHHA — pUOOTUMUINH. [IpucTaBKa «Ie30KCH»
yKa3blBaeT Ha HaIW4Me JIe30KCUPUOO3bl B  COCTaBe HYKIEO3WAA: JI€30KCHAJCHO3MH,
JI€30KCUTYaHO3UH U T.J. (Tadu. 1).

Hyxneorugamu HasbiBaoT (ocdopubie 3dupsl Hykiaeo3unoB. K onHoMy aToMy HEHTO3bI
MOKET MIPUCOCAMHATHCS OT OHOTO J0 TPEX OCTATKOB (OoCcHOPHON KUCITIOTHI.

Haspanne MOHOHYKJEOTHAA COCTOMT W3 Ha3BaHUS HYKIEO3WZa, YyKa3aHUsA MecTa
MPUCOSAMHCHHS U YHCIIa OCTATKOB (hoCPOpPHOI KHCIOTHI (TaduI. 1).

Hampumep, ecnmu K aJeHO3WHY TNPUCOCOUHUTH OAMH OCTaTOK (HOCHOpPHOM KHCIOTHI B
nonoxxeann C5', TO TakoW MOHOHYKIJICOTHZ OyAET Ha3bIBaThCsA al€HO3HMH-5'-MOHO(OChOpHas
KHcNoTa (aJeHWUJIOBas KHCIOTa) WIM aAeHo3uH-5'-MoHOodochar (AMD). Ecim k. AMOD
MIPUCOSAVHNUTD €Ie OJWH OCTaTOK (ochOpHOU KHCIOTHI, TO 0Opasyercs aieHOo3uH-5'-mudocdar
(Al®). U, nakonen, no0OaBleHHE TPETHETO OCTaTKa MPHUBEAET K OOpa30BaHUIO aJCHO3HMH-5'-
tpudocdara (ATD) (puc. 6).

B wmonekymax wnykneosunaudocdaroB u HykineozuarpudocdaroB octaTku (pochopHoit
KHCIIOTBI COCIUHCHBI aHTHIPHUIHON CBSA3bI0 (0003HAYACTCsl 3HAKOM “‘~” - TWIIBJA), 00JIaTaromiei
OOJIBIIUM 3aMacoM MOTEHIMAIBLHOM SHepruu. Takue cBsI3u Ha3bIBAIOT MAKPOIPTUUECKIMH.

Ecmu ogue octatok GochopHON KUCIOTH COSTUHEH CIIOKHO3(DUPHOH cBs3bio ¢ C5'-aToMoM
pubO03bl, TO HYKJIEOTHABI MPHUHIATO 0Oo03HauaTh AM®, IM®, [IM®, YMO®, umu ¢ C5'-atoMmom
ne3okcupu003bl — IAM®, i’ MO, anlIM®, TMO.

Ecnu omun octatok docdopHOl KHCTOTHI coeauHeH 3(upHO cBa3pio ¢ C3'-aToMoM
MEHTO3bI, TO HyKJIEOTHAbI 0003Ha4atoT: A-3'-M®, 1A-3'-MO®, u T.1.



N-rnnko3mngHble cBA3U

AOEeHOo3nH [esokcnuntmnanH

Puc. 5. O0pa3zoBanne N-rjiMKO3MJIHON CBSI3H MEKAY a30THCTHIM OCHOBAHUEM U
YIJIEBOJAHBIM KOMIIOHEHTOM

aHrmagpunagHaa cB43b
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Puc. 6. Ctpykrypa AM®, AI® u AT®



Taoauna 1
HomenkiaTypa a30THCTBIX OCHOBAHMIA, HYKJI€03W/10B M HYKJICOTHI0B

A3zotucroe Hyxneo3un OnHOOYK- MOHOHYKIJIEOTH]T O06o03Haue-HUA

OCHOBaHUE | (a30TUCTOE OCHOBAHUE | BEHHBIIN KOJ (aykineo3ua+docdar) HYKJICOTUJIOB
+ MEeHTO03a)

JAHK:

AneHun Jle3okcrameHo3uH oA n-Anenozuamonodocdar TAMO

I'yanun Jle30kcuryaHo3uH al’ n-I'yanosuamonogocdar Mo

HuTo3un Jle3okcHmTuIuH all n-Iutuguamonodocdar alIM®

Tumun Tumunun T n-Tumunuamonodocdar n1TM®

PHK:

AneHvH AneHo3uH A AnenozuamoHodocdar AMO®

['yanun I'yano3un r I'yanosuamonodocdar 'M®D

uTo3un Hutuaun 11 [utnauamonodocdar oMo

VYpamun Ypuaua v Ypuauamonodocdar YM®

HI/IK.TII/I‘ICCKI/IG HYKJIC€OTHUADBI

[{uknuueckre HYKIEOTHUIbl 00pa3zyloTCs B KIETKE MpH ydacTUdh (epMEHTOB — IMKIa3 M
OCYIIECTBIISIOT PETYJSALNI0 BHYTPUKIETOUYHOTO MeTabonmu3Ma. Tak, HNUKINYeCKHe HYKICOTHIBI
3'.5'-agenosuamonopocpar (AMD) wu  3'.5'-ryanosuamonodochar (I’ MD)  saBusroTCH
BHYTPUKIIETOUHBIMH  TOCPEIHUKAMU TOPMOHOB, HeHpoMeanatopoB. Jlpyrue IUKIUYECKHE
coequHenuss — 2'.3-AM® u 2'3-I'M® sBisi0oTCS NPOMEKYTOYHBIMU MPOIYKTAMHU pacraaa
HYKJIEMHOBBIX KUCIIOT (puUc. 7)
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° |
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Uunknnyeckun 2°,3’-AMO

Puc. 7. Hukjan4eckue HyKJICOTHABI




HyxkJieoTuanbl B coctaBe KOpepMeHTOB

Hexotopbie koepMeHTHI SBISIOTCS IPOU3BOIHBIMU aieHO3nHMOHO(ochaTa. Hanmpumep,
+ +
HUKOTHHaMuaAeHnHauHykneotua (HAL"), nukotunamuaanenunannykiaeorundocdar (HAADY),

bnasunanennaauHyKIeotus (DA ) (puc.8).
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Puc. 8. HukorunamupaaeHnHanuykjaeoTua (A) u paapunageHuHaunykiaeorus (b)
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CTpyKTypa HYKJIEHHOBBIX KHCJIOT

@docdaTtHas rpynmna OJHOro HykjeoTuzaa Bizaumoneiicteyer c¢ 3'-OH-rpymmoit apyroro
HYKJIEOTHa ¢ 00pa3oBaHneM MeXAy HUMH (ochomuddupHOii cBsizu (puc. 9). MOHOHYKICOTHIBI,
O0BEIUHSSCH B KOJIMYECTBE HECKOJBKUMX COTEH WM ThICSY B €AMHYIO MOJIEKYNy, 00pa3yioT
JUIMHHBIE HEpa3BETBJICHHbIC MOJMHYKJICOTHJHbIE Lenu. MolleKkyispHas Macca TaKMX MOJIEKYI
MOXET JOCTUraTh JECATKOB MWIIMOH JaibTOoH. Ha mauanvnom komye MONMHYKIEOTHIA OCTaeTCs
cBobOoaHas 5'-pocdarHas rpymma, MO3TOMY OH Ha3bIBaeTCs S'-KoOHeII;

BTOpOH — mepmunanvhuii 3'-KOHeN 3akaHunBaeTcsi cBo0ogHoM 3'-OH-rpynmnoii.

5'-koHen \

NH
o)
/
N NH,
0=—pP—0
s NH,

‘ NH

DochoamrpupHas cBA3b

Puc.9. ®parmeHT 0HOM MOJMHYKJIEOTUIHOM 1enu MoJiekyJibl JTHK



B coorBercTBHH C YIJICBOAHBIM KOMIIOHCHTOM HYKJIICMHOBBIC KHCJIIOTBI ACJIATCA Ha
neszokcupudonykinenHosbie (JIHK) n pubonyknennossie (PHK) (Tab. 2).

Taoauma 2

Oco0eHHOCTH HYKJIEHHOBBIX KHCJIOT (aganTupoBaHo no Taranosuuy, 2008)

[Ipusnak

JIHK

PHK

Jlokanu3anus B KJIETKE

VYrneson

' naBHBIE OCHOBAHUS

MonekyngpHas macca

OyHKIUA

@opMa BTOPUYHOU CTPYKTYPBI

VY npokapuoT — B HyKJICOUIE U
MTOILJIa3ME

VY sykapuort — B g1pe,
MUTOXOHAPUAX, XJIOPOIUIaACTax

Jle3okcupubo3a

AJleHUH, TyaHWH, LIUTO3HH,
TUMUH

>10° la

XpaHeHuE U niepeaaya
TeHETUYECKO nHpopManuu

JIBoiHas criupalib

B mmuromnazme

B nuromnasma, HeOOJIbIIOE
KOJIMYCCTBO B Hllpe,
MHUTOXOHJIPHSIX, XJIOPOTUIACTaX
Pubo3a

AJleHUH, TYaHWH, LIUTO3HH,
ypamun

20000 - 10° JTa

Peanuzanusg reaeTnuecKkoi
uHpopmanuu (cuHTe3 Oenka)

OpHouenoyeyHasi MOJIEKyJ1a

IlepBuunass crpykrypa JHK -

Crpykrypa u ¢pynkuuun JHK

noCJIICA0BAaTCIIbHOCTD IICSOKCI/IpI/I6OHy1(JIeOTI/II[0B B

MOJIMHYKJICOTUAHOM TIETIH, YTO OMPEACIISIeT 3aKOANPOBAHHYIO B HeW HH(OPMAIIHIO.

B pe3ynbrare MHOTOYMCIEHHBIX HCCIEIOBAHMM MO OMPENEJICHUI0 MEPBUYHOM CTPYKTYpPHI
JIHK ycranosiieno, uro B Monekynax JIHK OakrepuodaroB modru Bce MOCIECIOBATEIIEHOCTH
HYKJICOTHAOB YHUKAIbHBI, T.e. BCTpedaroTcs oawH pa3. B JIHK OGakrepuii GOJIBIIMHCTBO T'€HOB

TAKXXC YHUKAJIbHBI,

HO HCKOTOPLIC IOCJICAOBATCIIBHOCTH,

pudocomusie PHK, nmoBTopstoTcss HECKOIBKO pas.
@yHIaMEHTAbHOM OCOOEHHOCThIO T'€HOMOB 3YKAPUOT SIBJISAETCS HAJIMYWE HYKICOTUIHBIX
MocJe10BaTeIbHOCTEN Pa3HOI CTENEHN OBTOPSEMOCTH:

o YHHUKAJIbHBIC

noCICaA0BaTCIBbHOCTH,

T.C.

IOCICI0BATCIBHOCTHU

KOAMPYIOIIME TPAHCIOPTHBIE U

HYKJICOTUIOB,

MIpeJICTaBJICHHBIE OAWH pa3, cocTaBisioT 60% Beelt JJHK renoma sykapuor, HecyT WH(GOPMAITHIO O
CTPYKType creniu(puIeckux OeKoB;
o YMEPEHHO TIOBTOPSIIOIIMECS TMOCIESI0BATEIILHOCTH, KOTOPBIE MOBTOPSIOTCS JIECATKA U COTHU
pa3 (10-25% AHK) - 3To CTpyKTypHBIE T€HBI MPOIYKTOB, HEOOXOIUMBIX KJIETKE B OOJBIIMX
KOJIMYECTBaX, HAlpUMeEp, TeHbl PHOOCOMHBIX M TpaHcmopTHhIX PHK, THCTOHOBBIX O€IKOB,

MMMYHOTIJIOOYJIMHOB;

. YacTO MOBTOPSIONIMECS IMOCIEI0BATEIBHOCTH (105 -10° pa3), B OCHOBHOM, 3TO CaTeJJIUTHAs

JHK, naxonsmascs B UEHTPOMEPHBIX OOJIACTSIX XPOMOCOM, YYacTBYIOILas,

pacnpeeieHny TOMOJIOTUYHBIX XPOMOCOM B MUTO3€ M MeH03e.

Ananus

BEPOSATHO, B

COACpIKaHUA a30TUCTBIX OCHOBaHHUMN B HYKJIICMHOBBIX KHCJIOTaX IIO3BOJIMJI

amepukaHckoMy yueHomy O. Yapraddy chopmynupoBats psin npasui (npasuia Yapradda):
1. B monekynax JIHK cymMMa MOJSpHBIX KOHUEHTpAlUi MypPUHOBBIX HYKJIEOTHAOB paBHa

CyMME MOJIAPHBIX

KOHLEHTPALUI

MUPUMHUINHOBBIX

HYKJIICOTUIOB:

A+T=T+LI. DOra

3aKOHOMCPHOCTL HC BBIIIOJIHACTCA IJIA PHK B cBs3m C OAHOLCITOYCUYHBIM CTPOCHUEM MOJICKYJIBI, B




KOTOpBIX OTHOLIEHHE CYMMAapHBIX MOJISIPHBIX KOHIIEHTpAlUil IYPUHOBBIX M IUPUMHUIUHOBBIX
OCHOBaHUI U3MEHSETCS B IIMPOKOM MHTEpBAJeE.

2. B monexynax JIHK momsipHOE colepikaHue aJeHMHA PaBHO MOJSIPHOMY COJAEPKAHMIO
tumuHa (A=T), a MoJIsipHast 10JIsl TyaHWHA paBHA MoJIspHO# goie ruTto3uHa (I'=L1). ns monmekyn
PHK »sT0 npaBuiio He cobirogaercs.

3. OTHoIIEHHEe CYyMMbl MOJIIPHBIX KOHIIEHTpAIMil TyaHMHAa W IIUTO3WHA K CyMMeE MOJISIPHBIX
KOHIIEHTpauui ajgeHrHa u TumuHa B Mosiekynax JIHK (agenuna u ypammna B monekynax PHK) B
HYKJIEMHOBBIX  KHCJIOTaXx BapbUpyeT. ITO  OTHOLIEHHWE  Ha3biBaeTcs  Kod(hdULIHEeHTOM
cneun(pUIHOCTH HYKJICUHOBBIX KUCIIOT:

I+
A+T)

Hns IHK B ocHoBHOM K<1, T.€. B mpupozae npeodnanator JJHK AT-tuna; s PHK K>1, T.e.
PHK I'll-Tuna.

Monexynst JIHK o6magaror BblpakeHHOW BUAOBOW crneuu¢puuHocThio; B ciaydae PHK
BHJIOBas CTICIM(UIHOCTD BhIpakeHa cj1ado.

=K , rae K - koaddunuent cnenuduyHocTy.

Bropununas crpykrypa JJTHK. B coorBeTrcTBUN € MOzENbIO, TpEANOKEeHHON K. YOTCOHOM
u ®. Kpukom B 1953 romy, oHa mpencraBieHa MpaBO3aKpyYEHHOW CIUPabio, B KOTOPOM JIBE
MOJIMHYKJICOTUIHBIE IIEMU PACIOI0XKEHbl aHTUIIAPAJUICNIBHO U YACPKUBAIOTCS OTHOCUTENIBHO JIPYT
Jpyra 3a C4YeT B3aUMOJCHCTBUS MEXIy KOMIUIEMEHTapHBIMH a30THCTHIMH OCHOBaHUSIMHU.
KomMmmieMeHTapHOCTh — CIIOCOOHOCTHh a30THUCTBIX OCHOBAaHUI OOpPa30BBIBATH BOJOPOJHBIC CBS3H
MEXIy COOOM.

CBs3u, cTabmmsupytolye aBoinyo cnupaib JHK:

1. BomopoaHbie CBA3M MEXAY KOMIUIEMEHTAPHBIMU MapamMu a30THUCTBIX OCHOBaHHUM. Mexay
aJICHUHOM ¥ THUMHHOM MOTYT OOpa30BBIBATHCS JBE, a MEXIy TyaHHHOM W IIUTO3MHOM — TpU
BojopoaHbIx cBsi3M (puc. 10). KoMmrmemeHTapHbIe Mapbl a30TUCTHIX OCHOBAaHWUW OJMHAKOBBI IO
pa3mepam u popme, obparieHs! BHyTpb Monieky sl JIHK u nexar B ogHol mitockoctH (puc. 11).

2. Mexny ocnoBanusmu B JIHK Bo3nHukaror rtHapodoOHBIE B3aMMOICHCTBHS,
o0ecrnevnBarone CTAOMIN3AINI0 CTPYKTYPBI CITUPATTH.

3. CTOKHHI-B3aUMOJENCTBUE — B3aUMOIENCTBHE T-00IaKOB a30TUCTHIX OCHOBAHUI BIIOJIbL OCH
Mmoutekynsl JTHK.

]
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nesokcmpnbosa

( 4
N / N—H------ N/ \
/ >_
nesokcupunbosa LUMTO3NH

/ nes3okcupnbosa
ryaHuH H

Puc. 10. KomniiemeHTapHBbIE B3aUMO/1€eiiCTBUSI A30THCTHIX OCHOBAHMI
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Puc. 11. IlpocrpancrBennas moaeasb B-¢popmel JHK (nut. mo Hartwell, et al., 2003)



Ha ocHOBe naHHBIX aHalM3a PEHTITEHOIPAMM YCTAaHOBIJIEHO, 4TO JBoMHas cnupainb JJHK
MOXET CYIIEeCTBOBAaTh B BHJIE HECKOJIbkuX ¢opm: A-, B-, C- u Z-. Ykazanneie dpopmer JJHK
pasnuyaroTcd IMaMETpPOM M IIaroM CHHMpaIM, YUCIOM IIap OCHOBAaHWM B BUTKE, yIJIOM HAaKJIOHA
IJIOCKOCTH OCHOBAHUM MO OTHOIICHHUIO K ocu MoJiekyJbl (puc. 12). Xapakrepuctuka popm JJHK

npeacTaBieHa B Ta0. 3.

A-copma

Puc. 12. ®opmsbi IHK (uut. no Koolman, 2005)

Tabauna 3
Xapakrepucruka ¢popm JHK
Twn cnupanu B- A- C- Z-
Yuncno nap ocHoBaHW Ha 10 11 933 12
BUTOK cnvpanmu
LWar cnnpanu, Hm 3,38 3,2 3,09 4,46
Yron cnvpanesHoro +36.0 +32.7 +38,7 230
BpaLleHus, rpag.
PacctosiHue mexay
AVHyKneoTuaaMu BOonb 0,338 0,26 0,332 0,371
ocu crnvpanu, HM
HaknoH ocHoBaHui, rpag. -1,2 20 -8 -7
OnameTp cnupann, HM 1,9 2,3 1,9 1,84
bonblasa n
Bopo3aku Bonbluasa u manasa | bonbliaa u manas Manas Tonbko ogHa
BnaxHocTb — BnaxHocTb —
BnaxHocTb — o o Bobicokne
5 72%, 66%,
Ycnosusi 06pa3oBaHus 92%, HM3Kas KOHLEeHTpauun
OHHAES CUna npucyTcTBUe npucyTcTene conm
Na+, K+, Cs+ Li+
3aBNCUMOCTb OT
o YepepoBaHue
HYKIIEOTUOHOWN He 3aBucar
nocne a(ftn
[10BaTENbHOCTYN
MpegnoydtutensHa Ana ynakosk YyacTtByerT B
® bnaronpusaTtHa ansa OHK B
YHKUMS B KNETKE aons perynsaumm
pennukaumm CTPYKTYpbI
TpaHcKpunumum 3KCMNpeccumn reHoB

XpomaTtunHa




Omnucannsie Gopmbl THK crocoOHBI K B3aMMHO 0OpaTUMBIM TEPEX0/iaM B 3aBUCUMOCTH OT
YCJIOBUU CPEIBI.

Tpernunas crpykrypa JIHK. V Bcex XHMBBIX OpPraHHM3MOB JBYCHHPAaJIbHBIE MOJIEKYJIbI
JIHK mmoTHO ynakoBaHbI ¢ 00pa30BaHHEM CIIOKHBIX TPEXMEPHBIX CTPYKTYP.

B mutoxoHapusx, miactugax My npokapuor wmoiekyiasl JIHK wnMeror koiblLieByro
3aMKHYTyl0 ¢opMy u 00pa3yloT JeBble (OTpulaTelabHBIC) cynepcnupanu (puc. 13).
Cynepcrniupanu3zausi HeoOXoauma Uil «yNmakoBKu» JuMHHON Mmonekyiasl JIHK B mamom oObeme
kietku. [Tomumo storo, cynepcnupanuzanus [JHK, obmerdaromas ee pacrierenue, ooOecreynBaeT
PEIUIMKALMIO U TPAHCKPUIILIUIO.

S0 _,'\“L 50 ﬁ
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Puc.13. KoabueBas ceepxcnupaibHas JJHK (A), konbueBas penakcuposannasi JIHK (b)
(umT. mo Lodish, 2003)

Tperuunas crpykrypa JJHK sykapuor dopmupyercs B pe3yinbTaTe €€ B3aUMOJCHCTBUS C
oenkamu. Kaxnas monexyna nunerinoil /IHK ymakoBaHa B OTAENbHYIO XpOMOCOMY, B COCTaBe
KOTOpO# pa3HoOoOpa3Hble OeNlKku CBA3BIBaIOTCA ¢ oThaenbHbiMU ydacTkamu JIHK u oGecneunBaroT
CyNepCIHUpaInu3alni0 U KOMIAKTU3AIUI0 MOJeKybl (puc. 14). O6mas amuuna JIHK ramnoumgHoro
Habopa u3 23 XpOMOCOM 4YelOBeKa CocTaBisieT ~ 3,5 x10° ap HyKJICOTHIO0B. XPOMOCOMBI
00pa3yloT KOMIAKTHBIE CTPYKTYPHI TOJIBKO B a3y aenenus. B mepuon nmokost kommiekcsl JJHK ¢
OenKaMH pacrpesielieHbl paBHOMEpHO Mo o0beMy sizpa, oOpaszys xpomartuH. benku xpomaTuHa
BKJIIOYAIOT J[B€ TPYMIIbI: THCTOHBI M HETUCTOHOBBIE OEJIKH.

I'uctonsl — 310 HeOonpIMe OENKU ¢ MoJeKysipHoi Maccoit ot 11 000 mo 22 000 [la u
BBICOKMM COJIEp)KaHHEM JIM3MHA W apruHHUHA. Pa3nuuaiorT msaTh BUIOB ructoHoB: H1 — Goratel
mu3uHoM, H2A, H2B — ymepenno 6oratel muznnom, H3 1 H4 — GoraTsl apruHUHOM.

I'mctonst H2A, H2B, H3 u H4 mnonmapHo 00pa3yrT KOMIUIEKC M3 8 MOJEKyl —
HYKJIEOCOMHBI OKTaMEPHBIM KOp. DTOT KOMIUIEKC 3a CUET MOHHBIX CBSI3€H B3aUMOJIEHCTBYET C
OTPHUIIATETILHO 3apsbKeHHBIMU (dochaTtHbiMu rpynmnamu yvactka JHK mouHO#M okomo 146 map
HYKJICOTHUZIOB (mpuMepHO 1,75 BUTKa JIeBOH crnupaiud BOKPYT KOpa) M oOpa3yeT KOMIIAKTHYIO
CTPYKTYpPY, Ha3bIBaEMY10 HyKJIeocoMOr. Mexay HykiaeocomaMu HaxoautTcea yyactok [JHK mamunHOM
ok0J10 30 HYKJIEOTHIHBIX HAap — JIMHKEPHBIM Y4YacTOK, K KOTOPOMY HPUCOEIUHUTCS MOJIEKyJa
ructorna H1 (puc. 15). Hyxmeocomnas ¢ubpwina cBopayuBaeTcss B BHAC COJICHOWIA B
XpoMaTHHOBYIO (ubpuuty auamerpoM 30 HM, KoTopas ykianaeiBaeTrcs B metiu (puc.14). JnuHa
neriiu coctaisier ot 20000 mo 100000 map mykneotuaoB. Takas ymakoBka [IHK B xpomarune
oOecrieunBaeT yMeHblIeHue TuHerHbIx pazmepoB JJHK 1o 1000 pas.

B mpouecce wmuto3a wuHTepdasHbli XpoMaTHH O00pa3yeT MUHHUKOJbLA, |KOTOphIE
pacronaraiorcss Ipyr HOJ JPYroM BIOJb HEHTPaJbHOW OCH U (POPMUPYIOT KOHICHCHUPOBAHHBIC
MeTadazHbIle XPOMOCOMBEI.

HeructoHoBble O€lKH MpeACTaBICHb MHOKECTBOM (DEPMEHTOB U OENKOB, YYaCTBYIOIIUX B
cunre3e [JHK, PHK, perynsiuu stux nporeccoB u komnaktuzauu JJHK.
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Puc. 14. Cynepcnupanusanus JHK sykapuor (uut. no Garrett, 1999)



Komnnekc u3 8 ructoHoB
4-x Tunos
(H2A, H2B, H3, Hdt)2

Hykneocoma

MmctoH (H1) Ynakoska [JHK u ructoHoB

B XpoMaTuHe

Puc. 15. IlpocrpancrBennas crpykrypa JIHK (uut. no Cesepuny, 2008)

dusuko-xumuieckue cpoiicrea JTHK

e PacrBopsl HatuBHOU JIHK Bsizkue u3-3a OONBIIOTO OTHOIICHUS AJTUHBI MOJEKYJbI K €€
TUAMETPY.

e brnaronmaps azotucteiM ocHoBaHusM JIHK mornomiaer cBet B ynbrpaduoneToBoii odbmactu
cnekrpa ¢ MakcumymoMm ~ 260 um. [lornomenue ais HatuBHOM aBycnupansHoil JITHK Ha 40-50%
MEHbILIE, YeM IMOIJIOMIEHHEe CMECH CBOOOJHBIX HYKJICOTHIIOB TOTO € COCTaBa. JTO SBICHHE -
TUTIOXPOMHBIMHBIA 3 dekT, 00yCIOBIECHO CTIKUHT-B3auMojielicTBreM. JIF000o€ OTKIIOHEHHWE OT
JIBYXCIIMPAJILHOT'O COCTOSIHUS CKa3bIBAETCS] B U3MEHEHUH BEITMUMHBI 3TOT0 3 (deKTa.

e Jlenarypauus (muasnenue) JIHK — u3MeHeHHE NpPOCTPaHCTBEHHOI'O pPACIOJIOKEHUS
neneit JIHK 6e3 pa3pbiBa KOBaleHTHBIX CBs3€eil, T. €. mpoucxoaut pacxoxaenue neneit JJHK. Takas
JIHK Ha3biBaeTcs neHaTypupoBaHHOM. Ilepexon oT HaTUBHOW (OpMBI K  pacIuIeTEHHOM
OecTopsIIOYHO CKPYUEHHOW [IeHATYpUPOBAaHHOW (opMe MOKHO OOHAPYX HUTh IO YBEIHUEHUIO
MIOTJIOIIEHUS YIIbTPa(UOIETOBOTO CBETa (TUIEPXPOMHBIN APPEKT) WK 10 YMEHBIICHUIO BA3KOCTH
pactBopa JIHK. Takum oOpasom, 3a npeHaryparueit JIHK MokHO HaOmronath, OICHHMBas ee
TUIIEPXPOMHOCTD, 110 BETUYMHE KOTOPOM MOKHO CyIUTh 0 HaTuBHOCTH JTHK.

Jlenatypupyoomue areHThl:  BbicOKas  temmeparypa (Bemme 80°C), paauanus,
yIbTpaduoIeTOBOE N3TyUCHNE, N3MEHEeHNe pH 1 MOHHOMW CHITBI pPacTBOpA, TSKEIIbIE METAJLIBL.

CpenHior TOUKy TeMIIepaTypHOIO JUana3oHa, TPy KOTOPOM MPOUCXOIUT pa3fesieHUe enei
JHK, nasbiBatoT moukoti niasnenus u obo3znavaror Ty,. s kaxmoro Buga [JHK xapakrepna cBost
Touka IuaBieHus. Yem Boime conepxkanue B JIHK I'-I] map, Tem Bbille TOYka IiaBieHUS. JTO
CBA3aHO C TeMm, uTo mapsl [-I] Oonee crabmibHbl (comepk aT TPU BOJOPOAHBIX CBSI3M),
CleIoBaTeNbHO, Ha UX JAMCCOIMAINIO TpeOyeTcs Oonbllie SHepruu, 4yem Ha paspyuieHue A-T map
(1Be BOIOPOJIHBIE CBSI3H).

Henarypanus JIHK oOpatuma. Ilpu omnpeneneHHBIX YCIOBUAX [IBE pa3eliCHHbIE
KOMILUIEMEHTApHbIE 1€MW MOTYT BOCCTAHOBUTH JBOMHYIO CHHpaib. OJTO SIBJICHUE Ha3bIBACTCS
peHatypamuei (OTKHur).

e Bricokas peakinuonnas crnocobHocts. JJHK mpencraBiasier co0oil CHIBHYIO KHCIOTY,
TakUM OOpa3oM, MOXKET 00pa30BbIBaTh IMPOYHBIE KOMIUIEKCHI C IOJIOKUTEIBHO 3apsKEHHBIMU
OenkaMu, MOHAMH METaJLJIOB.



®yukunu JHK

1. XpaneHue HacieqCTBEHHOW MH(OpManuu U e€ mepegaya U3 MOKOJICHUS B IOKOJICHHUE
IIPY I€JICHAN KIIETOK.

2. VYuacTByeT B KayecTBe MAaTpULBI B peajlM3allMd T'eHETHYeCKOH HWH(OopManuy,
peryJiupyeT BO BpEMEHH U MPOCTPAHCTBE OMOCHHTE3 KOMIIOHEHTOB KIIETKH.

3. Omnpenensier AeSTENBHOCTD KJIETKH U OpraHU3Ma B TEUEHUE )KU3HEHHOTO IUKIIA.

4. OOecneunBaeT NHAUBUIYATbHOCTh JAHHOTO OPraHU3Ma.

Ot Qynkuun JIHK oOycnoBiaenst Tem, uto moiekynsl JIHK cayxar matpunein s
pEIUIMKALMY U TPAHCKPHUIILUH.

Crpykrypa u pynkuuu PHK

B uwuromasme kinerok coxaepxkarcsa Tpu ocHoBHbIX Buaa PHK: tpancmopraeie (TPHK),
Matpuunsie (MPHK) u pu6ocomusie (pPHK).

PHK nokanu3oBana B siape KJIETOK 3ykapuoT u cocrtaBiaser 4 - 10% or cymmapHOn
xinerouno PHK. OcnoBnass Macca snpepHoii PHK mnpencraBieHa BbICOKOMOJIEKYJISIPHBIMH
npenmectBerarnkamMu pPHK u TPHK. 2-10% ot cymmaproii sineproit PHK npuxoautcst Ha oco0yro
¢bpakiuio  rereporennoit  sgepHoit  PHK  (r-sPHK), wmonmexkyner  koTopoit — siBIsitOTCSA
npenmecrseHHukamMu MPHK.

BaxueiM (ynkunonansHeiM oM sinepHoid PHK saBnsrorcss manbie simepusie PHK (M-
sPHK), comepxamme ot 90 nmo 300 HYKICOTHOOB C YHHKaJIbHOM  HYKICOTHIHOU
MOCJIEI0BATEIbHOCTHIO0, KOMILJIEMEHTAPHOU MOCIIEI0OBATENBHOCTIM CalTOB crutaiicuHra B r-sPHK.
bnarogaps stomy M-aPHK perynupyet co3zpeBanue r-sPHK B 3pensie mosiexynst MPHK.

V¥ nekoropbix BupycoB PHK siBiisieTcst OCHOBHBIM T€HETHUECKMM MaTEPHAIIOM.

Monekyna PHK, B ornmmuue ot JJHK, cocrout, 3a penkum HUCKIIOUYEHHEM, HU3 OJHOMN
nonuHykineotuaHor nenu. Ilomumaykneorumnas uens PHK, 3akpyumBasice Ha ce0si, MOXeET
00pa30oBBIBaTh OUCITUPATBHBIE CTPYKTYPHI, SIBJISIOLINECS BTOPUUHON CTpyKTypoit PHK.

Martpuunass PHK (MPHK). Conepxanne MPHK B kneTkax cocraBnser 2-6% ot obmiero
konumyectBa PHK. Tak kak xkaxpmas wonekyna MPHK sBnsercs wMarpumein B cuHTE3e
COOTBETCTBYIOIIEr0 OelKa WX KOJUYECTBO COOTBETCTBYET 4HCIy OenkoB B opranusme. MPHK
pa3HoOOpa3Hbl 10 MEPBUYHON CTPYKTYpE U SIBIISIOTCS TOYHOW KOMHUEH OTIesnbHOro reHa. Pasmep
MOJIEKYJIbI 3aBUCUT OT pazMepa KOJUPYyeMoro €0 Oenka.

MPHK 001anatoT ciokHOW BTOPHUYHOM CTPYKTYpOH, oOecrednBaromieii BHITOJTHEHUE UMHU
MaTpuIHOW (YHKIMU B XOje TpaHcisanuu. [lokazaHo, 9To B 1e10M B JIMHEHHONW Mojekyiae MPHK
(opMHUpyeTCcss HECKOIBKO JIBYXCIUPATBHBIX HIMUJICK, HA KOHIIAX KOTOPBIX PACIOIararoTcs «CaTh»
VHULMALMYA U TEPMUHALUY TPAHCISLUU.

TpancnoptHass PHK (TPHK) cocrasuser 10-20% ot o6mero xomumuectBa PHK knerkw.
TPHK yyacTByioT B cHHTe3e Oenka, sBJISSICh MOCPEAHMKaMHU (amantopamu) B Tpancisimn MPHK:
NEPEBOJAT TOCIIEN0BATENBHOCTh HykJIeoTH10B MPHK B mocienoBarenbHOCTh aMUHOKHUCIOTHBIX
OCTaTKOB OenKoBOM MouyieKkysbl. Kaxmnoir 3 20 amuHOKHCIOT cooTBeTcTBYeT cBosi TPHK, a mus
HEKOTOPBIX aMHUHOKHCIIOT CyIIecTBYyeT Heckoiabko TPHK.

Ot10 cambie menkue Mosiekyiasl PHK, moctpoensie 3 70-93 HyKJI€OTHIOB C MOJIEKYJISIPHOM
Mmaccoit 24000-31000/a.

TPHK coxepxar pasznuyHbie MHHOpPHBIE MOIU(DHUIIMPOBAHHBIE OCHOBAHHWS, MHOTHE W3
KOTOPBIX MPEICTABISAIOT COOONH METHIMPOBAHHBIC IMyPUHOBBIE WM MUPHUMUIMHOBBIE OCHOBAHMS.
OO0s3aTenbHPIMA  MUHOPHBIMH HyKJIeoTHaAaMu 11t Bcex TPHK sBnsroTcs mceBmoypuanH u
HYKJICOTUIBI, Ccofepkame nuruapoypunud. Y OonbimmHcTBa TPHK Ha 5'-koHIe Haxomutcs
OCTaTOK I'yaHWJIOBOW KUCIOTHI, a Ha 3'-koHIle Bcex TPHK o0s3aTenbHbIM SBIISETCS TPUHYKICOTH/I-

LIIA.



Bropuunas ctpykrypa TPHK dopmupyercs 3a cuer obpa3zoBaHusi MaKCUMaIbHOTO YHCIA
BOJOPOAHBIX CBSI3€d MEXKIYy BHYTPUMOJEKYISPHBIMH KOMIUIEMEHTApHBIMU MapaMH a30THUCTBIX
ocHoBaHui (puc.16). B pesynbrate o0Opa3yrorcs OuCHHpanbHBIE BETBH, 3aKaHYMBAIOIIUXCS
MeTJISIMA M3 HECMapeHHbIX HYKIeoTUI0B. IIpocTpaHcTBeHHOE M300pakeHWEe BTOPUYHBIX CTPYKTYD
Bcex TPHK umeer ¢popmy KiieBepHOro JIUCTA.

B «xieBepHOM NHCTE» pa3nuyarOT YeThIpe oOs3aTenbHbIe BeTBU, HekoTOpbie TPHK, kxpome
TOT0, COZIEPKAT KOPOTKYIO MATYIO (IOTIOTHUTEIHHYIO) BETBb.

Anantopuayto ¢yukmuio TPHK obecneunBaror: akmentopHasi BETBb, K 3'-KOHIy KOTOpOM
MIPUCOETUHSETCS YPUPHON CBSA3bI0 AMHUHOKUCIIOTHBIM OCTAaTOK, U MPOTHBOCTOSIIAS AKLEHITOPHOM
BETBM aHTUKOJOHOBAs BETBb, HA BEPIINHE KOTOPOW HAXOAMTCS NETJISI, COAEPKAIAs AHTHKOJIOH.
AHTHKOJIOH  TpeAcTaBisieT Cco0OW  crmeuupuueckuid  TPUIUIET  HYKJICOTHIOB,  KOTOPBIHA
KOMIUIEMEHTapeH B  aHTUIapauieJbHOM HampasieHuun koaony MPHK, komupyromemy
COOTBETCTBYIOIYI0 aMUHOKHCIIOTY.

T-BerBb (TUMHIMI TICEBIOYPUIWIIOBAs), CoOAeprKaiias TCEBIOYPUIANH, OOECreYrBaeT
Baumojeiictreue TPHK ¢ puGocomoii. JI-BeTBb  (AMTHMAPOYpPUAWIIOBAs),  COAEpIKaIIas
TUTHAPOYpUIUH, obecnieunBaeT B3ammojaeiicteue TPHK ¢ coorBercTByromeit amunoarmi-TPHK-
cuHTeTazori. OyHKINUH NATOM JONMOJHUTEIBHONM BETBH MOKA MajO MCCIEAOBAaHbI, BEPOSITHEE BCETO
OHa ypaBHUBAET JUTMHY pa3Hbix Mosiekya TPHK.

Tperuunas crpykrypa TPHK ouenb koMmakTHa U 0oOpa3yeTcs myTeM COMMKEHUS OTACTbHBIX
BETBEH «KJIEBEPHOTO JIMCTa» 3a CYET JOINOJHUTENIBHBIX BOJOPOAHBIX CBSI3€M M CTIKHMHI-
B3auMOJIeHCTBHI ¢ 00pa3oBaHueM L-00pa3HoOW CTPYKTYyphl, HIIU «JIOKTeBOro cruday (puc.17). [lpu
3TOM aKIENTOpHAas BETBb U T-BETBb PAaCHOJararoTCs B OJHOM IUIOCKOCTH, a aHTUKOJOHOBas U JI-
BETBU PACMoJaraloTcs B APYroi MIOCKOCTH Ha BTOPOM KOHIIE MOJIEKYJbl. TpeTHUHbIE CTPYKTYpPbI
Bcex TPHK HacTtonmpko moxosxu, uto cmech pasnuuabix TPHK o6pa3yet kpucramibsl. B 1o ke Bpems
UMEIOIUECS B TPOCTPAHCTBEHHOW CTPYKTYpEe HE3HAYUTENbHbIE OTJIMYUS OOECIeUYUBAIOT
cnenuduueckoe y3naBanue TPHK cooTBerctByrommmu amuHoanmin-TPHK-cuaTeTazamu.
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Puc. 16. Bropuunas crpykrypa TPHK (uut. mo Weaver, 2004)



dELENTOPHAA BETBE

} AHTHKOOO0H

Puc. 17. Tperuunas crpykrypa TPHK (uut. mo Garrett, 1999)

Pu6ocomubie PHK (pPHK) — cocraBisitor okono 80% Bceit PHK kierku m BXxoasT B
coctaB pubocom. pPHK BeImonmHsSeT CTpYKTypHYIO U (pepMEHTATHBHYIO (PYHKLIUH, 00ECIIEUHBAIOT
npaBuiibHOE B3aumoeticteue pudocom ¢ MPHK u TPHK.

PuGocombr coctoar w3 AByXx cyObenuHui: Oonbmiod u  manod. Ilo pasmepam u
MOJICKYJISIPHOH Macce puOocoMBbI AenaT Ha 3 rpymmbl: 70S pruOOCOMBI MPOKAPUOT, COCTOSIIUE U3
Mmanoit 30S u Gonpmmoit 50S cyOobeaunui; 80S pubGocomsl 3ykapHoT, cocrosimue u3 40S manoil u
60S OGonpmmoil CyOBEeIUHUIl; U PUOOCOMBI MUTOXOHIPHA W XJIOPOIUIACTOB, KOTOPBHIE B OOIIEM
oTHOCAT K Kiaccy 70S, OJHAKO OHHM PA3NUYaAIOTCSA MO KOAPPHUIMEHTAM CeIUMEHTALUN y Pa3HbIX
rpynn 3yKapHoT.

Manas cyowsenunuia 80S pudocom obpazosana oguoit monekynoit pPHK (18S oxono 1900
HYKJICOTHIO0B) ¥ 33 MOJEKyJIaMHu pa3InyHbIX OeykoB. bomnbimas cyObeauHuIia oOpazoBaHa Tpems
monekynamu pPHK (58S, 5,8S u 28S 6onee 5000 nykneotu0B) 1 npuMepHo 50 Genkamu.

[Ipokapuornueckue puOOCOMBI U pUOOCOMBI MUTOXOHJPHM U TUIACTHJA COJEPKAT MEHbIE
KOMIIOHEHTOB, HO CTPYKTYPHO U ()YHKIIMOHAIBHO OYE€Hb CXOJHBI C 3YKaPUOTHUYECKIMHU:

Manas cyopenunuia coctout u3 16S pPHK (Gomee 1500 nykmeoTuaoB) u 21 Oenka, a OombImas
cyowsenununa u3 asyx monekyn pPHK (5S, 23S okono 3000 nykneotunoB) u 34 6enKOB.

Bropuunas crpykrypa pPHK o6pa3yercss 3a cyeT KOPOTKHX JABYCHUPAIBbHBIX yYaCTKOB
MOJIEKYJIBl — INMWIEK, KOTOpble cocTaBisioT okoio 2/3 pPHK (puc.18), 1/3 monexyisl
Mpe/ICTaBlIeHa OJHOTSKEBBIMU YYacTKaMH, OOTaThIMU MYPUHOBBIMU HYKJIEOTHIAMH, C KOTOPBIMH
MIPEUMYIIECTBEHHO CBs3bIBatoTCs Oenku. Ouniennsie pPHK criocoOHbI CIOHTaHHO CBOpauMBaTHCS
B KOMIIAaKTHBIE CTPYKTYPBI, IO pazmMepaM U hopMe MOoX0KHe Ha puOOCOMHBIE CYyObEeTUHUIIBL.

duzuko-xumnueckune ceoiicrea PHK

e Omnruyeckue cBoiictea: PHK nornomaer Y@ ¢ makcumymom mipu 260 HM.

o Jlenarypanus, PHK o6nagaet runepxpoMubiM 3 dexTom.

e PHK noxsepraercs meno4Homy ruapoausy, T.K. npucyrcrsue OH-rpynnsr B C2’-nosoxxeHun
pr60361 ocnabiseT pochoaudIPUPHYIO CBA3b B MOJMHYKICOTHIIC.
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Puc. 18. Bropuunas crpykrypa 16S pPHK u3 E. Coli (A), H. volcanii (b)
(umT. mo Garrett, 1999)

®ynkuuun PHK

XpaHeHue HaclIeJCTBEHHON T'eHeTHUeCKOW NH(POPMALUU Y HEKOTOPBIX BUPYCOB.

[lepenaua renernyexoil HHPopMaUM A1 OOECIEUEHUS MPOLECCOB >KU3HEAEATEIbHOCTU
KJIETKHM U OpraHu3Ma.

Perynstopnas: B3aumopeiicteue MPHK u TPHK perynupyet Hauano cuntesa 6enka u ap.
OepmenTtatuBHas. B 1980 r. Obutn oOHapyXkeHBI U OxapakTepuzoBaHbl Mojekynsl PHK,
oOnanaromye GepMEeHTaTUBHON aKTHBHOCTHIO, KOTOPHIE OBIIIM HAa3BaHBI PHOO3MMBI.



OBMEH HYKJIEMHOBBIX KUCJIOT

B kneTkax TkaHel HYKJICHMHOBBIE KHCIOTHI paclaialoTcs MOJ BIUsSHUEM (GepMeHTOB (puc.
19). ®epmeHTbl, pacUICIUISIIONINE MOJUHYKICOTHAHbIE LIEMH, Ha3bIBAIOT HYyKJIea3aMH, WIH
dochomurcrepazamMu, TaK KaKk OHM YCKOPSIOT PEAKIUU  pa3pblBa  MEXHYKICOTHIHBIX
dbochoaudupHBIX CcBsI3ell B MOJIEKyJaX HYKJIEHMHOBBIX KHUCIOT. Pa3nuuaiorT sHAOHYKIEa3bl U
9K30HYKJI€a3Bl.

DHJIOHYKJI€a3bl JEHCTBYIOT Ha BHYTPEHHUE MEKHYKJICOTHAHBIE CBsA3M B Mojekysax JIHK u
PHK. Takum o6pa3om, mpu WX Y4aCTHH OCYIIECTBISETCS JCTIOMMEPHU3aIisl HyKJICHHOBBIX KUCIIOT,
B OCHOBHOM /10 OJIUTOHYKJIEOTH/IOB.

DK30HYKJI€a3bl OTHICIUIAIOT HYKICOTHABI ¢ 3'- WM 5'-KOHLA MOJUHYKJICOTHIHON LIEH M
o0ecnevnBaroT pacnaj HyKJI€HHOBBIX KHCIIOT IO CBOOOAHBIX HYKJICOTHUIOB.

I[lo cnemupuyHocTn  AEWCTBUS  paszauyaloT  Je3okcupuOoHykieassl  (JJHKazsbl,
pacmeritonue JIHK) u puGonykneassr (PHKa3wl, runponusyromme PHK). B pesynbrare ux
JeCTBUS 00pa3yIOTCs OJIMTOHYKIJICOTHABI U JIMITH HEOOIBIIOE KOJIMYECTBA MOHOHYKJICOTHIOB.

Pubo- u nezokcupudonykineo3uadpochaTsl pacHIeTIUISIIOTCS 10 HYKIE03ua0B U (GocdopHoit
KHCJIOTHI O] ieiicTBueM ¢ochaTa3 (HyKIeoTHaa3).

Hyxneo3uasl MOryT pacHIemisiTbCsi THAPOJUTHYECKHMM IIyTeM C ydacThueM (QepMeHTa
HYKJIE03H1a3bI:

Anenosun + H, O — Anenus + pubo3a

[lenro3er okucisores a0 CO, u H,O; dochopHas KucioTa HUCHONB3YeTCS UL
dbochopunupoBaHusi OpPraHUYECKUX COEIMHEHUN WM BBIBOJUTCS M3 OpraHu3ma. A30TUCThIC
OCHOBaHUS TIPEBPAIIAOTCS B KOHEYHBIC TPOAYKTHI OOMEHA ¥ BBIACISIOTCS C MOUOIA.

HyKﬂeMHOBaﬂ Kncnota
l OHAOHYKIeasa

O.HVIrOHyK.ﬂeOTVIAbI

l 9K30HYKIeasa

MoHoHykneoTuabl
docdartasa

HyKneosunaasbl

Hykneo3uabl

] neHTosa \ ] a3o0TUCTOE OCHOBaHue

Puc. 19. Cxema paciuensieHusi HyKJICHHOBBIX KHCJIOT

[IponykTsl THIpOIN3a HYKJIEHMHOBBIX KHCJIOT IIOCTYMAKOT B KJIETKM OpraHu3Ma, IIe
HCIIONB3YIOTCA I CUHTE3a HYKIICOTHUIOB, HYKICHUHOBBIX KHUCJIOT, WU XK€ Ul yIOBIECTBOPEHUSA
SHEPreTUYECKUX MOTPEOHOCTEN KIIETKH U OpraHu3Ma.



Kara60113M nNyprHOBBIX HYKJIEOTHI0B

VY yenoBeka KaTaboOIM3M MYPUHOBBIX HYKJIEOTHJOB 3aKaHUMBAETCS 0Opa30BaHUEM MOYEBOIl
KHUCIIOTBI. Y IPYruX MIJIEKONMUTAIOMIMX UMEETCS PEPMEHT ypaToKCcHaa3a, MpeBpalaronas MO4eByko
KHUCJIOTY B Oojiee pacTBOpUMBI amaHTouH (puc. 20). Y HEeKOTOPBIX KUBOTHBIX AJJAHTOMH MOXET
pacnaznatbcs Aajee 10 MOYEBUHBI WM aMMHUaKa.

[lepBoHauaIbHO HYKJIEOTHUIBI TUIAPOIUTHUECKU TEPSIOT (hocQaTHBI OCTATOK B PEAKLHUsX,
KaTaln3upyeMbIx GocdaTazamu Win Hykieotuaasamu (puc. 21).

ANIeHO3UH  Jie3aMHMHUpPYeTCs  aJleHO3MHJe3aMHMHa30il ¢ oOpa3oBaHHMEM  HMHO3MHA.
[Typunnyxieosuadochopmiaza pacmerusieT HyKJIeo3uabl 10 CBOOOIHBIX OCHOBaHHUN W pru0030-1-
docdara.

I'yanun nop neiictBueM ¢epMeHTa ryaHasbl IpeBpallaeTcsi B KCAHTHH.

3areM KCaHTMHOKCH/1a3a MPEeBpaIlaeT a30TUCThIe OCHOBaHMS B MOYEBYIO KHCIOTY. DepMeHT
B 3HAUUTEJIBHBIX KOJMYECTBAX OOHAPYKUBACTCSI B MEUEHU M KUIIEYHUKE U OKHUCISET ITypPUHBI
MOJIEKYJISIPHBIM KHCIOPOIOM.

MoueBasg KHCIIOTa yAalseTcss U3 OpraHu3Ma 4eJoBeKa TIJaBHBIM 00pa3oM C MOYOW U
HeMHOro ¢ (ekanmuamu. MoueBas Kkuciaora IUIoXo pactBopsiercs B Boae (1:15000) u mpwm
HapylLIeHUH 0OMeHa HYKJIEMHOBBIX KHCIIOT, OCOOCHHO MPU M30BITOYHOM MOCTYIUIEHUH B OPraHU3M
IIypUHOB, MOUYEBasi KUCJIOTa M €€ COJM OTKJIAJbIBAIOTCS B BHJIE KPUCTAJUIOB B CyCTaBax MaJblIEB,
XpsAIIax, B KOXKE M MBIIIIAX, 00pa3ys y3enku. Bokpyr y3einKkoB pa3BHBaeTCsl OYCHb OOJIC3HEHHBIH
BOCTIAIUTENBHBINA ouyar. 3To 3a001eBaHne U3BECTHO 1101 HA3BaHUEM IoJarpa.

KaTa601m3M nUpMMUIHHOBBIX HYKJI1€0TH/I0B

OcHOBHOH MyTh KaTaboiM3Ma MUPUMHMIUHOB B OpPraHU3MeE YeIOBEKa M MIIEKOMHUTAIOLINX
BKJIIOYAE€T BOCCTAHOBJICHHWE ypaluja Wi TUMHHA C 00pa30BaHMEM MOJIHOCTHIO THAPHPOBAHHOTO
TeTepOLMKIa COOTBETCTBEHHO NUTHIPOYpalWia WIM IUTHIPOTUMHHA. PacmieruieHue muMTO3MHA
MIPOUCXOAUT IIO TOMY XKE CaMOMY MCXAaHU3MY, YTO M [ABYX APYIMX HYKJICOTUAOB, IIOCJIC €TI0
JIe3aMUHUPOBAaHMS HA TEPBOW CTaguM TMOJ JCWCTBHEM (epMEeHTa IMTO3MHIC3aMUHA3bl U
o0pa3oBaHus ypanuia.

PackpeiTHe KoNbla B AUTHIPOYpPALMIIE MPUBOIUT K 0OPa30BaHMIO [-YPEenIONpONHOHOBON
KHCIIOTHI, KoTopas najnee ruaponunsyercs 10 CO,, NH; u B-ananuna. [1pu aHagoruuHomM MexaHusme
IpeBpalleHust THMUHA 13 Hero nonyyatotcest CO,, NH3 u f-amuHon3omacnsHas kuciaora (puc. 22).

[TpoxykTel KaTaboIM3Ma MHUPUMHIMHOB JTHOO BBIBOAATCS W3 OpraHU3Ma, JMOO MOBTOPHO
YTUIN3UPYIOTCS B IPYTUX METa0OIMYECKUX Tporeccax. Tak, aMMHaK BKJIIOYAETCSI B OPHUTHHOBBIH
OUKT O0pa3oBaHMsI MOYEBHHBI. [-aJlaHMH HCIIONB3yeTCs TpH OWOCHHTE3e BHTaMHHa Bj
(maHTOTEHOBasi KHCIIOTA), KOTOPBIH, B CBOIO OYepelb, HEOOXOAMM Ui CHHTE3a KOPH3MMa A H
AIIIITIEPEHOCSIIEro OeKa — KOMIIOHEHTa, YYacTBYIOIIETO B CHHTE3€ JKUPHBIX KUCIIOT.
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Puc. 20. Cxema kaTta00Jau3Ma MOUYEBOI KUCJIOThI
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Puc. 21. Cxema kaTa00,1M3Ma NyPHHOBBIX HYKJICOTH/AOB
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Puc. 22. Cxema kaTadou3ma NMUPUMHUANHOBBIX HYRKJIEOTUI0B



AHa00JM3M HYKJIEOTH/IOB

CyOcTtpaToM Uil CHHTE€3a HYKJIEOTHUIOB B KJIETKAX M TKAaHAX MOTYT CIIY>KUTh HMPOAYKTHI
runpommsa JJHK u PHK, a takxke mpoaykTel 0OMeHa OEIIKOB M yTIICBOIOB.

Jlnst cuHTe3a 000MX TUIIOB HYKJIEOTHI0B (ochOopruO0O3MIbHBIN KOMIOHEHT Y4aCTBYET B BUJIE
5-bocopudosmi-1-mupodocdara (DPIID), koroperii obpasyercs mpu QochoprIupoBaHuN
pubo3o-5-bochata — mpoMexyTouHoro wmetabomura meHTo30(dochaTHOrO mMyTH. Peakius
karamusupyercss @OPIId-cunrterazoit (puc. 23). OpgHako TMNyTH CHUHTE3a IIyPUHOBBIX H
MUPUMHIMHOBBIX HYKJICOTHIOB pa3NuYHbI (Ta0. 4).
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Puc. 23. O6pazoBanue OPIID

Taoauna 4
CpaBHUTe/IbHAS XaPaKTEPUCTUKA MyTeil CHHTe3a MYPUHOBBIX U MUPUMHIMHOBBIX
HYKJ1e0TH0B (IuT. no TaranoBuuy, 2008)

OcoOEHHOCTH CHHTE3a IlyTh cuHTE3a MypHHOB [lyTh cuHTE3a TUPUMUIUHOB

[MocnenoBarensHocTh | 1. O6pazoBanue N-ruKo3uaHOM 1. COopka KoJbLIEBOH CTPYKTYPHI

CHUHTE3a CBSI3U 2. O6pazoBanue N-TrIUKO3HIHON
2. COopKa KOJBIIEBOH CTPYKTYPHI CBA3U

KiroueBast peakuus O6pa3zoBanue pochopudozmmamuna | ObpazoBaHue

(pocdopudosmnamunorpancdepasza) | kapdbamomndocdara
(acmaprarTpanckapOaMoniasza)

Jlokanu3anus B IIuto3016 MHUTOXOHIPUU U LUTO30JIb
KJIETKE

depMeHTHas OtnenbHBIC PEPMEHTHI U OtnenpHBIE PEPMEHTHI U
OpraHu3anus nonuyHKIIMOHATBHBIE (3) nonuyHKIIMOHATBHBIC (2)
Perymsanus Topmoxxenue UM®, AM® u I'M® | Topmoxkenue YTD

Ha HECKOJIBKHX YPOBHSIX kapOamomndocharcunTerassl 11




buocnHTe3 MypUHOBBHIX HYKJI€0TH/I0B

[TpoucxoxaeHrne KaXI0ro aToMa MypHHOBOTO TE€TEPOIMKIIA YCTAHOBICHO SKCIIEPUMEHTAMU C
WCIIOJIb30BaHUEM U30TOIOB (puc. 24).
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SMMAHSA OYNNE Ty TARMHE

Puc. 24. Ilpoucxo:kaeHue aToMOB yIJjiepoaa U a30Ta B IyPUHOBOM OCHOBAHUM
(uut. mo Murray, 2003)

Kax BugHO u3 cxemsl (puc.24), nBa aroma azora (N3 u N9) myprnHOBOTO KOJIbIIA TTPOUCXOMIST
U3 aMUJHOU TPYMNIbI IIIyTaMuHa, TpeTui atoM a3orta (N1) — u3 acnmaprara M, HaKOHEL, YEeTBEPThII
(N7) — w3 mmnuHa. YeTBepThIi U MATHIA aTOMBI yTIIEPOia TAaK)KE MPOUCXOAIT U3 TIIUIHA. Takum
o0pa3oM, MoJIeKyJia TIUIMHA 1aeT TpU aToMa. BTOpoil 1 BOCEMOI aTOMBI yriepoja MpPOUCXOAAT U3
dbopmmuara), a mectoit atrom yriaepoga — u3 CO,.

dopMmupoBaHUEe MYPHUHOBOTO KOJbIAa Cpa3zy HAET Ha pubo3o-5-¢ochare. B pesynbrare
MOCJeI0BATENbHBIX peakUii HapalulMBaHUs MyPUHOBOIO IMKJIa 00paszyeTcss HHO3UH-5'-MoHOdochaT
(UM®) — xi1royeBO€ COCIMHEHUE B CHHTE3€ ITyPUHOBBIX HYKJIEOTHIOB.

CuHTe3 mepBOro mypwHOBOro Hykieotuaa — HMM® Brmrowaer 10 cragumit (y BBICHIHX
AYKapuoT) U npotekaeT ¢ 3arpatod AT®. Bece peakuuu npoTekaroT B IIUTO30J€ KIETKU (puc. 25).
AM® u 'M® obpasyrorcs uz3 UM® B kaxaoMm ciaydae B X0JI€ JBYX MOCIEAOBATCIbHBIX PEaKIIHMA
(puc. 26).
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Puc. 25. Cunre3s nunosnamonogocpara (MM®P)
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Puc. 26. Cunres agenosmamonogocdara (AM®P) u ryanosuamonodocpara ('MP) u3
HHO3MHMOHO(pochaTa (MMD)



AJbTEPHATHBHBIA MNYTh CHHTEe3a MNYPHUHOBBIX HYKJIEOTHIOB. OTO pEaKIUH
«cOepexxeHus», T.e. MyTU PEYTWIN3ALUU ITyPUHOBBIX OCHOBaHUi, 00pa3yloIIMXCs B Mpolecce
Kara0omu3Ma HyKICOTHIO0B. @DepMeHTh THIIOKCaHTUH-TyaHuH(pochopubo3miTpanchepasza
(F'®PT) u anenundochopudosuntpanchepaza (ADPT), yrunuzupyromnire cBOOOHbIEC MypPUHBI,
MIpEeBpaLIalOT UX BHOBb B HYKJIEOTH b TpHU B3auMoaerictBuu ¢ OPIID (puc. 27).
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Puc. 27. AlbTepHATUBHBIN YTh CHHTE3a IYPHUHOBBIX HYKJIEOTH/I0B

buocunres INMAUPUMHUHIUHOBBIX HYKJICOTHA0B

CuHTE3 MUPUMHINHOBBIX HYKJICOTHUIOB MPOUCXOIUT TAKKE MOATAIHO (puc.28), BHauaye
obpasyercs kapoomomindocdar uz NHj, CO,, AT®. 3aTem ¢ ygacTieM aciapariHOBON KHUCIOTHI
o0pasyeTcs JUrHAPOOPOTOBAST KUCIIOTA, 3aTEM OPOTOBAs KMCIIOTA.

OpoTtoBasi KHCIIOTa Jajiee B3amMojaeucTByeT ¢ 5'-pochopudosmi-1-mupodocharom, mpu
3TOM  CHHTE3UPYETCS  OpOTHIUH-5-pocdar, KOTOpBI 3aTeM  JIeKapOOKCHIMPYETCS  C
oOpa3oBaHueM ypuauHMOHOpOC)ATa, KOTOPBIA SBISCTCS OOIIMM TIPEIIICCTBEHHUKOM BCEX
MUPUMUIUHOBBIX HYKJICOTHIOB.
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Puc. 28. Cunre3 ypuauamonogocdara (YMD)



W3 ypuaunoBoil KUCIOTH TIPU aMHUHUPOBAHUH YTIIEPOJA 3a CUET IIIyTaMHHA 00pasyeTcs
uutuaAnHMoHOocdar (puc.29), a mpu METUIMPOBAHUH — TUMHUIWIOBas kucnoTa (puc.31).
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Puc. 29. O6pa3zosanue nuruanamonopocpara (IMP) u3
ypuauamoHogocpara (YM®P)

Hyxmeosunmu- u tpudocdarsl cuHTe3upyorcs npu ydactun ATD u  ¢epmeHTOB:
HyKJIeo3uaMoHo]ocdar- u HykIeo3naIuochaTkuHas B pe3ysbrare TpaHC(epasHbIX PeakLHid 110
CHEAYIOLIEH CXEME:

HM® 7? HJ1d 7? HT®

ATO ALl ATO  AJl®

[lypuHOBBIE W  NHPUMHIUHOBBIE  HYKJICO3WI-5'-MOHO(OCGhATHl  TpEBpamialoTCsS B
MaKpOdIpTruueckue HyKJIeo3ua-5'-audocdarsl, KOTOpbIC Aanee MEPexXOAiT B Oorarbie dHEpruei
Hykieo3un-5'-tpudocharel.  Ilpomeccst  pocopumupoBaHus HYKICOTHIOB WAYT TPH HUX
B3aMMOJICUCTBUH C YHUBEPCAIbHBIM HCTOUYHHKOM dSHeprud AT® mpu ydacTuu crenupuaecKux
dochorpancdepas (kuHa3), HaTPUMeEp:

YMO® + AT® wyxnecanamoriodocdat ¥YAD + AJID
KnHasa

YA® +ATP  recanmmmdpocdar > ¥ 1P + AP
KHasa

BuocunTe3 1€30KCMPHOOHYKICOTH/IOB

J1e30KCUpUOOHYKICOTHIBI  00Pa3yoTCs M3 COOTBETCTBYIOIIMX pPHOOHYKIeo3uadochaToB
MyTéM HEMOCPEACTBEHHOTO BOCCTAHOBJICHHSI 110 BTOPOMY YIJIEPOJAHOMY aToMy pPHOO3BI
puboHyKIIeOTH ] penykTazoi (puc. 30):

AP — allAD — allTD
I'’'n® — al'’ Id — al T
A® — nAJId — nATD
YD — aYMDP —»—aTTO

HlcTOYHUKOM BOCCTAaHOBHUTENBHBIX OSKBUBAJICHTOB SBISETCS TEPMOCTAOMIbHBIN Oelok -
TUOPEJIOKCHH, KOTOpPBIM coaepkuT J1Be cBoOomnbie SH-rpymmbel. TuopemokcHHpemayKTasza
katanuznpyetr HAJIOH-3aBrucrMOe BOCCTAHOBIIEHUE THOPEAOKCHHA.
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Puc. 30. BnocnHTe3 1€30KCHPHOOHYKIICOTH/IOB
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Puc. 31. Buocunres nesokcuTumuauHTpudocdara

buocuntes BceX

TpudocdaroB perynupyercs B KIETKE TaKUM 00pa3oM,

Apyra B CTpOro OmnpeACJICHHBIC COOTHOIICHUAX.

ne30KcuprOoHyKIeo3ua-5'-Tpudocdarton

u  puOOHYKIICO3U-5'-
YTO OHU 00pa3yrloTCs 3aBHUCUMO JIPYr OT




PerJIHIII’IH CHHTE3a NYPUHOBBIX H MUPUMHUAHHOBBIX HYKJICOTHI0B

Perynsauus cuHTE3a NUPUMHMIMHOBBIX U IYPHUHOBBIX HYKJIEOTHIOB OCYILECTBIISIETCA
AIJIOCTEPUUECKH 110 MEXAHU3MY OTpHIATEIbHONU 00paTHOM cBsA3H (puc. 32).

AMO, IM® u UM® uHrubupyror KiroueBbie peakiuu cBoero cunreza. OPJID-cunrerasa u
amupodochopudozunTpanchepaza WHTHOUPYIOTCS JIMIIL TIPU  OJHOBPEMECHHOM  TTOBBIIICHUN
KoHLeHTpauuu AM® u I'M®. AKTUBHOCTH aJleHUJIOCYKIMHATCUHTeTa3bl 1 UM ®-neruaporeHassl
CHIDKAETCS JIULIb MPU YBEITUYEHUN KOJIMYECTBA KOHEYHOI'0 MPOAYKTa, 00pa3yroIIerocs B KaXKaou u3
BeTBel MeTabonnueckoro mytu. AM® unrudupyer npespamienine UM® B agenunocykuunar, a [M®
— mnpeBpamieane UM® B kcanTo3uH-5'-MoHOdOchar (KMD), obecreunBas TakuM 00pa3zom
cOaaHCUPOBAHHOE CO/IEPIKAHUE AZICHUIOBBIX M I'YaHUJIOBBIX HYKJIEOTH/IOB.

PerynsatopupiMu (epmMeHTaMM CHHTE3a NUPUMMJIMHOB B JKUBOTHBIX TKaHSIX SBISAIOTCA
kapOamoundocarpunreraza I, ammoctepuyeckuM HHIHOMTOPOM KoOTOpoil sBisercs YTD, u
acmapratkapbamomitpancdepasa, koropas uaruoupyercs L[TD.
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Puc. 32. Cxema peryJisuum CHHTE3a HyKJIE€OTHI0B:
A — mypuHOBBIX HyKJIeoTHI0B (1 — OPIID-cunTeTa3a,
2 — amugodochopudozuntpanchepasa, 3- UMD-geruaporenasa,
4 — aeHNI0CyKIMHATCUHTETAa3a);
b — nupumuanHOBBIX HyKIeoTHI0B (1 — Kapbamoumndocparcunrerasa Il,
2 — acnapraTkapbamomsTpancepasa)



Hapymienusi 00MeHa HYKJICOTH/IOB

OcHoBHbIE 3a0051€BaHNUs, 00YCIIOBIEHHbIEC HAPYLIIEHHEM 0OMEHA IIyPHUHOBBIX U MUPUMHUANHOBBIX
HYKJICOTH/IOB, IIPEJCTABIEHBI B TA0. 5.

Ta6bnuua 5
3aboneBaHusl, cBA3aHHbIE C HapyLWeHMeM oOMeHa HyKeoTMaoB
(umT. no Komoay, 2004; TaraHoBu4y, 2008)

3a6onepanne | CvMNTOMbI | BroxvnMmUyeckme HapyLieHns

HapylueHne o6MeHa NypUHOBBLIX HYKIeOTUAOB

Moparpa 'nepypukemuns. 1. HegoctaTouHOCTE (PEPMEHTOB yTUNMU3auum
OTnoxeHue ypaTtoB B nypuHOB
obnacTtu cycTaBos, 2. AKTnBaumsa cMHTe3a nypuHoOB
CYXOXMUIUK, XpsLLen, 3. YMeHbLUeHne 3KCKpeLn MOYEeBOW KUCMOThI
conposoxaaroLeecs noykamu
CUINbHBIM GONEBbLIM
CMHOPOMOM

Cungpowm Jlewa- |vnepypukemus. 1. OtcyTcTBME (bepmeHTa

HuxaHa [NopaxkeHne HepBHOM rMNOKCaHTUHIyaHnHgpochopnbosunTpaHcdepasbi.
CUCTEMbI C ABIIEHNSMM 2. OTcyTCTBME YTUNN3aLMKN TyaHMHA Y TMNOKCaHTMHA

AeMeHLUMKN, arpeccmMBHOCTU | 3. YMeHbLueHne nHrnbuposarms OPId-
amuaoTtpaHcdepassl UM n MO no mexaHmusmy
obpaTHon cBA3MN

UmmyHopeduumt | Mnepypukemus OrtcyTcTBME (bepMeHTa NypuHOBOM
HyKkneoTuagocgopmnassbl

MNoyeyHo- 2,8-ourngpokcu- OtcyTtcTBUE hepmeHTa

KameHHas afeHUIOBbIN NOYEYHbIN afeHo3nHochopnbosunTpaHcdepasbl

6onesHb nvutnas

KcaHTuHypus "'Mnoyprikemns un OtcyTcTBME hepMeHTa KCaHTUHOKCHAasbl
KCaHTMHOBbLIN NOYEYHbIN
nntnas

BbonesHb NMpke 'Mnoypukemus n OTtcyTcTBME (hbepMeHTa rnoKo30-6-coccaTtasbl
KCaHTUHOBBIV MOYEYHbIN
nvutnas

Hapyl.ueHMe obmeHa nMMpMMNAONHOBDLIX HYKneoTnaoBs

OpoTauunaypus MnepopoTaungypus. 1. depmeHTaTUBHAs HEOOCTAaTOYHOCTb
Peskoe oTcTtaBaHue opoTtatdocopunbosuntpaHcdepasbl U
YMCTBEHHOIO U opoTuanMHMoHodocdaTaekapbokcmnasbl
hr3nYecKoro pasBuTHs. 2. YMeHbLUEHVE UHIMONPOBaHKSA
MeranobnacTtudeckasi kapb6amoundocdgarcnHTeTasbl YT® no mexaHnamy
aHeMus obpaTHON cBA3M

3. HegocTtaTo4HOCTb NMMPUMNONHOBbIX HYKINeoTngoB

JlekapctBeHHas | TunepopoTtauugypus JleyeHune annonypuHonom n 6-a3aypvaMHom
opoTtoBasi TOPMO3UT OpoTUANHMOHOochaTaekapbokeunasy

aunaoypvst




buocunres HYKJIC€HUHOBBIX KHCJIOT

Penaukanusa

[Homumepuzanusa pouepHeit JJHK na wmarpune JJHK npuBogutr k ee yABOCHHIO WIH
perumkanuu. Cunare3 JJHK npotekaet B siape B S-hasy KIETOYHOTO IUKIIA U MPEAMISCTBYET JICTICHHUIO
KJIETKH.

Jnist peanu3anuy peruiKaiuy HeoOXOMMBI: MaTpuia — pactuiereHHas uenb JJHK, cyberpatst,
yuactytomue B noaumepusanuu JJHK (ayxneozunrpudocdatst), hepMeHThI, KaTaTU3UPYIOIIKUE STOT
mporecc, HWOHBI Mg2+, a Takke OCNKOBbIC (AKTOPBI, OOECICYHBAIONINE JIECITUPATU3AIIUIO
neyxautesoit JJHK.

MexaHu3MBl pEIUIMKALUN OJMHAKOBBI I IPOKAPHUOT U DYKaPHOT.

Cunte3 JIHK mpoucxomut omHoBpeMeHHo Ha obeux nemsx [IHK. B ocHoBe — mpuHnum
KOMIUIEMEHTapHOCTH. lIpomecc sBiseTcsl NOJMYyKOHCEPBAaTUBHBIM, TaK KaK II0 3aBEpLICHUU
perMKanuu Kaxnaas gouepHss mounekyna JIHK conepkuT ogHy pOIMTENBCKYIO U OJIHY BHOBB
CUHTE3UPOBAHHYIO LIETIb.

Pernnkon — equHUIA TeHOMa, B KOTOPOM coJeprKaTcsl TOYKa Hayana peruihkaiuu (origin) —
Touka ori — nmocnenoBarenbHocTh [JHK, B KOTOpO#t nanmmupyercs npouecc yasoenust JIHK, u Touka
okoHuaHus perumkanuu (terminus) — cerment JIHK, B kotopom mpouecc ynasoenus JIHK
ocraHaBnuBaeTcs. PerumkatuBHas Buika — obnacte perumukanuu JIHK, nmepememaromascs ot ori
Bnosb poautenbckoit JJHK, koTopas pacmuieraercs u ciry>KUT MaTpuLen s cuaTe3a qouepHeit JJHK.

VY npokapuot JIHK mmeer popmy Koiblla U COACPKHUT OJUH PEIUTMKOH. B ori-caiite (Touka
Hayala PerUIMKaIlui) LEeMu pacXoIsaTcs U oOpa3yeTcsl Be PEIIMKATUBHBIX BUJIKHU, TBUKYIIUXCS B
MIPOTHBOMOJIOXKHBIX HANPABICHUAX. Y 3yKapUOT UMEETCs OOJBIIOE YMCIIO PETIMKOHOB U Ori-CalTOB,
U peIuIMKanus MPOXOAUT OJHOBPEMEHHO Ha MHOTUX y4yacTkax JIHK.

[Ipouecc cunresa JIHK BxiItouaeT ctaanu: MHUIUALIUMHI, JIOHTAIlUU U TEPMUHALIIH.

JTanbl peIVIUKAIMN Y TPOKAPHOT.

Cunre3 IHK y npokapuot ocymectsisitor JIHK-nonumepassi:
JAHK-nonumepasa I, koTopas y4yacTByeT B PEIUIMKALIMU U PENapallii;
JHK-nonumepasa II — BepossTHO, y4acTBYET B penapaluu;
JIHK-nmomumepasa Il — ocHOBHO# (hepMEHT peruIhKaInu.

Huuyuayua pennukayuu. Permkanus HaUMHAETCS C paciuieTeHus aBoitHou cnivpanu JJHK u
o0pa3oBaHMs PEIUIMKATUBHOW BHMJIKHU. OJTO OCYIIECTBISETCS MPU MOMOUIM (EPMEHTOB XEIHKa3,
koTopele nepememtatorcst Brosp nenei JJHK u packpyuuBator ux. Ilpouecc pacruiereHus ABONWHOM
cnupasm JIHK siBnsiercst sHeprozaBucuMbiM B TpeOyer 3arpathl AT®. [lanee SSB-Oenku (single
strand binding) cnenuduaHo cBsa3bBaroTcs ¢ oxHorenodeunoit JJHK u mpensTcTByrOT 00pa3oBaHUIO
NBOMHBIX crivpanent (penatypannu JJHK) u mmunednsx cTpykTyp.

WutencuBHoe packpyunBanue JHK MmoxxeT mpuBoauTh kK 00pa30BaHUIO JTOMOJIHUTEIBHBIX
CYTIEPBUTKOB, KOTOPHIE «CHUMAIOT» TOIOU30MEpaThl (Tupasa).

[Tpaiima3a KOMIUIEMEHTApHO U3 puboHykKIeo3unTpudocdaros cunresupyer Ha matpuie JHK
npaiimep, wim PHK-3arpaBky — kopotkuii dparment PHK (10-12 wykmeorwmos), 3’-OH-koner
KOTOPOTO HUCIoJb3yeTcs Uit ganpHeimero cunre3a JJHK kmoueBbiM epmentom perumkanuu JJTHK
y nipokapuot - JIHK-nonmumepaszoii I11.

Dnonzauyusa pennuxayuu. CyOcTpaTaMu Al CHHTE3a IOYECPHUX IENEH SIBISIOTCS YETBHIPE
neszokcunykineosuarpudochara (IHTD): nATD, nTTD, allTD, al' T®. C 3’-OH-konma npaiimepa
JHK-nonumepasa Il HaumnHaer cuHTe3upoBaTh HoByro uenb JIHK mnpucoenmnenmem kakaoro
nocnenytomero THT® Tonbko k 3’-OH-koHIy nmeromelics nenu ¢ BeiaencHuem nupodocdara:

HT® + (HM®), —» (HMD),+1 + DDy

Cunres nouepnux ueneit JIHK uzper B HanpaBienun 5°—3° 0ZHOBpPEMEHHO Ha OOCHX LIETISAX
martpuilsl JJHK.
Opnaxo, Tak kak nenu JAHK antunapamnenshsl, a JIHK-nomumepassl cunresupyror JHK



MPUCOEANHEHUEM KaX/I0TO IOCJIEAYIOIIEr0 HYKJIEOTHIa TOJNBKO K 3’-KOHIly HMMEIOLIEHCs LIenH, B
1960-x rr. Peitxu Oxka3zaky 3KCIEpUMEHTAIbHO J0Ka3al, yTo cuHte3 ogHou uenu JHK npoucxomut
(dbparMeHTapHO, MPEPHIBUCTO. DTH (parMeHThI ObLIN Ha3BaHBI (pparmeHTaMu OKa3aku.

T.o. cuHTE3 OHON UENM NPOUCXOIUT HENPEPBIBHO OT 5°- K 3°-KOHIy B HAalpaBICHUH
JBIDKEHUS PETUTUKATHBHOM BIJIKA M HEOOXOMM TOJBKO | aKT MHUIMAIIUKM U OJTUH TIpaiiMep. JTa 1ernb
Ha3bIBaeTCs MUaupytomie (puc. 33).

Cunres Bropoit nenu JJHK, xoropast Ha3siBaeTcs OTcTaromniei, Takxe NpoucxoauT ot 5°- k 3°-
KOHILy, HO B IIPOTUBOIIOJIOKHOM HAIIPABJICHUHU PEIUIMKATUBHON BWJIKH, THULIMUPYETCS MHOTOKPATHO,
T.0. CHHTE3HUPYETCsl MHOTO TipaiimepoB u (pparmenToB Okazaku. Y mpokapuot (pparmeHTs OKazaku
UMEIOT 1uHy okoiio 1000 HykneoTnoB, y 3ykapuoT — 150-300 Hyk1€oTH10B.

JAHK-nmonumepasza Il cunresupyer nens JAHK no cremyromeit 3arpaBku (puc. 34). [anee
JHK-nonumepasza [ ynmanser mpaiimep ¢ 5’-KOHIIA M OJHOBPEMEHHO 3aMelias pUOOHYKICOTHIIBI
ne3okcupubonykieotunamu, a JJHK-nmrasza commBaer ¢pparmentst Okazaku B HENPEPHIBHYIO IIETIb.

[Tpu BrmroueHun HenpaBuibHOrO HykIeotuaa JJHK-nmonumepasst [ u 111 ynansrot ommbouHsbIit
HYKJICOTU] ¢ 3’-KOHIA, THAPOIH3Ys pochoandGUpHYIO CBS3b.

B pe3synbrare 00pa3yloTcs 1ouepHue Ieny, KOMIJIEMEHTapHble U aHTUIAPAJUIEIbHbIE LENsIM
marepuHckon JTHK.
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(A - nurt. no Lodish, 2003; b - uut. mo CeBepuny, 2008)



[IHK-Tononsomepasa Jingupyrowasa uenb

3?
N S :
5 i ,
3 ) | —pennMKaTMBHOM sunkv ‘OTCTaloWas uenb
___/ 3"
Xenukasa 5
L]
nparmasa PHK- SSB
npavmep P"JK'
npavimep
] <
N - —

______{§3__________

OTcTatowas uenb

A caaaoa
000000

Puc. 34. CxemaTtuueckoe uzoopa:kernue s3tanoB cunre3a [JHK (uut. mo Nelson, Cox, 2004)

5%
.c+
NHAHPYIOWAA HHTL
OTCTalWaA HHTb /(
3/
pparveHTsI / 5
OKazaKm ﬁ
3 g
HO yaaneHue PHK npaiivepos
nHT®
e )
53 5 3
\5' opews ./
Y /‘3- / _;'
N x ¥ 4
I o
\5 (,
_’- 1
—
3 5
ng HT®
HNOAHEHHE Gpewn
T IHK-nonumepason B
nPPi
5 = 5 i 5 3
/,
—_—
2 ipparmenta CIIMBaHKHE
BHK pparmeHToB
3 . Oxaszarm 3 5
BHK-nurazon

Puc. 35. Y nanenue npaiimepos u3 otctaromieii nenu B cuarese JJHK (mut. mo Cesepuny, 2008)



Tepmunayua pennuxkayuu. Y npokapuot npu goctwxenun JHK-mommmepasoit ompeneneHHON
TEPMHUHATOPHOM MOCieI0BaTeIbHOCTH cuHTe3 nouepHeii nenu JJHK npekpamaercs.

JTanbl pelVINKALNA Y 3YKAPHOT.

Kitetka sykapuot conepxut Heckosbko JJHK-nonmnmepas.
1 - OGnagaromue TOIbKO MOIUMEPA3HOH aKTUBHOCTHIO:
JIHK-monmmmepasa o — HaXOIUTCs B siApE, OCHOBHON (PepMEHT PETIIHKAIINN;
JIHK-nonumepasa 3 - tokanu3oBaHa B spe, sBisercs penapupytomieit JJTHK-nonumepasoii;
JHK-nonumepasa y - ocymiectsisger perukanuio JIHK B MUTOXOHIpUSIX U XJIOpOIIacTax;
2 - Obnagaromue noauMepasHou u 3’ —5’-3K30HyKJI€a3HON aKTUBHOCTSAMU:
JIHK-nonumepasa G - IpUHUMAET y4acTUe B PEIJIMKALMU OTCTAIOUIEH LIEn;
JIHK-nionumepasa € - npuHUMAaeT y4yactue B cuHTese quaupytonieit nenu JJHK.

Tak kak JIHK B xpomocome 3ykapHoOT JHHEIHA, TO TP peIrUIMKaluu npaimMep y 3’-KoHIa
ponuTenbeko nenu paspywmaercs, Ho JJHK-nonumepasa ve moxker nocrpouts JIHK, T.x. HeT 3°-OH-
KOHIIa, TO3TOMY JUIsl MpeNoTBpalieHus ykopoueHus uenu Ha koHuax /IHK naxonsdrcs ydactku
Hepermuipyemoir JIHK — tenomepst (mmmHa 10-15 Thic. map ocHoBanuit). Ha »ToM yuacTke
cUHTE3upyeTcs npaiimep. Tenomepsl yAIMHSIOTCS C MOMOUIbIO (epMeHTa Teromepasbl. B Hopme
TeJIo0Mepa3a IPUCYTCTBYET TOJIBKO B IOJOBBIX U CTBOJIOBBIX KJIETKaX.

T.0. TeIOMEpHI BBIIOJHSAIOT poiib «OyhepHOH 30HBI», a Takke 3ammmarT KoHiel JJHK ot
JeUCTBUS 3K30HYKJI€a3 U MO3BOJIAIOT KOHIIAM XPOMOCOM MPUKPEIIATHCA K siepHON MeMOpaHe.

Cunre3 JIHK wnaumnaercs ¢ oOpasoBanusi mnpaiimepa. Ero oOpa3oBanue KaTalu3upyer
npaiiMaza — cyOwseauHulla, Bxojsmas B coctaB JIHK-mommumepasst a. [lamee 3ToT e depmeHT
nepexmoyaercss Ha cuHTe3 JIHK w  BritouaeT B cuUHTE3upyeMyr ILenb okoigo 60
N€30KCUHYKJIEOTUIOB, Tocie yero 3aMmensercs apyrumu JIHK-nonumepasamu. [Iponomxaror cunres
JIHK THK-nonumepassl 0 U €, KOTOpbIE 00J1a1al0T SK30HYKJI€a3HON aKTUBHOCTBIO U B XOJI€ CHUHTE3a
MOTYT OTUICTIJISATh HENPABWIBHO BKIIOUEHHBIH HYKJIEOTHI. DTO OOECleYrBaeT BBICOKYIO TOUYHOCTh
cunre3a [JHK.

B orcraromeit nenu JIHK xaxnpiii gpparment Oxazaku conepkuT okono 200 HyKIE€OTHUIOB,
Bmovatronux PHK-npaitmep n yuactoxk JTHK. Ilpaiimep ynansercs snponykineazon u PHKaszoi, a
JHK-nonmumepasza [ 3amonnser oOpasyrouytocs «Opelib» MO MNPUHIMITY KOMIUIEMEHTapHOCTH,
ucnonb3yst IHTD B kauecTBe cybcTpaToB (puc. 35).

JIHK-nuraza o6weanHseT GparMeHThl B MONIUHYKICOTHIHYIO Lenb. Kodakropom Beex cranuit
peIuIMKaluy sBisieTcss HoH Mg2+.

ITo xpomocoMe 3yKapuoT B KaXKIbli MOMEHT BPEMEHM HE3aBHUCHUMO MOTYT JBUIAaThCA
MHO’KECTBO PEIUIMKATUBHBIX BWIOK. OCTaHOBKAa BWJIKHM IPOMCXOAWUT TOJIBKO NPU CTOJIKHOBEHUHU C
OpyTrOM BWJIKOHM, ABW)KYLICHCS B INPOTHBOIIOJIOKHOM HAIIPABJICHUU, WM IO JOCTH)KCHHH KOHIA
xpomocoMsl. [Ipornecc 3aBepiieHUs] CAUSHUS PEIUIMKATUBHBIX BUJIOK MOYKHO CUMTaTh T€pMHUHALMEH
perukanuu y sykapuot. B pesynbrate Bcst JJHK XxpoMocoMbl oka3bIBaeTCsi peruiMiupOBaHHOM.

[Tocne penenuss Kakgash JOYEpHsS KIETKa MOJy4yaeT IUIUIOMIHBIA HabOp XpOMOCOM,
WJICHTUYHBIA MAaTEPUHCKOM KJIETKE.

Honumepasno-yennasn peaxyus (II[JP) Ovuta ocymiectBieHa B 1985 r na ¢upme Cetus. IMHP —
ocCylIleCcTBIIsIeMast in Vvitro — cenupuyeckas aMIIMpUKanys HyKJIEMHOBOW KUCIOTHI, HHUIIMUPYEMast
CHUHTETUYECKUMU Mpaiimepamu. L{uka cocrout u3 temneparypHoil neHatypauuun JIHK, e€ orxura c
mpaiMepoM H toHranuu. CMeHa 3THX JTanoB IPOUCXOIUT B PE3yJIbTaTe M3MEHEHUS TEMIIEPATypPHl.
B IILIP ucnons3ytoT Tepmoctadmibnyio JJHK-nonmnmepasy Taq (Thermus aquaticus).



Penapanus IHK

Penaparnus — npouecc ucnpaBieHus OMNOOK, CIydaiiHO BO3HMKaOMUX npH perviukanun JJTHK
U TIOCJIE €€ 3aBEPILCHMUS, SBIISIETCS HEOTHEMJIEMBIM CBOMCTBOM KHUBBIX OPTaHU3MOB.

MyTanuu — HacieayeMmble HeoOpaTHMble M3MEHEHHUs CTPYKTypbl TreHoMma. IlpuunHamu
BO3HUKHOBEHHUS MyTallUi SBJISIOTCS OMIMOKY peruiMKaiuu, He ucnpasieHnsle [JHK-nonumepaszamu, u
MyTareHHble BO3JICHCTBUSA: XUMUYECKUE U (PU3MUECKUE areHThl (M3Iy4YeHUe; aHAIOTH HyKJI€O03UA0B U
HYKJIEOTHO0B; CBOOOIHBIE pagUKajbl; a30THCTasl KHUCIOTa U €€ COJIM; BEILIECTBA, AJKUIUPYIOIIHNE
a30TUCTBIC OCHOBAHUS; OpPraHMYECKUE MEPEKHCH; MPOMyTareHbl — KCEHOOMOTHKH: sJIbl, JIEKapCTBa,
MEeCTULIUIBI; U JIP.).

Ilon BnusHUEeM 3TuX (uznyeckux U xumuueckux (akropos B crpykrype JHK mpoucxonsr
CJIEIYIOLIME ITOBPEXKICHHUS :

. JI€3aMHUHUPOBAHUE OCHOBAHUM (M3 IUTO3MHA 00pa3yeTcs ypaiun);

o y/aJeHUEe a30THCTOTO0 OCHOBAHUS, Yalle BCETO NENMYPHUHHU3ALUS — THAPOJIUTHYCCKOE
OTHICTVICHUC ITYPHUHOBBIX OCHOBaHHﬁ;

o O6p330BaHI/IC KOBAJICHTHLIX CBSI3el MCXKAY COCCAHHMMHU a30TUCTHBIMU OCHOBAHUSMU B
onnoi nienu JIHK — oGpa3zoBanre mupuMHUIMHOBBIX TUMEPOB (puc.36);

o pa3phIB MOJIMHYKJICOTUIHBIX TICTICH;

o MOSIBJICHHE KOBAJICHTHBIX ciiuBOK Mexay nensmu JJTHK wim mexny JTHK u Genkamu-
TMCTOHAMM,;

o BKIIIOYCHHE HEKOMIUIEMEHTAPHOTO OCHOBAHHS WM BCTPAaWBaHUE TayTOMEPHBIX (OpPM

a30TUCTBIX OCHOBAHMM, BBI3BAHHOE OIIMOKaMH PETIMKALUH.

Hexoropsie mnospexnenns B JIHK Moryr cosgaBaTe NpemsTcTBUS I PEIUIMKALUU U
TpaHckpunuuu. Kinerkn oGnagaroT MexaHW3MaMu BOCCTaHOBJIEHUs NepBUYHbIX noBpexaeHuid THK,
oOparmast TOBPekKACHHUS.
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Puc. 36. TumunoBbIil gumep (uut. mo Schmidt, 2000)

VYHuBepcanbHasg CHCTEMa pemnapanuu pabotaer ciaeAyrmmMm obpazom (puc. 37-38)
(HEKOMIIJIEMEHTAPHBIX OCHOBAHUI, penapanus AMMEpPOB, U 1p.).

1. Crnemnduueckas JIHK-sumonykneasa oOHapykuBaeT moBpexaeHue B 1enu JJHK u
runponusyet pochoamdhupHyto cBs3b ¢ 5'-koHIa oT noBpexaenus JTHK.

2. Ok30oHyKieaza ypamser yuactok 1enu JIHK ¢ moBpexaeHueM (HECKOJIBKO
HYKJICOTUIHBIX OCTAaTKOB IO 00€ CTOPOHBI OT MECTa MOBPEXKACHUS).

3. K 3'-xonmy oOpa3oBaBmeiics «Opemm» npucoenuusarcs JHK-momumepasza wu,
ucnonb3ys AHT® B kauecTBe CyOCTpaTOB U IOHOPOB SHEPTHH, 3aMOITHAT «OpELIby.

4. OIVMHOYHBINA pa3pblB MEXKIY BHOBb CHHTE3MPOBAHHOW M OCHOBHOM memsamu JIHK

ycrpanser JJHK-nurasa, ncnonssyromas AT® B kauecTBe UCTOUYHMKA YHEPTHH.
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Puc. 37. Penapanus JHK (uut. no CeBepuny, 2002)
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Puc. 38. Penapanusi TuMmuHoBbIX AuMepoB B IHK (uut. mo Nelson, Cox, 2004)



B pesynbrate nOeHCTBHS IOBBILIEHHBIX TEMIEPATYp HEKOTOPBIE ITyPUHOBBIE HYKJICOTH]IBI
JUIIAIOTCS CBOMX a30THCTBIX OCHOBAaHMM M BO3MOXKHOCTHM ydacTus B perumkanuu. Ilponecc
penaparnuu nenypuHuzupoBanHoil (amypunoBoi) JIHK ocymectBusiercss mpu momomiu ocoboro
(dbepMeHTa - alypuHOBOM 3HJOHYKIJIEa3bl, KOTOpas HaXoauT yyacTok amypuHoBoil JIHK u BbIpesaer
ero. Jlanee paboTaeT yHUBEpCAILHBI MEXaHU3M peTapalyH.

Penaparust XxumMuuecku MOJU(PHUIUPOBAHHBIX A30TUCTBIX OCHOBAaHMH OCYIIECTBIISETCS ABYMS
mexanuzmami. 1) JIHK-rnmuko3nnassl — pepMeHTsl, criennu9HbIe K OJHOMY U3 MOAUDUITMPOBAHHBIX
a30TUCTBIX OCHOBAHMM, BBIPE3AIOT TOJBKO a30TUCTOE OCHOBAHUE W3 HYKIEOTHAAa U oOpa3yercs
allypuHOBBIE WJIM alUPUMMJIMHOBBIE Yy4yacTKu. JlanpHeWmMii XoJ COOBITHII IpOTEeKaeT 1o
YHHUBEPCATIBHOMY MeXaHu3My. 2) DepMeHTHI - HHCEPTa3bl BCTPAUBAIOT B MOBPEXKACHHBIN HYKICOTH]
HOPMAaJIBHOE a30TUCTOE OCHOBAHME.

SOS-penapayus ocymecTBisieTcss MHAYUMOETBHBIMU  (pepMeHTaMH. OTOT MEXaHU3M
BKJIIOYAETCSl JUIsl CIIACCHUsSl KJIETKM B yCioBUsX, korja Hapymenus JIHK peanpHO yrpokaror ee
xusHecrocoonoctH. IlociaenoBareabHOCTh COOBITHIA:

1. cHmKkaeTcs ckopocTh perumkanuu JIHK, u9to nmemaer mpomecc pemapamum Ooiee
3¢ (HEKTUBHBIM;

2. OJIOKUpyeTCs IeNICHUE KIETKH;

3. WHAYIHUPYETCS  CHUHTE3  psija  OCNKOB,  y4YacTBYIOUIMX B  0Opa3oBaHUH
OJIMTOHYKJICOTHIOB.

HeiictBue SOS-penapaiyii HOCUT KPaTKOBPEMEHHBIN XapakTep, npumepHo yepes 40-60 MUHYT
OHAa MEPEKIIoYaeTcs Ha KOHCTUTYTUBHYIO peraparuio.

Tpanckpunuus

buocunres PHK na JIHK-maTpuiie Ha3bIBatOT TPAaHCKPHUIILIUEH.

IMIpu cunareze PHK Tpanckpubupyrorcs otaensHble ¢parmentsl omHod nerm JIHK —
TPAHCKPHUNTOHB! (€AMHUIBI TpaHCKpUINIMK) — nocienosarensbHocts JHK mexay mnpomoropom
(nocnenosatenbHocTh JIHK mepen renoMm, obecneduBaromasi HA4aja0 TPAHCKPUIIHMH, C KOTOPOH
B3auMoieiictByer PHK-nonumepasa u uHULMUpPYETCS TPAHCKPUIILIKSA) M TEPMUHATOPOM. Y 3yKapHuoT,
B OTJIMYME OT MPOKAPUOT, B COCTAB TPAHCKPUITOHA BXOJUT, KaK MPABUJIO, OJIUH TEH.

Cunte3 PHK ocymectisercs npu nomouu pepmentros — PHK-nonmumepas.
PHK-nosmmmepa3sa y npoxkapuom xartanuszupyet cuHte3 Becex Tunos PHK knerku.

PHK-noanmMepasa — CJIO)KHO YCTPOEHHBIH OJMIOMEPHBIN (epMEeHT (X0IO(pEepMEHT), COCTOSIIUN U3
kop-pepmenTa u G-dakropa (puc. 39).
Kop-dbepmenT (MuauManbubiii pepmenT) obmanaer PHK-nmonmmMepasHoit akTHBHOCTBIO U COCTOUT M3
HECKOJIbKUX, IPOYHO COCTUHEHHBIX, MOTUNENTHIHBIX Ienei (0B’ ):

nByx a-cyopemunun (36,5 x/la) — oOecneunBator coeaunenue PHK-nmomumepassr ¢
npomMomopom

(cMm. manee), CTPYKTYpHBIA OpraHU3aTOp MOJIUMEPa3shl;
B-cyobenunnma (150 x/{a) — karanuTrueckuii HeHTp hepmMeHTa (moaumepasHasi akTHBHOCTB );
B’-cyopenununa (155 x/la) — B3aumoneiictue pepmenta c matpurneit JJHK;
o-cyorenununa (11 x/la) — pyHkIMs HeU3BeCTHA.
o-Dakrop (85 k/la) coenunsIeTCs ¢ KOP-PEPMEHTOM CIIA0BIMH CBSI3SIMH U MOXKET CYIIECTBOBATH BHE
MUHMMaJbHOTO (epMmeHTa. o-Dakrop obecrneynBaeT pacrno3HaBaHUE MU CTAOWIBHOE CBS3bIBAaHHE
PHK-nonumepassl ¢ npomoTopamu.

TpaHckpuniyss MHULMUPYETCS TOJIBKO MOJHBIM (epMeHTOM (XoimodepMeHToM), Aanee G-(hakTop
OCBOOOXK/IAETCS M HJIOHTAIUS OCYIECTBISIETCS] KOP-(EPMEHTOM.
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Puc. 39. Crpoenune PHK-nosumepa3ssl (uut. mo Murray, 2003)

Y aykapuom cuntes PHK nporekaer B sigpe, MUTOXOHAPHUSIX M IUJIACTUIAX MPAKTUYECKHU
MIOCTOSIHHO BHE 3aBUCHUMOCTH OT (a3 KIETOYHOTO IUKIA. Y JyKapuOThl B KIETKE COJEPKHUTCA 3
snepubix PHK-momumepassr 1 1 B MuTOoXOHApPUSX W Xyoporwiactax. SAnepueie depmentsl: PHK-
nonuMepasa | nokann3oBaHa B sapblmukax, katanuzupyer cuHre3 pPHK; PHK-nonumepasa 11
JIOKAJIN30BaHa B HyKjeoruiazme, u otBevaet 3a cuHte3 r-1PHK; PHK-nonmumepasa 111 nokanuzoBana B
HyKjeoruasme, cuaresupyer M-1PHK n TPHK.

TpaHckpunIMsS — YHAIPrOHNUECKUN MTPOIIECC, B KOTOPOM B Ka4eCTBE CyOCTPaTOB U UCTOYHUKA
SHEPTUH UCTONB3YIOTCs pubonykieosuarpudocharsr (HTD): ATD, I'TO, UTD, YTD. Hykneotuast
npucoequHsIoTes K 3’-koHiy pactyieit PHK ¢ ocBoboxnennem nupodocdara.

B JIHK pasmuuator nBe menu — komupyromias (MarpuyHas) U Hekoaupytomas. Cuares PHK
MPOUCXOIUT KOMIUIEMEHTApHO HA MATPUYHOM Iemu, TakuM o0pa3oM, IOCIIeq0BaTeIbHOCTD
nykieotusoB B PHK Oymer cooTBeTcTBOBaTH MOCIEAOBATEIIBHOCTH HYKJICOTHUIOB HEKOJAMPYIOMIEH
LETIH.

Bce PHK-nonuMepassl ocyiiecTBisitoT pocT HOBbIX 1enet PHK B HanpaBnenuu 5°—3’-koHell.
[lepBbeiM nHykiieotugom Ha 5’-konHue B PHK sBnsercs agenwsioBas wiaM TyaHWJIOBas KHUCIOTa U
coxpansiercs Tpudocdar.

IIpouecc TpaHCKPUIIIMK BKIKOYAET CTAAUMHA NHULUALIMY, YIOHTALIMA U TCPMUHALMY.

Nuunmanms TPaHCKPUIILKHU SIBISETCS HAaWBAXXHEHIIMM (PaKTOPOM, ONPEACISIONIMM Hayauio
cunre3a PHK, ero ckopocTs U peryssiuio.
TpaHckpunuust y npokapuom HAUYWHACTCA C MPHUCOCIUHEHUS G-CyOBEIUHHUIBI K IPOMOTOPY.
[Ipomotrop He HeceT wHbOpPMAIMU W HEOOXOAWUM JuIsi TpucoenuHeHus u opueHtanuu PHK-
nosimMmepassl (puc. 40). Ha ygacTke mpomMoTopa B HEKOAUPYIOLIEH LIENH B LIEHTpeE «-10» HyKI€OTHI0B
OT CTapTOBOM TOYKHM HaxomuTcs mnocienoBaTenbHOCTh TATAAT — Omok IlpubHOBa, KOTOpHIi
omnpenenser cBsazpiBanne PHK-nonmumepassl n opuentanuu ¢pepmenta Ha JIHK. «bioxk -35» cogepxut
nocinenoBareabHOCTh TTTALIA — caift muist mpucoeauHeHUsT G-pakTopa. X0mo()EepMEHT CBI3bIBACTCS
¢ IHK B oGmactu mpomotopa (puc. 41), obpa3yeTcst 3aKpbIThIii TBOWHONW KOMILJIEKC, MPOUCXOAUT
nokanpHOe pacmuietenue nernedl JIHK (12-17 m.H.) m oOpa3yercst OTKpPBHITHIA TPaHCKPHUITIIUOHHBIN
KomIuiekc. [lanee BKitoyaeTcs /Ba NEPBBIX HyKJIeoTHIA ¢ oOpa3oBaHueM (ochoansbupHoil cBsA3n
MEXy HUMH U OTAETseTcS G-(pakTop.
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Puc. 40. Ctpykrypa Tpanckpudupyemoro yyactka JIHK npoxapuot
(umt. mo Murray, 2003)
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Puc. 41. dtanbl MHUOMALUH TPAHCKPHUIIINHU NPOKapuoT (1uT. mo Weaver, 2004)



WHunmanus TpaHCKpUIILUU Yy IYKApuom TPOUCXOAUT 110 MEXAHU3MY, CXOJHOMY JUIs
MPOKAPUOT, OJTHAKO TOCJIEI0BATEIILHOCTh HYKJICOTHUIOB B PETHOHE MPOMOTOpA HECKOJIbKO HHas. B
HEKOAMPYIOIICH IeH B LEHTpe «-25» Haxomutces mocienoBatenbHocTh TATA(A/T)A(A/T) — 6ok
Xornecca, u «baok -75», kotopsiii comepxut nocneaosarenbHocTs 'T(L/T)HAATHUT — «LAAT-
omox». IlocnemoBarenbHocT TATA um IJAAT B 30He MPOMOTOpa CIIOCOOCTBYIOT MPaBHIBHOMY
pacnonoxxenuto PHK-monmumepasst Ha w™atpune JIHK, koHTponmupyro dYacToTy UWHHUIMAIMU
TPAHCKPUIILIUH.

Y oykapuoT o00pa3oBaHHE HWHHUIIMATOPHOTO KOMIUIEKCa TpeOyeT HalWyus CIelUaNIbHbBIX
MHUIMATOPHBIX OEJKOB, KOTOpblE Ha3bIBAIOTCS o0OmUMU (¢akropaMu TpaHckpunuuu. K Hum
otHocutcst TATA-cBs3piBatomuii 6enok, unu TCh, a Taxke 8—10 OenkoB, acCOUHPOBAHHBIX C
TCB. Onuu HocsaT HazBanue TCb-acconmupoBannbie ¢paktopbl Wi TA®. TChb u TA® obpasyror
KOMILIEKC TpaHcKpumniuoHHbli ¢akrop [ mis PHK-nomumepassl II. DT0T KOoMIUIEKC CBSA3BIBAeTCS €
PHK-mmonmmmepazoit u cmocoOctByeT ©Oonee  3¢h(GEeKTHBHOMY 00pa30BaHUI0 HWHHUIIUATOPHOTO
KOMILIEKCA.

OHXaHCephbl, JOKATU30BAHHBIE HA 3HAYUTEIbHOM YJAJIEHUU OT 30HBI IPOMOTOPA, YUaCTBYIOT B
PETYJISILIAU TIPOLIecca TPAHCKPHUTIITIH.

DJIOHTAUMS TPAHCKPUIILMH.
Ilpoxkapuomu. Kop-pepment npmxercs no nernu JAHK, pacrneras nBoliHyro crimpaib, MPOJOIKAET
HapamuBath nenb PHK (puc. 42). OTkpbIThI KOMIUIEKC BkItodaeT 15-20 m.H., cienoBaTeNbHO, MO
Mepe nBmwkeHus ¢epmenta HatuBHOCTh JIHK BoccramaBnmBaercs. B OcCHOBE TpaHCKpUIIIIUH —
peaxius moauMepu3anuu Mexay 5’-tpudocdatHoil rpymnmnoit HoBoro Hykiaeotuaa u 3’-OH-rpymnmoit
nocnennero Hykieoryaa wnenu PHK. VYV npokapumor wactmuno cuHTesupoBanHas MPHK
B3aMMOJICICTBYET ¢ puboCcOMaMu M BOBIIEKAETCS B IIPOIIECC CUHTE3a Oelka.

B knerkax gykapuom cunte3 PHK u Oenka pazobmien. Cpasy mocie Hauyajga TPaHCKPUITIIHH
nepBeld HykjieoTun (ryanwmnoBas kucinora) PHK ¢ 5’-xoHma wmetunupyercss — K3MHpPOBaHHE.
HoBocuHTe3upoBaHHBIE TPAHCKPHIITHI MMOABEPTaOTCS MOCTTPAHCKPHUIIIMOHHBIM MOIU(DUKALIHASIM.
(METUITMPOBAHUIO TYaHHWHA), KOTOpasi Ha3bIBaCTCs KAMIUPOBAHUEM.

HekogupytoLas
uenb AHK

OHK

HanpaBneHve TpaHckpunuum

Puc. 42. dnonrauus tpanckpunuuu (uut. mo Nelson, Cox, 2004)

B JIHK pasmuuator nBe 1menu — komupyromias (MatpuyHas) U Hekoaupytomas. Cuare3 PHK
HpOI/ICXOIII/IT KOMHHCMCHTapHO Ha ManH‘lHOfI e, TaKUuM 06p2130M, IIOCJIC0BATCIIBHOCTD
nykieotunoB B PHK Oymer cooTBeTcTBOBaTH MOCIEAOBATEIBHOCTH HYKJICOTHUIOB HEKOJAMPYIOMIEH
LIETTH.



Tepmunanusa cunre3za PHK. PHK-momumepasza cuuresupyer PHK no nmoctmxenus
TEPMHUHATOpA - MPOUCXOIAUT OCTAaHOBKAa BKIIOUeHHUS HykieotunoB B 1enb PHK, ocBoGoxnenue
oOpasoBagmierocst Tpanckpunta u otaenenne PHK-mommmepaser ot JIHK-maTpwuibl, mpoucxoaut
BoccTaHoBjaeHue HaTuBHOCTU JJHK.

Y npoxapuom tepmunanms odyciosieHa HammuueM Ha Matpune JJHK mocnenoBarensHOCTEH,
KOTOpBIE€ JIOMYCKAalOT BO3MOXKHOCTH OOpa3oBaHus mmuibku Ha TpaHckpunte PHK (puc. 43). Ilpu
STOM CBSI3b TPAHCKPUNITA C MATPHIIEH 3HAYUTEILHO OCNabseTcs, 9To mpuBoaAnT K otaeneHno PHK.

Y mpokapuoT BO3MOKEH MEXaHU3M TEPMHMHALMKM C TOMOIIbIO CHEIHaIbHOrO p-0ernka,
o0JIaZlaloIIero  XeNWKa3HOM aKTUBHOCThIO (puc. 44). DToT 0enok mpHcoenuHseTca K
TpaHCKpUNTOHY W nBrkercs Behen 3a PHK-mommmepasoii. Ilo moctmxkenuu ¢epmeHTa caiita
TepMUHAIMM U oOpa3oBanus mmwibkn Ha 3’-koHme PHK ckopocts nBmxenus depmenta
3amemiisercs, p-6emoxk noronser PHK-momumepasy wu pacmneraer aymiekc JHK-PHK, u
HoBocuHTe3upoBanHas PHK oraensercs ot marpuubl. Y NpoKapuoT NEPBUYHBIN TPaHCKPUIT
MPHK B 0CHOBHOM He mpeTeprieBaeT U3MEHEHNUH U TPAHCKPUIILUS CONPSDKEHA C TPAHCIIALUEH.

MexaHu3Mbl TEPMUHALUKA TPAHCKPUIILIMK Y JYKapuom 10 KOHLIAa HE U3y4eHbl. BeposTHO, C
PHK-nonumepazoit 1l  B3aumopeiicTByeT O€IKOBBIM CTOMN-CUTHAJ, KOTOPBIA  3aMe[IsieT
TpaHckpunuuio. [lanee gepmeHT karanmsupyeT cuHTe3 Ha 3’-koHie PHK mocnenoBatenbHOCTH
AAYAAA u cnenyromue 3a Heil 15 HYKJICOTHIOB, MOCTIE YEro 3aBepIlaeT CBOI padoty (puc. 45).

B npouecce oraenenus tpanckpunrta ot Matpuusl JJHK sk30HyKn€a3a oTmenisier TepMUHAIIbHbBIE
15 HykII€OTHIIOB, a ()ePMEHT NMOTUA-TIONMMEpasa JOCTPAUBaCT K MocaeaoBaTeIbHOCTH AAYAAA
okomo 150-200 monuageHUIOBBIX HYKICOTUIOB (TTOTHA-XBOCT).

HanpaepneHue TPaHCKPHNUHH
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Puc. 43. O6pa3zosanue mnuiabku PHK B caiite repmunanum (nut. mo Murray, 2003)

Cunre3 JIHK na PHK (o0paTHasi TpaHCKpHNIusi) OCyIIECTBIseTcsl (epMEHTOM — oOparHas
TPaHCKpHIITa3a, WINW peBepTasza, KoTtopas Obuta oTkpeiTa B 1970 r. J{nsg e€ paboTel HeoOXoaum
npaiimep — TPHK. Onkorennsie Bupycol coaepxat PHK u nog BiausiHueM 0OpaTHBIX TpaHCKPUIITA3
Ha wMarpune PHK, Kk KkoTopoil mnpucoeaMHEH KOMIUIEMEHTApHbIM  OJMrOpUOOHYKICOTHU,
cunresupyetrcs JIHK ¢ o6pazoBannem rubpunos PHK-JIHK. Jlanee na nenu JAHK cuntesupyercs
Bropas uens JHK. CunresupoBannas JIHK wmoxer BctpamBatbcss B JIHK kietku-xo3simHa u
nepenaBaTbCsi B IOKOJeHMsX kierok. Ilpu omnpenenennsix ycnoBusix JHK Bupyca Mmoxer
aKTUBHUPOBATHCH.



Kop-hepmeHT Kop—cbeplvleHT

L

p-0es10K

dopmupoBaHue
Lwnunek

I TepMUHaLUA

AHK

A\ VINONIN N\

Y
P PHK N
Kop-depmeHT
p-0es10k

Puc. 44. Tepmunanus tpanckpunuuu (uut. no Weaver, 2004)
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[HocrrpanckpununoHubiii nmpoueccuur PHK

Kak mpaBuno, Bce Buasl PHK cuntesupyrores B Bune PHK-npenmectBennukos (mpe-PHK).
OHu wumeroT OOJBLIYI0O MOJEKYJISIpHYI0 Maccy. B nanpHeliiemM B Ipolecce «CO3PEBAHUSD
(mpoueccuHra) npeBpararoTcs B 3pesibie Mosiekyisl PHK.

IIpoueccunr — mporecc GopMUpoBaHuUs 3penbiX (QYHKIMOHATHHO aKTUBHBIX) Mosekyn PHK
U3 NPEIIECTBEHHUKOB — NEPBUYHBIX TPAHCKPUITOB. [IporieccuHr — COBOKYIMHOCTh OMOXMMHYECKUX
peakuuii, B pe3yJibTaTe€ KOTOPBIX yMEHbIIAeTCs MojekyisipHas macca PHK-nmpenmectBeHHuKa,
OCYILECTBIIAIOTCS pa3IMyHble XUMUUecKue Moaudukanuu ¢ oopaszosanuem 3peibix PHK..

Ilpouyeccunz PHK y npokapuom.
IIpoueccunr MmPHK mnpoTekaeT penKo, B OCHOBHOM, MOJIEKYJBbl SIBJISIFOTCS IIEPBUYHBIMU
TPAHCKPHUIITaMH, KOTOPBIE B3aUMOJICHCTBYIOT ¢ pubocomamu. bonpmmacTBO MPHK momummuctpoHHBL.

pPHK. B pe3ynbTare TpaHCKPUIIUK 00pa3yeTcst MpeIlIeCTBEHHUK — NepeuyHblL MPAHCKPUnm
30§ PHK u npu yuactuu cienuduaeckux PHKa3 popmupyrores 3°- u 5°-konms pPHK.

mPHK. IlpeqmectBennuk TPHK na 20% nnunnaee 3penoit monekynsl. PHKaza P otmenser
HykIeoTuabl ¢ 5’-konna, a PHKaza J[ ormenmsier HykiaeoTuabl ¢ 3’-KOHI@ 1O TOCTHDKCHHS 3 -
koHueBor mnocinenoBarenbHocTH LIIA. Ecau mocnemoBarenpHoctn IIIJA B PHK Her, To ona
CHHTE3UPYETCSI BHEMATPUIHO ¢ ToMotIsio pepmenTa — TPHK-nykneornaun-rpanchepassl.

Ilpoueccunz PHK y sykapuom.

mPHK. Tlpenmectsennukom MPHK sBnsercsa r-sPHK.. OGpa3oBanue 3penbix monexyia MPHK
HAYMHAETCS HAa CTaJAMM AJIOHTAluMu TpaHckpurnuuu (puc. 45). Ilpoucxonut xdmupoBaHue S5'-KOHIA
pactyuieit nenu PHK (o6pazoBanue 7-metmn-I'T®). Kon 3ammumiaer 5'-konen MPHK ot geiictBus
HyKJI€a3 1 y3HaeTcsi pubocoMaMu B X0/1€ MHUIUAIIMH TPAHCIIALNN.

[locne Ttpanckpunuuu r-sPHK x 3’-koHIly MoOnekyibl NOJUMA-TOJIMMEpPa3a BHEMATPUUYHO
CHUHTE3UpYeT MOJUA-«XBOCT» (TOJIMAJACHUIOBbIE HYKIJIEOTHABI), COCTOAUIMH mnpumepHo u3 200

octatkoB AM® wu 3ammmaromuii MPHK ot pacmemnenns PHKazamu. CyOcrparom peakuuu
apisgercss ATO.

PHK-nonumepasa
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Puc. 45. llpoueccunr r-sPHK (uut. mo Hartwell, et al., 2003)



OyKapUOTUYECKUE T€Hbl HMMEIOT NPEPBIBUCTOE CTpPOEHHE. ['€Hbl APYKapuOT COCTOST U3
yepeayroluxcs 3K30HOB (IOCIEOBAaTEIbHOCTh HYKJIEOTHIOB, mpenactaBieHHblx B MPHK) u
MHTPOHOB (TIOCJIEI0BAaTENbHOCTH HYKJI€0TUA0B, KoTopbix HET B MPHK). B mpoueccunre npoucxoaur
BBIPE3aHME MHTPOHHBIX YYaCTKOB U CIIMBKa nocienoBaTenbHocTel PHK, cooTBeTCTBYIOINX 3K30HAM
B /IHK c¢ o6pazoBanuem MPHK — cmaiicuHr (Mop. ciimBKa KOHIIOB KaHATOB 0e3 y3i10B). Pa3mepsl
WHTPOHOB pa3HoOOpa3Hbl W anuHHee 5k30HOB (100-10000 nykmeotumoB u OGomnee). WHTpOHBI
HaunHaoTess ¢ 'Y (5’-xoHen) u 3akaHumBaroTcsi AI'(3’-koHen)-mocienoBaTenbHOCTAMU. Ywucio
MHTPOHOB MOXET BAPbUPOBATH: OT | 10 HECKOJIBKUX JIECATKOB.

B sinpe uHTpOHBI yAANSAIOTCS NPU YYACTHH MaJIbIX AJE€pHBIX puboHykieonporenHos (MsPHII),
KOTOpble ~ 00pa3yloT KOMIUIEKC, WM chjaiicocomy. Cmnaiicocombl  ruaponusytor  3'.5'-
dbochomudPupHBIC CBSI3UM HA TPAHHUIE HHTPOH — DK30H M CBS3BIBAIOT 3K30HBI MEKIY COOOM.
®epmenTaTuBHON akTUBHOCTHIO 001ana0T PHK B coctaBe maPHII. (puc. 46).

Takum oOpazom, co3zpeBanne MPHK BkitouaeT ciemyrolue 3Tambl: K3IHPOBaHUE 5'-KOHIIA,;
IIPUCOETUHEHUE MTONIUA-TIOCIIEI0BATEIBHOCTH K 3'-KOHIy U crutaiicur (puc. 47).

Ecnmu B mepBHYHOM TpaHCKpHITE 3aKoaupoBaHa HHQopmanus o Heckonbkux MPHK, To
BO3MOYKHO HECKOJIBKO BapHaHTOB CIUIalicMHTra M oOpa3oBaHue pa3nuuHblx 3penbix MPHK. Taxoit
CIUTAiCUHT Ha3bIBae€TCs aJbTEPHATUBHBIM (puc. 48) M BeAeT K MOJYYEHHIO DPOACTBEHHBIX, HO
pasnuyaromuxcs no nepBuuHoi crpykrype monekyn MPHK. Tak, B mapadoyumMKy/ISIpHBIX KIETKax
IIUTOBUIHOM KeJe3bl B XO/I€ TPAaHCKPHUIIIUU TeHa KaibluToHHHa oOpasyetrcss MPHK, coxepxkaras
MHPOPMALIMIO O TOPMOHE, OTBETCTBEHHOM 3a pPeryssLuio oOMeHa MOHOB KanbLius. B mo3sre ToT ke
MEPBUYHBIN TPAaHCKPUIIT MOJABEPraeTcs APYromMy BUAY CIUIACUHIA, B pe3ysbTare 4yero oOpasyercs
MPHK, xonupytomas 610K, OTBETCTBEHHBIH 32 BKYCOBOE BOCIPUSTHE.
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Puc. 46. Cnaiicunr npe-MmPHK (uut. mo CeBepuny, 2002)
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Puc. 47. O6pa3zoBanue u Bbixoa u3 sigpa 3pesoit MPHK (uut. mo CeBepuny, 2002)
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KansumtoHuHOBaA MPHK
Puc. 48. AsbTrepHaTuBHBIN cruiaiicuHr (nuT. o Cesepuny, 2002)

ITocne 3aBepmenus npoueccunra 3pensie MPHK nepememarorcss B nuromiasmMy npu noMOIIU
CrenuaIbHbIX 0eTKOB-uHMOPMOPEPOB.

Tocmmpanckpunyuonnvie moougurxayuu mPHK

TPHK cunresupyrorcs B Bune 4,5S PHK-npenmectsennukos (~100 nykineotunos). B aape npu
(GhopMHUpPOBaHMKM TPOCTPAHCTBEHHOM KOH(popMamuu 3penbix Mosekyn (puc. 49) mnpe-TPHK
yKopauuBaroTcsi ¢ 5'- M 3'-KOHIIOB M BBIPE3aeTCs OJUMH HUHTPOH M3 LEHTPAIBHON 4YacTH
MOJIMHYKJICOTUHOM 11eTH ¢ moMortbio criennduaeckux PHKa3 (peakmus 1).

Momuduuupyrorcss  a3oTuctele ocHOBaHMg u K 3’-koHny TPHK ¢ momomisio
HyKJIeoTHAWITpaHchepasbl mocienoBaTenbHo npucoeaunsercs Tpumier CCA (peakuus 2).

3penbie Monekyiel TPHK BeIXOIAT U3 sipa B uTomasmy (peakuus 3).
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Puc. 49. Co3peBanne npe-TPHK (uut. nmo Cesepuny, 2002)

Iocmmpanckpunyuonnwvle moougurxayuu pPHK

[Ipe-pPHK ocBoGoxmatorcst u3 kommiekca ¢ JHK B Bume kpymHOro TpaHCKpUNTa C
KOHCTaHTOM ceuMeHTaluu 45S, KoTopblil siBisiercs npenmecrseHHUKoM 18S, 28S u 5.8S pPHK.
1-2% HYKJICOTUAOB 3TOW MOJIEKYJIbl METHIUpPYETCs MO 2'-THJIPOKCHIIBHOM Tpymme pubo3bl, T.O.
«OTMEYAIOTCS» yUacTKU, KOTOpbIE JOKHBI BoTH B cocTaB 3penbix pPHK. Camas kopotkast 5S pPHK
KOIHMpYyeTCsl OTACNbHBIM reHoM, TpaHckpubupyercss PHK-nmonumepasoii 111 (oTBeTcTBEeHHOM 3a CUHTE3
TPHK) u 3atem noctynaet B 60 S prOOHYKICONMPOTEUHOBYIO YaCTHILY.

Cy0wenunuips! pudbocomsl u Bee 3pensie MPHK u TPHK noctynaror B niuronnasmy.

HUccaenoBanusi, npoBoaumbie Ha Kapeape omoxumuu KI'Y,
CBSI3aHHBIE ¢ 00MEHOM HYKJEHHOBBIX KHCJIOT

B 1980x rr. Obuma OTKphITa HOBas (YHKUUS AHTUTEN — CIOCOOHOCTh KaTalu3HpOBAThH
pasnuyHble OMOXUMUYECKUE PEAKIIMH, TO €CTh BBHICTYIATh B POJIM OMOJIOrMYECKUX KaTanu3atopos. [1o
aHAJIOTUU C DH3UMaMU (aHTJ. enzyme) Takue aHThTeNa ObUTH Ha3BaHbI a03uMbI (OT aHTI. antibody
enzyme), Wik Kataautuyeckue aHturena. CorjacHO CIIOXHMBIIMMCS TPEICTABJICHUSM, HAUYHE B
KpOBH a03MMOB SIBIISICTCS YETKUM MPHU3HAKOM MPOTEKAHHS B OPraHU3ME ayTOMMMYHHBIX MTPOIIECCOB.
Ho mexanu3mbl peanusanuy NaToIOrMUYE€CKUX CBOMCTB a03MMOB M MX KIMHUYECKOE 3HAUYEHHE IOKa
OCTalOTCs HEBBISICHCHHBIMHU.

[Tox mayunbiM pykoBojacTBoM npod. Buntepa B.I'. Obiia nHMIIMMpOBaHa U pa3paboTaHa OJIHA
13 OCHOBHBIX TUIaHOBBIX TeM Kadenpsl onoxumuu KI'Y — uzydenne hepMEHTaTHUBHON aKTHBHOCTH H
OMOJIOTUYECKOW POJM aHTHTEN K HYKJICHMHOBBIM KHcloTaMm, oOmanaromumx JIHK-ruapommsyromieit
aKTUBHOCTBIO, MPHU PA3INYHBIX 3a00JeBaHUAX YellioBeka. He MCKII0YEeHO, YTO MPUPOAHBIE ab3UMBI
MOTYT OBITh AaHTUTEIaMU C YHUKAJbHBIM THAPOJUTHYECKHM LIEHTPOM. YUHUTHIBash TOT (akT, UTO



antutena k JIHK nponukaror B KieTKy u sapo, JHK-ruaponusyronme anTurena MOryT y4acTBOBATh
B peIUIMKaluu, penapanuu u pekomounanuu JIHK, BMemmBasch B Xo4 cOOBITUH 3TUX MPOLECCOB, YTO
MPUBOIUT K U3MEHEHHUIO MpOJHQepai 1 arnonTo3a KIeToK. AKTHBHOCTH ab3umoB k JIHK moxer
MOJIyJIMPOBAThCs COCTOSIHUEM KJIETKHU.

CrnenoBarenbHO, H3yUYEHUE B3aWMOJEWUCTBUS AHTUTEN C HYKJIEUHOBBIMU KHUCIOTaMU U
¢depmenTatuBHONW akTUBHOCTH a03uMoB K JIHK MO3BOSUT BBIACHUTH HE TONBKO (DyHIaMEHTaIbHbIE
OCHOBBI (DYHKIIMOHHPOBAHHSI IMMYHHOH CHCTEMBI, HO ¥ BHECET BKJIaJ] B IOHUMaHNE OMOXMMHYECKUX OCHOB
KU3ZHEACATENILHOCTH KIIETKH.



TECTbBI I1IO TEME “OBMEH HYKJVIEMHOBBIX KUCJIOT”

1. K nMpUMHIMHOBBIM OCHOBAHUSIM OTHOCHTCH:

1
) NH, 2) NH, 3) (f 4)
i’ | NL/ i ﬂi HN | CH, HN™ ﬁi
0% NH SNTNH OJ\NH HzNAN NH
2. K nypuHOBBIM OCHOBAHHMSAM OTHOCUTCS:
D o ) o 3 mN
HN HN CH = N
Ty yes Yy
0" NH 0" NH 0" HN NH
3. BxoauT B cOCTaB:
O
HN CH, 1) Tonexe PHE
| ’ 21 Tonexo JJHE
NH 3 PHE u JHE
4. BXoauT B COCTaB:
H,N
1) Tonexo PHE
j\'f | ﬂ‘i &) Toneke JHE
2y PHE u JHE
O” HN NH
5. SiBasiercs:
QO 1) ameHHHOM
&) IYaHHHOM
l’j\ l 3) YpalHIoM
4] THMHHOM
0" NH 5 UHTOSHHOM
6. siBnsiercsa:
NH2 1) ypannnom
| 2 ICEBNOVPAaL HIOM
N= 3) THMHHOM

)\ I A nHTosHHOM

0" NH 2 opOTATOM



7. B IpoayKTax mOJTHOTO rHAPOJIH3a HYKJIEHHOBBIX KHCJIOT OTCYTCTBYIOT:
1) a30THCTBIE OCHOBaHUS
2) NeHTOo3bl
3) rekco3ssl
4) dhochopHbIe KHCTOTHI

8. B HykJ1eoTHAaX 230THCTOE OCHOBAHHE H MEHTO03a COeUHEHBI CBA3BIO:
1) dbocdoanruapuaHbIMU
2) 2',3'-pochoamdpupHbiME
3) 3'.5"-pochoansbupHbiMU
4) 2',5'-bochoaudrpupHEIMU
5) N-TJIMKO3UIHBIMH

9. Monean Bropnunoii ctpykrypsl JJHK npeasnoxena:
1) P.Mutuenom u B.I1.CkynaueBbim
2) Ix.Yorconom u ®@.Kpukom
3) ®.2Kako6om u XK.Mono

10. Yem oTsin4aeTcss HyKJI€OTH/I OT HyKJIeo3uaa?
1) obnamaet TpeTUYHON CTPYKTYpOit
2) obnafgaeT BTOPUYHON CTPYKTYpOI
3) conmepxut octatku docdata
4) conep>KUT MyPUHOBBIE OCHOBAHUS
5) coaep>KUT MUPUMHIUTHOBBIE OCHOBaHMSI

11. ITo npaBuny Yapragda kaxkoBa mossipHas nojs nyputos B JITHK?
1) mpeBOCXOIUT MOJISIPHYIO A0 MUPUMUIMHOB
2) paBHa MOJISIPHOM J10JI€ TUPUMHUTUHOB
3) MeHbIlIe MOJIAPHON JOJU MUPUMHUANHOB
4) HE 3aBUCUT OT MOJISIPHOM JTOJTM MUPUMHIUHOB
5) Bce OTBETHI HEBEPHBI

12. Ilo npaBuay Yapradgda kakoBo koanyecTso agenuna B JJHK?
1) Bceraa mpeBOCXOIUT KOJIMYECTBO I'yaHHHA
2) Bceria MpeBOCXOUT KOJIMYECTBO TUMUHA
3) paBHO KOJIMYECTBY LIMTO3UHA
4) paBHO KOJIMYECTBY THMHHA
5) Bcerza MeHbIIIE€ KOJIMYECTBA TyaHUHA

13. Yto nonumart nox nepeu4noi crpykrypoii IHK u PHK?
1) KonMuecTBEHHBIN COCTAB IMyPUHOBBIX OCHOBAaHUI
2) KOJIMYECTBEHHBIN COCTaB MUPUMHIMHOBBIX OCHOBAHHM.
3) nocnenoBaTeNbHOCTh PACIOIOKEHNS MOHOHYKJIEOTHAOB B MTOJIMHYKIEOTUAHON Lenu
4) KOIMYECTBEHHBIN COCTaB ITyPUHOBBIX U MUPUMHUTAHOBBIX OCHOBAHUN
5) crpykrypy 3',5'-pochoandpupHbix cBszen

14. CorsnacHo mpaBujy KomiuieMeHTapHocTu Yapradda BogopoaHbie CBSI3H B MOJIEKYyJIe
JAHK 3aMbIkaoTCs MeXKIY:

1) aneHnHOM U TYaHUHOM

2) alcHUHOM U THMHUHOM

3) ypauuiomM u aieHUHOM

4) UMTO3UHOM U TUMHUHOM

5) UUTO3MHOM U T'yaHUHOM



15. Bropuunasa crpykrypa JJHK o0Opa3oBana aByMsi KOMILIEMEHTAPHBIMHM LeENsIMH,
o0pasylommumMn NPaB03aKPy4YeHHYI0 CIHMPAJIb. Baaronaps
YyeMy yAep:KMBAKTCS KOMILIeMeHTAPHbIe Henu?

1) KOBaJIEHTHBIM CBS3SIM

2) MOHHBIM B3aUMOJICUCTBUSIM

3) BOJOPOJHBIM CBSI35IM

4) TuapooOHBIM B3aUMOICHCTBUSIM

5) ruapooOHBIM B3aMMOIEHCTBHSIM U BOJOPOTHBIM CBSI35IM

16. Kaxoe u3 CJIeyI0IIUX BelIeCTB OTBETCTBEHHO y  4ejJoBeka  3a
nepeaavy reHeTH4ecKkoil HHpopmManuu ot poaureJieit rersim?

1) PHK

2) Gemnok

3) ATO

4) IHK

5)UTO

17. Kakasa u3 YyKa3aHHBIX MOCJI€I0BATEILHOCTEl OyleT KOMILIEMEHTAPHOH, ecJu
nocjenoBarejbHocTh ocHoBaHuii B cermenTe JIHK Takosa: ...11-A-I'-T-T-A-I'-11?
1)..I'-T-II-A-A-T-1I-T"...
2)..I'-II-T-A-A-LI-T-T...
3)..1I-I'-A-T-T-I"-A-11...
4).. T-A-T'-LI-1I-A-T'-T...
5)..11-A-I"-T-T-A-T-11...

18. Ecan M0CJIeA0BATEJBLHOCTh HYKJICOTH/0B B MPHK 3amucaHa B
Hanpasjgennu ot 5'-OH konma kak AI'YLL., kakoBa Oyzer komiuieMentapHoi B JIHK
MOCJIe/I0BATEIbHOCTh HYKJICOTHAOB?

1) I'II AT...

2) THAT ...

3) VUTT ...

4)TUVYT...

5)Trar...

19. Ecan coJep;KaHue HUTO3MHA B JABYCIHPAJILHOM JHK cocTaBJsieT
20% o011ero KoJJHYECTBA OCHOBAHMIi, KAKOBA J10J1s1 afeHuHAa?

1) 10%.

2) 20%.

3) 30%.

4) 40%.

5) 80%.

20. Kaxkoe u3 npuBeieHHbIX YTBEPKAeHUI cIpaBeJINBO 1JIA 1BoiiHo# cniupaau JHK?

1) TI0CKOCTH OCHOBAHUM JICKAT MapajuIeIbHO OCH CITHPATTH

2)IOJMHYKJICOTUIHBIE LIETH YACP>KUBAIOTCS HANPaBICHHBIMH HAPYKY KOMILJIEMEHTAPHBIMU
MyPUHOBBIMU U TUPUMUIMHOBBIMHU a30TUCTHIMH OCHOBAHUSIMU

3) econ JJHK ne muknuyeckas, To 3'-rUAPOKCUIIbHBIE TPYIIBI KaXI0W LEMU HAXOIATCS Ha
MIPOTUBOMOJIOKHBIX KOHIIAX MOJIEKYJIbI

4) nBycnmpanbHas CTPYKTypa CTaOWIM3HPOBAHA TOJIHKO BOJOPOJHBIMH CBSI3SIMH MEXIY
OCHOBaHUSIMU

5) XOTs Uenu pachojiOKEHbl  AHTHUNAPAJUIENIbHO, OHHU  HMMEIOT  HACHTUYHYIO
MOCJIeI0BATEILHOCTh OCHOBAHUI



21.  Jle3okcupuOoHykjIeonporenHbl coaep:kat, kpome /IHK, rucroHbl m HerucroHoBble
Oesku. Ha cko/IbKO KJIACCOB MOAPA31eSII0T THCTOHBI 10 AMHHOKHCJI0THOMY COCTaBYy?

1)2

2)3

3)4

4)5

5)6

22. B popmupoBanuu tperuqyHoii ctpykrypsbl IHK y s3ykapuoTt yuacTByroT Oesku:
1) mpoTaMuHBI
2) IIIIOTETNHBI
3) TUCTOHBI
4) anbOyMUHBI
5) rnoOynuHbI

23. Bropuunas crpykrypa TPHK umeer gopmy:
1) nunelinyo
2) «KJIEBEPHOTO JIUCTa»
3) «JIOKTEBOTO CrubOa»

24. HykJieMHOBBIE KMCJIOTHI paclielIAITCc (pepMeHTAMM:
1) mentugazamu
2) nunazamu
3) rimroko3unazaMu
4) HyKJI€a3aMu

25. Hykueoruabl pacuiensirorcsi gpepMeHTaAMU:
1) Hykeazamu
2) HyKJI€OTHAa3aMU
3) HyKJI€O03ua3aMHU
4) nyxneosundochopunazamu

26. KcaHTHHOKCH1a32 KATAJU3UPYET PeaKkIuu:
1) okucIIeHHss MOYEBOI KUCTOTHI
2) OKHCJICHUS TUTIOKCAHTUHA
3) ruaposM3a aJuTaHTOMHA
4) OKHUCIIEHHS] KCAHTHUHA
5) OKHCTIEHUS aJUTAHTOMHOBOM KHUCTIOTHI

27. KoHeYyHBbIMHU NPOAYKTAMH KATA001U3Ma MUPUMUTHHOBBIX OCHOBAHM SIBJISIKOTCS:
1) moueBas kuciora
2) B-ananun
3) rIMoKCHIIOBast KMCJIOTa
4) NH; + CO,
5) AMruAPOTUMHH

28. Ykaxurte uctouHuk atoma N-1 npu O0MoCHHTE3e MyPUHOBBIX HYKJIEOTHI0B.
1) aMuIHBIN a30T TIyTaMUHA
2) a30T aMMHOT'pYMIIbI TIIyTaMara
3) TerparuapodoireBasi KHCIOTa
4) a30T aMMHOIpYyNIbI TIUIMHA
5) a30T aMUHOTPYMIIBI acrapTaTa



29. Ykaxurte nctoyHuk atomoB C-2 u C-8 npu OuocuHTE3€e MyPHMHOBBIX HYKJICOTHIO0B.
1) aMmuHBIH a30T TIIyTaMHHA
2) CO,
3) TerparunpodonreBas KucioTa
4) rnuuuH
5) acnmaprat

30. Yro nHeodoxoaumo aas ouocunreda I'M®P uz UMD?
1) HAl', AT®, NH;
2) HAIH, AT®, rmytamuH
3) HAIH, I'T®, rnyramun
4 HAJL, AT, TIIyTaMHUH
5) HAJI®', TTd, NH;

31. Peaknuio o0pa3oBaHUsi KAaKOI0 COCJHMHEHHMS CYHUTAIOT PEryJsiTOPHON A CHHTe3a
HykJeoTn10B AM® u I'M®?

1) 5-®ocdopubdosuin-1-nmupodocdara

2) 5-®ocdopudozunammuHa

3) MHO3UHOBOMW KHUCIIOTHI

4) opoTOBOM KUCIIOTHI

5)TM® u AMO

32. Kakoe coeanHenue y 310pOBBIX JH0JIeil CTAHOBUTCH KOHEYHBIM NMPOAYKTOM OOMEHa
NMYPUHOBBIX HYKJIEO3U/I0B aJeHO3UHA M TYaHO3UHA?

1) runoxcanTuH

2) KCaHTUH

3) KpeaTUHUH

4) MOueBHHA

5) MoueBasi KUCJI0Ta

33. YcTaHOBUTEH COOTBETCTBHE:

gepmenm Kamanusupyemas peaxyus
1) aneHuHae3amMuHa3a a) peakIusi OKUCIICHUS ITyPUHOB
2) ryaHuHe3aMHUHAa3a 0) pochoponurnueckmii pacna N-TIUKO3UIHON CBSI3U
3) nykneosunadocdopuiaza B) Ae3aMUHHPOBAHUE T'yaHHHA
4) KCaHTHHOKCH/Ia3a I') Ie3aMUHUPOBAHKE aJICHIHA

34. Pacuieraromumu Oesxkamu MoJiekyJsl JHK siasirores:
1) PHK-nonumepasa
2) IHK-nonumepaza
3) IHK-xenuka3a
4) JHK-nuraza
5) Tononzomepasa

35. IIpouecc TpaHCKPUIIIIMHU OCYILIECTBJIsAET (DePMEHT:
1) AHK-momumepasa 111
2) pubonyxieasa 11
3) PHK-nonmumepasa
4) nentuaun-Tpanchepasa
5) AHK-mpaiimaza
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