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Kypckuii cocyoapcmeennwiii ynusepcumem

PaccMoTpeHsbI BOIPOCH! CTPYKTYpHOU W (DYHKIMOHAJIBHOW OpraHU3ald PUOOCOMHBIX
T€HOB IIPO- M DYKapHOTHYECKUX OpraHu3MoB. OXapaKTepH30BaHbI IapaMeTpbl MOJEKYJISPHOTO
CTpoeHHs M 00lIas Xapakrepuctuka TpaHckpunuuu reHoB pPHK, akueHTupoBaHo BHUMaHHe Ha
0COOEHHOCTSIX OpTraHU3alMd OTAEIbHOW TPAHCKPUNIMOHHOW eauHUNBL. OCBEIIeHbl MeXaHU3MBI
paboTBl M pONb OCHOBHBIX peryisaropoB TpaHckpuriun — PHK-mommmepas; nmaHa kpartkas
XapaKTEepUCTUKa CTPYKTYPHO-(YHKIIMOHAIBHBIX TUNOB (epmenra. OtaensHo oOpamieHo
BHUMaHHE Ha OCOOCHHOCTH ()YHKIMOHUPOBAHMS SHAOTEHHBIX (AKTOPOB TPAHCKPHUIILIUH
pubocomubIx reHoB - UBF 6enxa n SL-1.

Onmnoit w3 BaxHEWmMX (YHKIUHA KIETOYHOTO sApa SBISETCS —pealn3aius
reHeTH4ecKoil nHpopmarmu B Buae cuHTe3a 1enoro psaa PHK, cnyxkamux mMaTpunamu s
cuHTe3a OesKa uiu 00pa3yromux anmapar 6enkoBoro cuaTeza. Cuntes paznoro tuna PHK Ha
Marpunax JIHK xpomaruna, TpaHCKpumius, BKIIOYaeT B ceOs oOpa3oBaHHE HECKOIBKUX
tunoB PHK, cunresupyembix ¢ mnomouipto paznuuablx PHK-nomumepas, ¢epmentos,
cunresupyronux PHK no oxnoint m3 nener marpuunor JIHK. Bceero B sykapuornueckux

KJIeTkax Bcrpedaetcs 5 tunos PHK (ta6m. 1).

Tabmuna 1
Tunst PHK, ux komudecTBo, cTaOMIBHOCTD U (PEPMEHTHI,
YYaCTBYIOIIHME B UX CHHTE3E
0
NoNo KodH1ecTEo B % CHUHTE3UPOBAHHBIX
- Tun PHK o MOJIEKYJI 3a €I. depmeHT
0 BpPEMEHHU
L nPHK 10 58 PHK-nommepasa 11
2 pPHK 50-70
39 PHK-nommepasa |
3 TPHK 25
PHK-nommepasa I1
4 maPHK > 3 PHK-nommepasa 11
5) MuTPHK 15 TTHMED

Nudopmanmonnsie PHK, cambie pa3HooOpasHble 1O BEIHMYMHE M IO CTPOCHUIO
HYKJIEOTHAHBIX TOCJIEI0BATEIBHOCTEN, SBIISIFOTCSI CAaMbIMU HECTAOMJIBHBIMHM IO BPEMEHHU HX
KU3HU: OHM CHUHTE3UPYIOTCS B OOJBIIOM KOJHYECTBE M OBICTPO JErpajupyloT, 4TO



oOecrieunBaeT CMeHY (QYHKIMOHAJIBHBIX AKTUBHOCTEH KIEeTKH. B cBsf3u ¢ mx ObicTpoi
3aMEHOM 00IIee YHNCI0 UX OTHOCUTENILHO HeBenuko, 10% ot maccel Bcex PHK B kietke. Ot
uPHK cunrtesupyrorcs npu ydactum ¢epmenta PHK-momumepaser II, koTopas moxkeT
oOpa3oBbiBaTh neppuuHyto konuio PHK c mo0oro reHa, Koaupyromero CTpykTypy Oenka
(cM.0030pbr  [Larson 1991; Moss 1995]. [lampHeiimiee co3peBaHHE OSTHX MEPBUYHBIX
TPAHCKPUIITOB, UX 3HAUYUTEIbHOE YKOPOYEHHME M IEpEecTpoiika (CIUIaliCHHI) NMPOUCXOJIUT C
MOMOIIIBI0 OCOOBIX PUOOHYKIICOTIPOTEUIHBIX YaCTHIl, cojaepkamux Mmaibie saepHbie PHK
(MssPHK). Ot MaPHK cuHTE3upyrOTCS TakKe ¢ IMOMOIIBIO 3TOTO (hepMEHTa, UX KOJIHYECTBO
B KJIETKE HEeBeNUKO (5%), HO oHM Oomee ctabuinbHbl U nonroxusymue. K MaPHK otHocutcs
uenas rereporennas rpynna PHK, Bxomsmas B coctaB mansix PHII-uactui, Takux kak SRP,
Temomepasa, cruiaiicocombl W Ap. Bce octanbhbie kietounble PHK HeoOxomaumbr  ist
co3maHus ammapara OeiakoBoro cuHresza. Pubocomusie PHK cuHTE3MpyIOTCS € MOMOIIBIO
PHK-nommepassl I, oHM nipencTaBissioT 0CHOBHYIO Maccy kinetouHbix PHK n otHOCHTENBHO
crabunpHbl. Onna u3 pubocomusix PHK, 5S PHK, a taxxe 20 tpancdepusix PHK, Toxke
CTaOMIBHBIX, CUHTE3UpYIoTCs ¢ momolbio PHK-momumepassr 111. MuTtoxonapuansasie PHK
CUHTE3MPYIOTCS B CAMUX MUTOXOHIpUAX He3aBucuMO oT cuHTe3a PHK B spe.

Peanuszanus renerndyeckoil H”HGOpMAIUK, BbIPAXKAIOIIAsICsl B CUHTE3€ pa3HOOOpa3HbIX
moutekya PHK, momkHa OBITH CBsi3aHA ¢ M3MEHEHHEM MOPQOIOTHU SACPHBIX KOMIOHEHTOB.
Ha cBeroonTnd4eckoM ypOBHE AaKTHUBALMS SJACPHOM TPAHCKPHUIILIMM BCETJa CBs3aHA C
JIEKOHJICHCAI[MEl XpOMaTHHA, C YBEIMYEHUEM OObeMa SIPBIIIEK, C IOBBIIIEHHEM HX
6azo¢mnn, T.e. ¢ yBennueHneM B HuX konmdectsa PHK. Dtu obuiie npusHaku yBeamueHHs
SIEPHON aKTUBHOCTU MaJIO YTO JAIOT JUI NOHMMAaHUS X0Ja MOJIEKYJSIPHBIX IPOLECCOB Ha
YPOBHE pEAIbHBIX SAJEPHBIX KOMIIOHEHTOB. UTO NPOMCXOAUT € YYacTKaMHM XpOMaTHHA,
3aKITIOYAIONTIMI HHIUBUIYaJIbHBIN T€H, KOJAUPYIOMINNA OTIPEACTICHHBIN OeJIOK, N3y4aTh OYeHb
TPYOHO, TaKk KaKk 3T TEHbl B I[OJABISAIONIEM OOJBIIMHCTBE CIy4aeB CYHIECTBYIOT B
€IMHUYHBIX KOMHAX W TPOCIEIUTh B THUTAHTCKOM KIyOKE JEKOHJAEHCHPOBAHHBIX
uHTEepha3HBIX XPOMOCOM 3a PabOTON MHIMBHIYaTbHOTO I'€Ha YPE3BBIYAWHO TPYIHO (XOTS U
BO3MOKHO).

OTtHOocUTENBbHO 00JIEE MPOCTO 3TY XKE 3a/71a4y MOKHO PELINTh Ha r€HaX MHOTOKPATHO
MIOBTOPEHHBIX B TE€HOME, Takux Kak TreHbl pubocomublx PHK, Bxomsmmx B cocras
uHTEepGha3HBIX SAPHIIIEK, OCHOBHON (YHKIMEH KOTOPBIX SABISETCS 00pa3oBaHUE PHUOOCOM.
W3yuast ynpTpacTpyKTypy SApBIIIEK U OCOOEHHOCTH MOP(OJIOTMH CHHTE3a PUOOCOMHBIX
PHK, BmepBeie ynanoch ¢ MOMOIIBIO 3JIEKTPOHHOTO MHMKPOCKOIA BU3YaJU3UPOBATH
paboTatomiuii ren [Uenmon 1998].

MHO0:KeCTBEHHOCTh PHOOCOMHBIX I'€HOB

[Tpu m3ydeHUM uucla SAPBIIIEK NPU PA3IWYHBIX XPOMOCOMHBIX ab0epamusx ObLIo
Hai/IeHO, YTO TMpH pa3pbiBE XPOMOCOMBI Ha MECTE€ BTOPHYHOW MEPETSHKKHU SAPBIIIKHA MOTYT
BO3HUKATh Ha KaXJIOM U3 (parMeHTOB XpoMocoM. Tak, mpu oOMEHe ydacTKaMH MEeXIy
IBYMSI XpOMOCOMaMHU B MHKpPOCTIOPOIIMTAX KYKypy3bl, B TOM cllydae KOTJa pa3pblB OJHOH U3
XPOMOCOM TIPOUCXOAMI Yepe3 SIPHIINIKOBBI OpraHW3aTop, BO3HUKAIH JBE XPOMOCOMBI,
KaXK/1asi U3 KOTOPBIX HECJIa YacTh MCXOJTHOTO SIPHIIIKOBOTO OpraHu3aTopa. B aTom ciyuae
00e XpoMOCOMBI 00J1a/1alTi CIOCOOHOCTHI0 00PA30BBIBATH SAPBIIIKH, XOTS U B HEOAMHAKOBOU
crerieHd. M3 3Tux HaOmroneHWil OBLI CAENaH OYeHb Ba)KHBIM BBIBOJ (KOTOPBIM MOJHOCTHIO
noaTBepawiics B 60-x TogaX HAa MOJICKYJISIPHO-OMOJIOTHYECKOM YpPOBHE) O TOM, 4TO
STPBIIIKOBBIA OpPraHU3aToOp TPEACTaBIACT COOOH HE TOUYEYHBIH JIOKYC XpOMOCOMBI, a
SBIISIETCSI MHOXKECTBEHHBIM TI0 CBOEH CTPYKTYpeE, COAEPKUT HECKOJIBKO OJIMHAKOBBIX TEHHBIX
YYaCTKOB, KaX/IbI N3 KOTOPBIX OTBEYAET 32 00pa30BaHUE SAPBHIIIKA.



MeTo10M MOJIEKYISIpHON THOpUAM3AIMU OBLIO TIOKA3aHO, YTO B COCTaBE T'€HOMOB
9yKapuoT pHUOOCOMHBIE T€Hbl MPEACTABIEHbl COTHAMU M ThICSYaMU E€IUHUL; OHHU
MpUHAUIEKAT K (Ppakuuy yMEpeHHO NoBTopstoumxcs nociaegosarensHocred JAHK. laxe y
OakTepuil B T€HOME MOXET OBbITh HECKOJBbKO (6—7) pacCessHHBIX MO0 T€HOMY HACHTHYHBIX
MOCJIeIOBATeIbHOCTEH, OTBeTcTBeHHBbIX 3a cuHTe3 pPHK [Leibhaber 1978]. OGmee
komuectBo 3toit (ppakumu JTHK (p/IHK) y E. coli cocraBnser okosno 1% ot Beeit JIHK. V
3YKapHOTHUYECKUX OPraHU3MOB ATOT MPOIIEHT MOXxeT coctasisath 0,18 mis X. laevis, 0,4 - ms
qenoBeka, 1,3 st apo3oduisl, 5,5 s mekapckux Apoxoken. Yucio ke puOOCOMHBIX T€HOB
Yy 9YKapuOT HaMHOTO OOJbllle, YeM y MPOKApPUOTUYECKUX KIETOK. B Tabmuiie 2 mpuBeaeHbI
HEKOTOpbIe pumepsl uncia reHoB pPHK y pasnuuHbIX npencraBureneil 3yKapuor.

Tabnuma 2
KonmdecTBo pruOOCOMHBIX T'€HOB HA TaIIONTHBIN HA00Op XPOMOCOM

Knaccudukanuonnast [IpeacraBuTeny — KOAMYECTBO KOTIUI PUOOCOMHBIX
MIPUHAIC)KHOCTH TCHOB
XopaoBsle
MitekonuTaronme: Yenoek — 200

Maiiib — 100

Komka — 1000
[Ttutsr: Kypuma — 200
Ampubun: Tpurton

rpebenyarsrii — 4100
Amopuyma — 19600

Pr16bI: JIunp — 120
Jlococh — 730
Heomnepaton — 4800
becnio3BoHOUYHBIE
Urnokoxwue: Mopckoii exx — 260
Hacexowmpie: Caepuok
nomamrauii — 170
[lenxonpsn
TYTOBBIH — 240
Momttocku: Yerpuna — 220
Hematosr: Ackapuna — 300
[TpocTeiimme OBrieHa — 800
Terpaxumena — 290
Bricmue pactenus: dacob — 2000
Kykypy3a — 8500
I'pubsI: Hpoxxu
MIEKapCKUE — 140
Bopopocinu: Xnamunomonana — 150

AneraOynapus — 1900

C momomp0 MeTo/Ja MOJISKYJISPHON THOpMAM3aluU OBUIO MPOAHATU3UPOBAHO HE
TOJIBKO YHCJIO pI/I6OCOMHI>IX I'€HOB, HO H HX JIOKaJIM3alusi. N3 stux OKCIICPUMCHTOB
CJICOOBAJIO, YTO MMCHHO 30HBI SAJPLIIMIKOBBIX OPraHU3aTOPOB BO BTOPHUYHBLIX HCPETAKKAX
xpoMocoM XENOopus cojepkaT puOOCOMHBIE T€HBI U YTO B KaXKJIOM M3 3TUX OPraHU3aTOPOB



cosiep)kutcs mpuMepHo 1Mo 300 reHOB, T.€. SIPBIIIKOBBIC OPTaHU3aTOPBI MPEICTABISIOT COO0M
MOJINLUCTPOHHBIE YYACTKH, COJIEPKALIUE MHOXKECTBO OJMHAKOBBIX I'€HOB (IIOJIMU30ICHHbBIE
yuactku) [Miller 1981; Long 1980]. CnenoBatenbHo, puOOCOMHBIE T€HBI COOpaHBI BMECTE B
IPYIIIBI WIN KJIACTEPHI.

HabmoaTh HEMOCPEACTBEHHO TOPSIOK PacHoioKeHus pubocoMHbIX TeHoB Ha JIHK
BBIJICJICHHBIX  SAPBINIEK C  IOMOIIbIO  JIEKTPOHHOIO  MHKpPOCKONA  yJaJoCh  Ha
JOTIOTHUTEIBHBIX SAPBIIIKAX OOIIUTOB aM(PHUOMiA.

AMummpukanus pudé0COMHBIX TeHOB

OO0bryHO umciio reHoB pudocomubx PHK mocTossHHO Ha TeéHOM, OHO HE MEHSETCS B
3aBUCUMOCTH OT YPOBHSI TPAHCKPUIILUU ITHUX T€HOB. TakK, y KIETOK C BBICOKUM YPOBHEM
Mmetabonmusma uucio reHoB pPHK To4yHO Takoe ke, Kak M 4YUCIO y KIIETOK, IOJIHOCTBIO
npekpatuBmux cuHre3 pubocom. Ilpu perummkanumm JIHK B S-nepuosne mnpoucxomut u
yaBoeHue uucia reHoB pPHK, mostomy ux KonIM4ecTBO KOppEIHUpYyeT € INIOMAHOCTHIO
KJIETKH.

Opnako cymiecTByroT ciydyau, korga reHsl pPHK moaBepratorcs u30bITOUHON
permmkanuu. Ilpu 3ToM nonosiHuTensHas permukanus reHos pPHK mpoucxonur B memsx
oOecrieyeHnss TPOIYKIMH OOJBIIOTO KOJWYeCTBa pubocoM. B  pesymprare Takoro
ceepxcuHTesa reHoB pPHK ux  komum  MOryT  CTaHOBUTbCA  CBOOOJHBIMH,
HKCTPAXPOMOCOMHBIMHU. DTH BHEXPOMOCOMHBIE KonuH reHoB pPHK Moryt ¢pyHkunonupoBars
HE3aBHCHMO, B PE3Yy/IbTaTE€ YEro BO3HUKAET Macca CBOOOJTHBIX JOMOJHMUTEIbHBIX SPBIIIEK,
HO Y)X€ HE€ CBSI3aHHBIX CTPYKTYPHO C SIPBIIIKOOOPA3YIOMIMMH XPOMOCOMaMHU. DTO SIBIICHHUE
nosyynsio Ha3Banue aMiumMpukanuu renoB pPHK. OcoGenHo moapoOHO 3TO siBIeHHE
M3YyYeHO Ha pacTyUIMX OOIMTax aM(pUOUil, XOTS OHO BCTPEUACTCS KaK Yy KUBOTHBIX, TaK U Y
pacTeHui.

Tak, y X. laevis, nambonee mOAPOOHO W3YYEHHBI M TOMYJISIPHBI OOBEKT,
ammmudukammst p/IlHK npoucxoaut B mpodasze | geneHus cos3peBaHHs, KOT/Ia CHHTE3
xpomocomHoi JIHK naBHO 3akoH4yeH. B 3Tom ciiydae KOJMYECTBO aMIUTU(MHUIMPOBAHHON
pAHK (wmm renoB pPHK) cranoButcs B 3000 pa3 Oosibllie TOTO, YTO MPUXOIUTCS Ha
ramonHoe  kosmmuectso  p/IHK, wm coorsercrByer 1,5x10°  remos pPHK. Otu
CBEPXYHCIICHHbIE BHEXPOMOCOMHBIE KOIIUU M 00Pa3ylOT COTHU JIOTIOJHUTENbHBIX SPBIIIEK B
pacTymux oouurax. B cpegHem ke Ha OJHO JONOJHMUTEIBHOE SAPBIMIKO IPUXOAUTCS
HECKOJIBKO COT WM ThIcsid reHoB pPHK.

AMIIIMGUIUPOBAHHBIE SAPBIIIKA BCTPEYAIOTCSI TAKXKE B OOLUTAX HACEKOMBIX.
Hanpumep, y okaliMJI€HHOIO IJIaByHIIAa B OOLIMTAaX OOHApYKeHOo 3 X 10° IKCTPAXPOMOCOMHBIX
konwii renoB pPHK.

buosornueckuil CMbICI NOSIBICHUS CBEPXUYUCIEHHBIX YKCTPAXPOMOCOMHBIX SIAPBILIEK
IIPU POCTE OOLMTOB COBEPLICHHO INOHATEH: I CUHTE3a OTPOMHOIO KOJUYECTBA 3alaCHBIX
MIPOIYKTOB, KOTOPbIE OYIyT MCIOJIb30BaHBl HA PAHHUX CTAIHSIX SMOpHOTeHe3a, HE0OX0IMMO
COOTBETCTBEHHO OTPOMHOE KOJIMYECTBO pPHOOCOM, KOTOpBIE MOTYT OBITh B KJETKE
CUHTE3UPOBAHBI Ha JIOTIOJIHATEIIbHBIX MaTpuLax ITUX MHOTOYHCIIEHHBIX
aMIUIMpUIUPOBaHHBIX sapbliek. [locne mepuoma co3peBaHus OOLMTAa TPU €ro  JIBYX
IIOCJIEIOBATEIIBHBIX JEICHUAX 3TH JOIOJHMUTEIBHBIE SAPBIIIKA B COCTaB MHUTOTHYECKHX
XpOMOCOM HE BXOJST, OHU OTAENSAIOTCS OT HOBBIX siJep U AerpaaupyroT. ClieoBaTenbHoO,
ammmuukarmst  p/IHK B ooumrte mpencrasiser co0oil  BpeMeHHOE sBICHHE, HE
CKa3bIBaIOIEECs HA TIOCTOSTHCTBE TEHOMA.

VY HU3MIKX SYKApUOTHUECKHUX OPraHU3MOB HAOIOJAIOTCS TAKXKe SKCTPaAXpOMOCOMHBIE
sapeiikn. Tak, y Tetrachymena pyriformis B cocraBe rarionHOro reHoMa MUKpOHYKIIEyca



nMmeeTcs ToJIbko enuHcTBeHHblW reH pPHK. B Makponykneyce »xe 3Toro opranusma
cojiepxkuTcs 0kojo 200 rarouAHBIX SKBUBAJIEHTOB B BUJIE IKCTPAXPOMOCOMHBIX KOMHMH. Y
JPOAOKEBBIX KIETOK TakKe OOHapyKeHbl dKcTpaxpoMocoMHble koruu reHoB pPHK B Buae
mukryeckux mosiekyn JIHK mmunoi# okoso 3 MM, conepxantux oaun ren pPHK [Zahradka
u cotp. 1991; Mager u Planta 1991; Presutti u corp. 1991] .

Crpoenne n pynkunonnposanue reios pPHK

Wtak, B SAPBIIIKOBBIX OPraHMU3aTOpax OMNPEIECIEHHBIX XPOMOCOM JIOKAaJIU30BaHbI
MecTa MHOXECTBEHHBIX CIPyNNHUpOBaHHBIX BMecTe TeHoB pubocomHoil PHK. Ho, kak yxe
TOBOPUJIOCH, CyIIecTBYeT 4 THra Mojekyn pubocoHoit PHK, kaxmplii 13 KOTOPBIX B TOJTHOM
9yKapuOTHYECKON pubocoMe MPEACTABIEH OJIMH pa3. 3HAUUT JIK ATO, YTO JUIS KaXKJI0M U3 3TUX
PHK (28S pPHK, 18S pPHK, 5,8S pPHK, 5S pPHK) nomxeHn cymiecTBoBaTh OTAEIbHBIN I'EH,
ObUIO J0NrOe BpeMsi HesICHBIM. HemoHSATHBIM OBUTO TakKe, KaK OCYHIECTBISIETCS B KIETKax
OJIHOBPEMEHHOE cOanaHCHpoBaHHOEe oOpasoBaHue 3Tux pasHeix pPHK. DTOT BoOmpoc Obut
pellIeH IpU UCCIeA0BaHUU JTUHAMUKU cuHTe3a pubocoMHbix PHK. Beino oOHapyxkeHo, 4TO
IIPYU UCTOJIb30BAaHUN UMIYILCHOW KOPOTKOW MeTKU cpean kinetounsix PHK oOHapyxkuBaercs
obicTpo cuHTe3upyromas PHK ¢ BbICOKOW CKOPOCTBIO cenuMeHTaruu, Tspkenas 45S PHK.
Ecnu nocne nosienenus stoi 45S PHK npopomkate HabmoaTh 3a pacipeieleHueM METKU
Bo ¢pakuusx PHK, HO yxe B OTCYTCTBHE MEUEHBIX MPEANIECTBEHHUKOB, TO MOKHO BHUJETb,
yTO0 MO Mepe yObiBanusi mMeTku B 30He 45S PHK ona HaumHaeT mosiBASTHCA U CTaOMIBHO
HakaruBaThes B 30Hax 28S, 18S u 5,8S pubocomusix PHK. OTu nanHsie roBopuiin o Tom,
gyro mnpu cuHTe3e pudbocomubix PHK cHagama oOpasyeTcsi THraHTckas MOJEKyJa-
npenmecrBeHHUK (45S PHK), kxotopas 3areM pgaeT Hayajo OCHOBHBIM MOJIEKYJIaM
pudocomuorr PHK. Bbeuto Haiineno, uto mosekyma 45S PHK comepxur okomo 13 x 10°
OCHOBaHUH, UMEET Maccy okoJio 4,6 X 10° 1 MOKeT GbITh IHHOM 2—5 MKM. SIBeHue pacmana
moutekyibl 45S pPHK wa ¢dparmenTsi, coorBercTBytomue pasmepam 28S, 18S u 5,8S PHK,
MOJIyYMJIO Ha3BAHUE IIPOLIECCHUHI», WM co3peBaHue. Bo BpeMs mpoliecCHHra MpOUCXOIUT
pa3pbIB MpeAnIecTBEHHUKAa Ha TpU (parMeHTa W, KpoMe TOro, HaOINtoJaeTcsi 3HaUYUTeIbHas
nerpangaiusi PHK (oxono 50%, T.e. 6000 HykieoTwmoB). BbUIO BBIUKMCIEHO Takke, 4TO
monekyna 5SS PHK cuntesupyercs nezaBucumo ot 45S PHK u nokanuzanus rena 5S pPHK
HE CBSI3aHA C SAPBIIIKOBBIM OPraHU3aToOpOM.

[TouTn OTHOBPEMEHHO C TOJYYEHHEM 3THUX OMOXUMHUYEcKUX AaHHBIX O. Musiepy
(1969) ynanocsk ¢ MOMOIIBIO AIEKTPOHHOTO MUKPOCKOTIA YBUIETh PaboTaromre puOOCOMHBIC
reHsl. J{s 3Toro ObUIM MOJ CBETOBBIM MHKPOCKOIIOM BPYYHYIO BBIJIEJIEHBI A]Ipa U3 CPEIHUX
OOIINTOB TPUTOHA, MHUKPOWIJIIAaMU ObUIa pa3opBaHa sifiepHas 000JOYKAa M B MUKPOIHIETKY
ObUIM  BTAHYTHl MHOTOYHCIICHHBIE AaMIUTM(QUIIMPOBAHHbIE SIIPHINIKH. Takas Karuis,
cojJiepKaias sIPHIIKA U Kapuoria3mMy, Obljla IepeHeceHa B PacTBOP HU3KOW MOHHOW CHIIBI
CO IIEJIOYHBIM 3HAYEHUEM Cpelbl. JTOT PACTBOP HACIAaWBAJICA Ha PacTBOpP caxaposbl C
dbopMaMHOM, HAXOMAUIMICA B MHUKpOsSYeHKe LEeHTpU(YXKHOW mNpoOHpKH, HaA JHE
MUKPOSYEHKH TOMeNasach ceToyka ¢ (opMBapoM jisi SJIEKTPOHHOH MHKPOCKOIIHH.
JleiicTBre HH3KOM MOHHOM CHJBI B IIEJOYHOM Cpelae MNPUBOIMIO K HAOyXaHUIO H
JMCIIEPTUPOBAHUIO BBIJIEJIEHHBIX SAPBIIIEK, OHU Pa3pbIXJIINCh HACTOJIBKO, YTO CTAHOBWINCH
TUIOXO Pa3IMYMMBIMH B CBETOBOM MHKpockone. [Ipu neHTpudyrupoBaHum Takue HaOyxIme
STPBIIIKA TIPOXOJIMIIN Yepe3 CION caxapo3bl, ele 00JIbIIe PacipaBsuINCh U (PUKCUPOBAIHCH
B (QopmanuHe. HakoHenm OHM JOCTHTanyd JHAa MHKPOSYEHKM M pacIUIaCTHIBAIMCH Ha
(dbopmMBapoBoii o pT0kKe. [Toce ITOro CeTOYKU BEIHUMAIHCh, 00€3BOKUBAIIUCH, OTTEHSIJIHCH
METaJJIOM M IPOCMATPHBAJIKCH B AJIEKTPOHHOM MHKpockore (puc. 1).



Puc. 1. Pubocomuble TpaHCKPUNTHI B BbIIEJIEHHBIX U JEKOHIEHCUPOBAHHBIX
JIOTIOJTHUTENBHBIX SIPBILIIKAX U3 OOLIUTOB TPUTOHA:
1 — TpanCcKpHOUpyeMBIi yuacToK (p-TeH); 2 — creicepsl

Ha Takom mpenaparte ObUIM BHJHBI CJIOKHO M30THYTHIE M NEpPENyTaHHBIE JJIMHHbBIC
oceBbie MoJiekyinbl JIHK, Ha KOTOpBIX dYepe3 paBHbBIE MPOMEXYTKH pacroIarajlvuch
GuOpHILIApHBIC 30HBI, UMEIOIIHE BHUJ «enouek». Jlnmuna ¢parmenta JIHK, 3ansToro takoit
«EJIOYKOW», ObLIa TIOCTOSIHHOW M paBHsuIach 5 MKkM. Ha 3TOM oTpeske pacmosaraioch OKoJIo
100 nIOTHBIX I'paHya BEIUYMHON 0K0JIO 20 HM, OT KaXXJ0W U3 KOTOPBIX OTXO/UJIa B CTOPOHY
TOHKasl U30THYTasl HUTh. BennunHa Takoil HUTH OblJIa MUHUMAJIBHOM Ha OJTHOM KOHIIE TaKOTO
OTpe3Ka M MaKCUMaJbHOM Ha APYroM. ODTH W3BUTHIE JIaTE€paJbHblE HUTU U 0Opa30BbIBAIN
CTPYKTYpY THIIA «EJIOYKH». DbBBIIO 1g0Ka3aHO, 4TO KpymnHble TrpaHyiasl Ha HuTH JIHK
npeacTaBisitoT coboit Moisiekynsl PHK-nonumepassl I, otBercTBenHoi 3a cunte3 pPHK, a
OOKOBBIE M30THYTHIE HUTH — TPAHCKPHUINTHI, COCTOSIINE M3 CHHTEe3upyeMbIx Mosiekyn PHK.
CaMmble JUIMHHBIE TPAHCKPUITHI HAXOJWJINCh HA OJHOM KOHIIE «EJIOYKH», COOTBETCTBOBAIIU
458 npenmectBennuky pPHK. CnenoBarensno, cunte3 pPHK naunnalics Ha KOHIIE OTpe3Ka ¢
KOPOTKMMM OOKOBBIMM HHUTSMU M 3aKaHUMBAJICA Ha ydacTKe ¢ JIMHHBIMU HuUTsAmu PHK.
Taxoit yuacrox /IHK, Ha koTopom Obutn BuiHBEI Mosiekynsl pPHK B nporecce ux yuimHeHus,
MOJIyYMJ1 Ha3BaHWE TPAHCKPUNLIMOHHOW eJUHUIbI. Mexay TpaHCKpUIIMOHHBIMU
equHunamMu pacnosaranuck ydactkn JIHK, mummennsle rpanyn PHK-nomumepassr 1 u
tpanckpuntoB [Chambon 1975; Brown 1981; McKnight 1982]. 31o — 30HHI T.H. crieiicepos,
KOTOpblE HE TpaHCKpUOUpPYIOTCs, M, Oojiee TOro, Ha TaKUX Ipernaparax OHHM MMEIOT
HYKJIEOCOMHOE CTPOEHHE, TOT/1a KaK TPAHCKPUIIMOHHBIE €TUHUIIBI CBOOOHBI OT HYKJIEOCOM.
BennunHa Takux CHeiicepHBIX y4aCTKOB MOYKET BapbUPOBATH HE TOJBKO B JaHHOW KIIETKE, HO
OBITh Pa3TUYHON Yy pa3HbIX BUAOB. JlyinHa 60k0BBIX GubOprmit Obuia B 5—10 pa3z kopoue, yem
45S PHK, u3-3a Toro, uto 3ta HoBocuHTe3upoBaHHass PHK cBsizana ¢ Oenkxamu, oOpa3ys
PUOOHYKICOTIPOTEUTHBIH TSK, TPEIIISCTBEHHUK PUOOCOM.

N3 »srtoro cnemyer, 4ro puOOCOMHBIM TE€H COCTOMT M3 JIByX YYacTKOB:
HeTpaHcKkpuOupyemoi nocnenoatensHoctu JIHK (nts) — cnelicepa W TpaHCKpUIIIMOHHON
eIMHULBL. B cocTaB TpaHCKPUNIIMOHHOW €QMHMIIBI BXOAAT YYacTKH, COOTBETCTBYIOIINE 28S,
18S u 5,8S pPHK, pa3neneHHbIe BCTaBKaMH, KOTOPBIE JETPAAUPYIOT NP MpoIliecCuHre 45S
PHK.

PacmmppoBka CTPYKTYpbl pHUOOCOMHBIX TEHOB Pa3IMYHBIX JYKAPHOTUUECKUX
00BEKTOB TIOKa3aja yIMBUTEILHO YHUBEPCAIBHBIN THUIT X CTPOCHUS:

3' nts - mpomoTop- tse - 18S pPHK - tsi; - 5,8S pPHK - tsi, - 28S pPHK 5,



rae nts — HeTpaHckpuOupyemsle nocienosarensbHocTd JIHK crelicepHoro ywactka,
ts — TtpanckpuOupyembie mnocienoBarenbHoctd JIHK (BHemHsisi M 1Be BHYTpEHHUE) U
YYacTKH, COOTBETCTBYyOIUE 3penbiM pubocomubiM PHK. B cocraB TpaHCKpUIITMOHHOM
€IMHULIBI BXOJIUT BECh T'€H 3a HUCKIIOYEHHEM CIEHCEepHOro yyacTka. Takas CTpyKTypa
prOOCOMHOTO TE€Ha NPAKTUYECKH OJMHAKOBA Ui BCEX DYKAPHOTUYECKUX OPraHU3MOB
(puc. 2). BapuaGenbHbIMH SBIISIOTCSI KaK HETPAHCKPUOUPYEMBbIe (CIeCepHBbIC) Y4acTKH, TaK
U TPaHCKpUOMpyeMble BCTaBKH (ts), KOTOpbIE HE BXOJAT B cocTas 3penbix pPHK.
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Puc. 2. Ctpoenue p-reHoB pa3HbIX opraHu3MoB (UeHIIOB):
tS; 1 tSj— COOTBETCTBEHHO BHEUIHSI U BHYTPEHHHE TPAHCKPUOUpYeMbIe
H0CJIE0BATEIbHOCTU

Nrak, Tpu ocHoBHBIE MOsIeKybl pPPHK cuHTE3MpyrOTCS HAa OJTHOM TPAHCKPUIIIMOHHOU
enuHuIe. Uto ke kacaercst MoJekyinsl 5S pPHK, To oHa K 3TOMy TeHy HUKaKoro OTHOIICHHUS
He mmeer: 5SS pPHK cunTe3upyercs Ha OTAENBHBIX I'eHaX, JIOKAJTM30BAHHBIX HE B 30HAX
SIPBIIIKOBBIX OPraHU3aToOPOB, JA)K€ Ha COBCEM HHBIX XpoMocomax npu ydactun PHK-
noymMmepasel ll. Tak, y demoBeka ocHoBHas Macca reHoB 5S pPHK wmaxoaumtcs Ha |
XpoMocome, O6ojiee Melkrue KiacTepbl — Ha 9 u 16 xpomocomax. Y kceHoryca rensl 5SS pPHK
PacTOJIOKEHBI B TEIIOMEPHBIX ydacTkax OoibImmHCTBa XpomocoM. ['ensl 5S pPHK, toxke
MHO>KECTBEHHBIE, TaKXKE COOpaHbl B KJIACTEPhl, HO UX YHCJIO BHIIIE, YEM Y OCTaJIbHBIX [€HOB
pPHK. Hanpumep, y denmoBeka ux HacuutThiBaerca a0 2000, y kceHomyca — 24000, y
rpedendaroro TputoHa — 32000. Ecth 00beKTHI ¥ ¢ MeHBbIINM uX unciom: Drosophila — 320;
kpeica — 830. V Helipocropbl U apoxokeit uncio reHoB 5S pPHK omunakoBoe ¢ umciiom
Apyrux puOOCOMHBIX TEHOB, T.K. ydacTok 5S pPHK Bxmouen u TpaHCKpuOHpyercs B
CIIEHCEPHOM 30HE.

O0mas xapakTepucTHKAa TPAHCKPUIIIIUA PHOOCOMHBIX T'€HOB

Y 0enkoB, HMMEIOUIMX OJHY KOMHUIO TeHa W HauOOJBIIYI0 CKOPOCTh CHHTE3a
(Hanmpumep, MUOTJIOOMH), 32 OJUH O0OPOT KJIETOYHOTO LMKIA Ha Kaxayr Mojekyry MPHK
npuxoautcs 6onee 10000 monekyn Oenka. Mexay TeM pacTyiiue KISTKH 3a OJAWH 000pOT
KJIETOYHOTO IMKJIA JI0JIKHBI CUHTe3upoBath 1o 10 MiH. mosnekyn pubocomuoi PHK kaxnoro
TUMNa, 9TOOBI MOXHO OBIJIO OCYIIECTBUTH cOOpky 10 MiH. pubGOCOM, NMPUCYTCTBYIOIIUX B
Kaxa0i kierke. Ciaenyer yuyecTb, 4TO 37€Ch HET CTaJuU TPAHCIALNUU, HA KOTOPOH MOIJIO Obl
IIPOU30MTHU PE3KOE YBEIIMUEHUE BBIXOAA NMPOAYKIUH, ockoyibKy pPHK sBisiercst koHeUHBIM
MPOJYKTOM JIaHHBIX T'€HOB. B 3TOM ciydae cuHTe3 HeoOxoaumoro umciia mojekyn pPHK
obecrieunBaercsi TeM, 4to resbl, koxupyroommue 3t PHK (renst pPHK), mpencraBnensr B
reHOMe KJIeTKH OosbiiuM unciioM koruit [Miller 1981; Long 1980].



VY KMBOTHBIX PHUOOCOMHBIE T€HBI COCTABJISIFOT OKOJIO OJHOTO TPOLEHTa OT OOIIEero
yucia akTUBHBIX TeHoB, TpaHckpumims p/IHK cootBerctByer 30-40% oT oOmiero o0nema
KJIeTouHol Tpanckpumuu [Moss 1995]. Ha mpumepe apoxokeit, apo30duiibl U psiia Apyrux
OpraHU3MOB ObUIO MHOTOKPAaTHO MPOJAEMOHCTPHUPOBAHO, YTO JOCTaTOYHAsI KOMMUHOCTH M
YPOBEHb TPAHCKPUIILUU PUOOCOMHBIX T'€HOB SBIISIOTCS KPUTUYECKHUMH IS HOPMAJIBHOTO
pocta u pa3Butus (cM. 0030opel [Larson 1991; Moss 1995]). Hanpumep, ocodu apo3odusl,
HECylIUe MYTallu¥, NHaKTUBUPYIOIIME 4acTh PUOOCOMHBIX T€HOB, MMEIOT MEHBILINI pa3Mmep,
IIPUYEM CTENEHb TAKOTO YMEHBIIEHMsI 3aBHUCUT OT YMCJIa MHAKTHBHPOBAHHBIX PUOOCOMHBIX
renoB [Tarof 1992]. Myranuu CTaHOBATCSA JICTAIBHBIMH, €CIH YHCIO HHTAKTHBIX
prOOCOMHBIX T€HOB Ha TaIIOUAHBIN TeHOM Jipo30oduisl naxaet Hmke 20.

PuGocoMHBIE TEHBI MOTYT TPaHCKPHOMPOBATHCSI C OYE€Hb BBICOKOW WHTEHCHUBHOCTHIO,
4YeMy CIIOCOOCTBYET HAIMYME HECKOJIBKUX SHXAHCEPHBIX MOCIEN0BATEIbHOCTEN IPU KaXI0M
rere [Moss 1983; Reeder 1984]. ITpoayKThl TpaHCKPUIIMK PUOOCOMHBIX I'€HOB SIBJISIOTCS
CTaOWIBHBIMH W, B OTJIMYUE OT puOocomHBIX OenkoB u 5S pPHK, He monseprarorcs
3HAYMTEIBHON TMOCTTPaHCKPUMIMOHHON jaerpamanuu  [Leibhaber 1978]. KiroueBsiM
dakxropom, onpenenstomuM ypoBeHb pPHK B kiteTke u, ciieoBarenbHO, CKOPOCTh CHHTE3a
prbocoM 1 ypoBeHb OOIIEro CHHTE3a Oelka, SIBISETCS YPOBEHb TPAHCKPHUIIIMUA PUOOCOMHBIX
reHoB PHK-nosmmmepaszon I .

B uenom psige pabor OBUIO TOKa3aHO, YTO TPAHCKPUMIUA PHUOOCOMHBIX TE€HOB
SIBIISICTCS TMMHUTHUPYIOIIEH cTaaueii cuaTesa pubocom [Larson 1991; Moss 1995]. Bosnee Toro,
BHYTPUKJICTOYHBIM KOHTPOJb CHHTE3a pPHOOCOM OCYHIECTBIISETCS 3a CYET pPEeryisluu
TPAHCKPUIILIUK pUOOCOMHBIX TE€HOB, TOTJa Kak peryasius IpPOU3BOJCTBA JIPYTHUX
pubocomMHBIX KOMMIOHEHTOB (OenkoB u 5SS pPHK) sBasercs, kak mpaBmio, TOCT-
TpaHckpunuuoHHo#. Mcmnonp3oBanue myna MPHK pubGocomubIx OenkoB M camux O€lKOB
3aBHCUT OT Hajuuuusi cBOOOAHBIX pubocomubix PHK, mpuyem wn30bITOYHBIE pHOOCOMHBIE
oenku u cootBerctBytonie MPHK monseprarorcs nerpamanmu [Zahradka 1991]. Takum
o0pa3oM, peryisiusi TPaHCKPUIIIUU PUOOCOMHBIX T'€HOB SBIISETCS KIIOUEBBIM 3BEHOM B
perymsiun oOIIero ypoBHs CHHTE3a Oellka B KIIETKE.

lannounneie kieTkn dyenoBeka coxaepkar okojso 200 renoB pPHK, xotopsie
pacnpezeneHsl B BHUJIE HEOOJIBIIMX KJIACTEpOB MO MATH XpPOMOCOMaM. MHOXXECTBEHHbIE
KOIIUU BBICOKOKOHcepBaTUBHBIX TeHOB pPHK B mio6oi XpoMocoMe pacnosio’keHbl B BUJE
CEpUU TaHAEMHBIX ITOBTOPOB, OTJEJIEHHBIX APYT OT Jpyra HETPAaHCKPUOMPYEMBIM Y4aCTKOM
JIHK, xoTopslii Ha3bIBaeTcs crneiicepoM. B aTux akTuBHO TpaHckpuOupyemsbix ydactkax JJHK
IJIOTHO ymakoBaHbl Mosekyiasl PHK-monmmepassl M accouuupoBaHHBIE € HUMU
HOBOOOpa30BaHHBIE TPAaHCKPUNTHI (Ha OoXuH TeH ux mnpuxoautcs no 100 u Oonee); oHM
BeepoM pacxoasarcs ot Hutu JIHK, u BcnencTBue 3TOro BCS CTPyKTypa HmpUOOpeTaeT BHI
«enmouku». Bepxylika KaxaoW TakoW €TOYKH MpeJCcTaBisieT COOOM TOUKY HWHHUIIMALUU
TpaHcKpunuuy; koHer ke reHa pPHK derko onpenensercs mo HMKHEW I'DAaHMIE «KPOHBI»
(puc. 1).

I'ensr 18S-, 28S- u 5,8S-PHK pub6ocom Tpanckpubupyrorcss PHK-nmommmepasoii 1 .
Enunacreennas 5S-PHK Gomnbinoit pubocomMabHOM CyOBeAMHUIIBI, KaK OBIJIO CKAa3aHO BHIIIE,
TpaHckpubupyercs oraensHo ot apyrux pPHK PHK-nommmepasoit 111 .

Ckopocts 00miero cuHTe3a Oejka B KJIETKE OINpeAeisieTcs B 3HAYMTEIbHOW Mepe
OOIIUM KOJIMYECTBOM PHUOOCOM, OCTYIHBIX /i B3auMoaelicteust ¢ MPHK u, criegoBarensHo,
CKOpOCTBIO CHHTE3a pHOOCOM. DyKapHOTHYeCKass pubocoMa COCTOHMT M3 JBYX CYOBEIHHHII,
MaJioit ¥ GOJIBIION, B COCTAaB KOTOPBIX BXOAAT 0KoJIo 80 OenkoB u ueThipe pudbocomusix PHK
(pPHK ). Tak Ha3biBaeMble pUOOCOMHBIC T€HBI KOJAUPYIOT Tpu Hambosee KpymHbix pPHK —
18S pPHK manoii cyosenuanibl, 5.8S u 28S pPHK Gonbiioi cyObetuHHIIBL.



PubGocoMHble TeHBl TpPAaHCKPUOUPYIOTCS B BHJAE €AMHOIO IOJIMIHUCTPOHHOTO
TPaHCKpPHUIITA, KOTOPBIN 3aTeM pacuieruisercs ¢ oopazoBanueM 3penbix pPHK.

V¥ mpokapuot 5S pPHK sBnsieTcst 4acTpio 1aHHOTO MOJUIUCTPOHHOIO TPAHCKPHIITA,
OJIHAKO Y DYKapHOT OHA KOAUPYETCS OTAEIbHBIM I'€HOM.

TpaHckpunuus >3yKapUOTHYECKMX pPHOOCOMHBIX TeHOB ocymectBisercs PHK-
nosmMepaszoit I n mpoucxomut B sapeikax. CunTesupyemslii npenmectseHHUK pPHK He
MIOJBEPraeTcsd HU  KOIMPOBAHMIO HU  TOJUAJACHWIMPOBAHHUIO. Y CTAaHOBJIEHO, YTO
(bopMupoBaHHE SAPBIIIEK HETIOCPEICTBEHHO CBA3aHO C TPAHCKPUMIMEH PHOOCOMHBIX T€HOB
[Oaks 1993]. ChopmupoBaBLIKCh, SAPBIMIKA CTAHOBATCS MECTOM TPAHCIOPTa PUOOCOMHBIX
OenkoB © MaJbIX sACpHBIX puOOHykiIeonporenHoB (MsaPHII). Xopomo Bumumas
«TpaHyJSIpHAs» 30Ha B AAPBIIIKAX COAEPKUT YACTUYHO COOpaHHBIE PUOOCOMEI.

PHK-nonmmepassl — OCHOBHBIE KaTAIM3aTOPBI TPAHCKPUIILIUH

PHK-nosmmmmepasbl

Y osykapuor cymectByroT Tpu Tuna PHK-mommmepas, kaxnapli H3 KOTOPBIX
OTBETCTBEHEH 3a TPAHCKPHUIIIMIO PA3IUYHBIX T'PYMI T€HOB. DTHU (PEPMEHTHI, Ha3bIBaeMbIe
PHK-nommmepasa 1 , PHK-nmomumepasa 11 u PHK-nommumepasza 111 [Chambon 1975; Brown
1981 ; McKnight 1982], cTpykTypHO CXOIHBI JAPYT C JAPYrOM ¥ UMEIOT HEKOTOpPbIC OOIIHe
CyOBeIMHUIIBI, TOTAA KaK JApYyrue CyObeIUHHIIBI SBISIOTCS YHUKATIbHBIMUA. Kaxkmas u3 sTHx
PHK-nonmumepas, nomnarator, coaepxkut 10 wumu Oosiee mosnmnenTtuanbix meneit. PHK-
[IOJINMEpa3bl 3yKapuoT U OAKTEPHUI SBOTFOIIMOHHO POJICTBEHHBI.

Tonbko onHa 3 HUX, a UMeHHO PHK-mommmepasa 11, TpanckpuOupyeT reHsl, KOTopbie
3areM OynyT TpaHciaupoBaHbl B Oenku. bompmmucTBO Manbix PHK, kortopsie oOpasyroT
SNRNP , cunTesupyrorcst ¢ nomombio PHK-nmonumepassr 11.

JlBe npyrue mnonauMmepasbl KaTalIu3upyloT oOpa3oBaHue pasnuuHbix TUNoB PHK,
KOTOPBIE COCTaBJISIIOT 4acTh Oelok-cuHTe3upyromiero anmnapara: PHK-momumepasza [
CHUHTE3UpPYeT BBICOKOMOJICKYIsipHYI0 pubocomuyto PHK, a PHK-momumepaza III -
pa3zHooOpa3Hble HU3KOMOJeKyIsipHble cTradmibabie PHK, B Tom yncie TPHK u pubocomuyro
5S-PHK. Bce Tpu ¢epMeHTa MMEIOT MOJEKYJISPHYIO MaccCy, MPHONM3UTENBHO pPaBHYIO
500000.

PHK-nonmmmepassr 1, 11 u 11l paznuyarorcs mo 4yBCTBHTEIBHOCTH K TOKCHHY alib(ha-
amanutuHy: PHK-monmumepasa I He uyscTtBuTenbHa Kk Hemy, PHK-monmumepasa II odens
yyscrBuTenbHa; PHK-mosmmepasa III ymepenno wyscrButensHa. PHK-mommmepasa I
Tpanckpubupyer renbl, PHK-poaykTsl KOTOpeIX OyayT TpaHCcaupoBaHbl B Oenku. Jpyrue
nse PHK-nmomumepasel cunresupytor PHK, KOTOpbIE BBINOIHAIOT CTPYKTYpPHBIE WIH
KaTaJIUTHUYECKUE POJIM, B OCHOBHOM KaK 4acTh O€I0K-CHHTE3UPYIOILIEro anmnapara.

Xotst cunresupoBanHble PHK-mommmepasoii 11 TpaHCKpuIITBI cOCTaBIsIOT Oosee
nosioBuael PHK, cunTe3upoBanHoii B pesynsrare Tpanckpumnuuu JJTHK, 6onpmas vacte PHK
TaKUX TPAHCKPUIITOB HECTAOMJIbHA M, COOTBETCTBEHHO, KOpPOTKOXuBYyIIa. CieaoBaTeiabHO,
NpoOM3BOJHBIE OT Hee rereporeHHbie spaepubie PHK hnRNA B kierounom siape u
muTorutazmarudeckass MPHK cocraBistror uis MEHOPHYO (paKIKIO0 TOTAITBHON KIETOYHOU
PHK.

B cooTtBerctBHM € cyObennHuUHbIM cocTaBoM, PHK-monmmepassl moapas3aenstorcst Ha
JIBE TPYIIIBI.

K mepBoii rpyrmie oTHOCITCS PEPMEHTBI, COCTOSIINE TOJIBKO U3 OJTHOW CYObETUHUIIBI,
cpemu Hux PHK-monmmepassl Mutoxouapuii u 6akrepuodaros, Hanpumep SP6 u T7 . Ot
PHK-nomnmepasbl TpaHCKpUOMPYIOT HEOOJBIIOE YHUCIO N€HOB IMPOCTBIX T€HOMOB, U JJS UX
(GYHKIMOHUPOBAHUS HE TPEOYETCs CII0KHBIX PETYIATOPHBIX BO3JICHCTBHIA.



Bropyio rpynny coctaBisitor cnokHo ycTpoeHnble PHK-monmumepasbr Gakrepuit u
JYKapHOT, KOTOpPbIE MPEJCTaBIAIOT CO00M MHOTOCYObEeIMHUYHBIE OEIKOBBIE KOMILIEKCHI,
TPaHCKPUOUPYIOIINE COTHH H THICSYM PA3IMYHBIX TeHOB. Takue (hepMEeHTH BO BpPEMs CBOETO
(YHKIMOHMPOBAHUSI ~ pearupyOT Ha  MHOTOYMCIICHHBIE  PEryJIsTOpHBIE  CHTHAJIBI,
MOCTYHAIOIIUE OT PEryISITOPHBIX IOCIEN0BAaTEIbHOCTEN HYKIEOTUOB M OEIKOBBIX
(hakTopoB.

Paznenenne PHK-nionmMepas mo cTpyKTypHO-(GYHKIIMOHAIBHOMY MPU3HAKY SIBIISETCS
ynpomieHueM. VMerorcs JnaHHBIE, YTO MNpOCTO ycTpoeHHble QaroBbie PHK-nmommmepassl
(GYHKIMOHHUPYIOT in VIivo B KOMIUIEKCE C IPYTUMU OelKaMu OaKTepHaIbHBIX KIETOK, KOTOPHIE
MOTYT CYIIECTBEHHO U3MEHSTh UX ()epMEHTATUBHBIE CBOMCTRA.

Kaxnas ¢opma PHK-monmmmepassl cOCTOMT H3 JABYX OOJBIIMX CYOBEAWHUI] C
MosteKyisipHoit Maccoir ot 120 mo 220 kD w or 5 go 13 Manblx, Kaxjgas HUMeEeT
MouteKyisipHyio Maccy ot 10 mo 100 kD. Heckonbko Manmbix CyOheUHUIL SIBISIFOTCS OOIUMU
st pasubix popm PHK-monmmepas. bonbine cyObeIMHHIIBI, TO-BUAMMOMY, KOHTAKTUPYIOT
¢ IHK B xommiekce PHK-nmoaumepassl ¢ mpoMoTopoM M HecyT B ceOe KaTaluTUYECKHE
1eHTpbl. O PyHKIUAX MATIBIX CyObETUHUI] IOKAa HUYETO HE U3BECTHO.

B campix Oosbminx cyObenannunax sykapuotudeckux PHK-nmonumepas oOHapyxeHo
HECKOJIBKO YY4aCTKOB, KOTOPBIE 10 aMHUHOKHCIOTHOM MOCIIE0BATEILHOCTH Y BCEX TpexX (hopMm
CXOJTHBI MEXAy co0oii u ¢ Oeta'-cyopenunnneid PHK-mommmepasst E. Coli. B cnenyromux 3a
HUMHU 110 pazMepy cyObeanHunax sykapuotnueckux PHK-nonnmMepas oOHapyxkeHO cX0ACTBO
B aMHHOKHCJIOTHOH TOCIIeIoBaTeNIbHOCTH ¢ Oera-cyobemuuniieit PHK-nomimepaser E. Coli.
OTH JaHHBIE CBUJIETENIBLCTBYIOT O TOM, YTO Ha 3ape 3BOJIIOLUHU 3yKapuOT Yy HUX UMENIach OJHA
dopma PHK-monmmmepassbl, a paszubie GOpPMBI BO3HUKIIH 32 CUET YMHOKEHHUS MTPEJAKOBBIX T€HOB
(oOmux JuUIst Mpo- W DYKAPUOT) M TOCIEAYIOUIETO PACXOXKJIEHUS WX HYKICOTHUIHBIX
IIOCJIEI0BATEIILHOCTEN B PE3YJIbTaTe MHOKECTBA MyTALUH.

PHK-nosmmepasa E.coli

Haunbonee m3yuenHoit u3 OakTepuanbHbIX (epmeHTOB sBisiercs PHK-mommmepasa
E.coli. OnHa ocymiecTBisieT TpaHCKPHITLIUIO BCEX OaKTEpHUaTbHBIX T€HOB.

depMEeHT COCTOUT U3 MATH CyObeAUHUIL: OeTa'- (MoJieKkynsipHast macca 165 k/la), 6era-
(155 x/la), nByx ambda- (35 xlla kaxnmas) u curma- (dame Bcero 70 k/la (curma70)).
Komrnekce u3 yeTpipex cyObeauHuil 0eTa-0eta'-anbda-anbda, yacto 0003HaUaeMbIii OyKBOI
E (enzyme), oOpa3yeT Tak Ha3bpIBaeMblii MUHUMAJBHBIN (KOop-) ¢depmeHT E.coli, koTopsIii
CIIOCOOEH OCYIIECTBIIATH BCE OCHOBHBIE 3TAIlbl TPAHCKPUIILIMH, 32 UCKIIFOUEHUEM ITPABUIIBHON
UHUIMAUUK. Jg WHUIUANMU  TPaHCKPUIIUMK TpeOyeTcsi MPUCYTCTBUE OIpeaeeHHON
PETYIATOPHON CHrMa-CyOBeIUHUIIBI, HeoOXo Mol i pacno3HaBanus PHK-nmomumepasoit
MIPOMOTOPOB OAKTEPUATILHBIX T€HOB, OMpeAestonIel cienupuIHocTh B3anumoaeiicteust PHK-
IIOJIMMEPA3BI C IPOMOTOPAaMU U, BO3MOXHO, ITOCIIEAYIOLLYI0 n3oMepu3anuto komruiekca PHK-
moJimMepas3a-npoMoTop, HeoOxomumyro s Hadana cuHTe3a PHK. Tlomubiii  ¢epmeHT,
BKJTIOYArOMMil curma70-cyObeIMHUIly, YacTO HAa3bIBAIOT XOJO(PEPMEHTOM U 0003HAYAIOT
Ecurma70. PHK-nonumepasa Ecurma70 cnocoOHa TpaHCKpuOMpPOBaTh OOJIBIIMHCTBO (HO HE
Bce) reHoB E.coli. B wacTHOCTH, 17151 TPaHCKPUIIIMK T€HOB TEILUIOBOTO IIOKa, ONEpoHOB gIn
wi Nif TpeOyeTcs BKIIOYEHHE B COCTaB IOJHOTO ()EpMEHTa JPYroi peryisTOpHON
CyOBemMHUIBI — curMasS4 (Monekynsipaas macca 54 xJla) BMecto curma70 ¢ oOpa3oBaHHeM
depmenta Ecurmas4 .

Onmcano A0 JeCATH pPAa3IUYHBIX CUTMa-(aKTOpOB, OOBEIUHEHHWE KOTOPBIX C
MUHUMAaJIBHBIM (PEPMEHTOM JIaeT BO3MOXKHOCTH OOpa3yIOIIMUMCsl X0JIO(epMEeHTaM y3HaBaTh
pasHble TPOMOTOpPHL. Bce yerbipe cyObeAMHUIBI KOp-(hepMeHTa 00ecreymBalOT KOHTAKT



PHK-nonmmepassl ¢ mpomoropamu. [Ipu sTom Oeta'-cyObeIMHIIIA y4acTBYET B CBSI3bIBAHHH
depmenta ¢ JIHK, Gera-cyobenuaniia oopa3yeT KaTaIMTHUECKUI aKTUBHBINA LIEHTp, a albda-
CyOBbeMHUIIBI 00ECTIeUYNBAIOT MPABHIILHOE B3aUMOJICHCTBUE (PepPMEHTA C IIPOMOTOPAMH.

JlaHHBIE TAKOTO poJa MOJIy4alOT C MCIOJIb30BAaHUEM (PEPMEHTOB, Y KOTOPBIX IOJ
JEeMCTBUEM MyTallMii M3MEHEHbl KOHKPETHbIE CYOBbEIMHUIIbI, U, €CIIH, HAllpUMEp, MyTalus B
reie anbga-cyorenuHunpl Hapymaer cBs3piBanne PHK-mommmepassr ¢ JIHK, nemarorcs
COOTBETCTByIOIIME BbIBOABL. OpHako Jr00as MyTaHTHas CyObeAMHHMIIA B  COCTaBe
OJIUTOMEPHOTO (pepMeHTa MOXKET H3MEHSTh ero KOH(pOpMaluio W TpUAaBaTh (GepMeHTy
camble HEOXHJAaHHbIE CBOMCTBa. boijiee NMpsSMBIM METOJOM ONIPENEIIEHUS MECT KOHTAaKTa
MaKpOMOJIEKYJT TIpU OeNOK-OeNKOBBIX U OEITKOBO-HYKIEHHOBBIX B3aMMOICHCTBHIX SBISETCS
METO/] TIONIEPEYHBIX CITUBOK C MCIOJB30BaHHEM OM(YHKIMOHAIBHBIX XUMUYECKHX areHTOB.
Takue XxuMHuyecKkue coOeIMHEHUs O00pa3yloT KOBAJIEHTHbBIE CBS3U (IIONEPEYHbIE CIIHBKH)
MEX]Ty OITM3KOPACTIONIOKEHHBIMH PEAKIIMOHHOCTIOCOOHBIMH TPYIIIIAMHU.

Hanuune KOHTakTa  MEeXAYy  MaKpOMOJIEKyJaMu HEJIb3s OJIHO3HAYHO
MHTEPIPETHUPOBATH B TOJIB3Y €0 (PYHKIIMOHAIEHOW 3HAYUMOCTH.

PHK-nosnumepa3sa I sykapuor

B ornnuune or GOJBIIMHCTBA M'€HOB, KOJUPYIOIIUX O€IKH, T€Hbl, KOTOPbIE KOAUPYIOT
PHK, umeromue camocTosTensHOe (DYHKIMOHAIBHOE 3HAa4YeHHE, TpaHCkpuOupyrorcs PHK-
noymMmepazon | m PHK-nmomumepasoii III . OObMHO 3TH TeHBI MPEACTABIECHBI B TEHOME
OOJIBIIIM YHCIIOM KOTIMH, 4aCTO 00pa3yroNuX KJIacTephl TAHJEMHBIX TIOBTOPOB.

PHK-nommmepazoit [ o6pasytorcs nepBuuHble Tpanckpunthl reHoB pPHK, u3BecTHbie
kak 45S-PHK, onu umeror B ymnay okoso 13000 nykneorunos. [Ipexae 4eM NOKUHYTH PO
B cocTaBe coOpaHHOW pubocoMHON wyactuipl, Moyekyida 45S-PHK mnoxsepraercs
crenpUIecKOMy PacIISIUICHHIO, B Pe3ybTaTe 4ero oopasyercs mo oguoi xommu 28S-PHK
(oxosio 5000 nykneotunon), 18S-PHK (oxomno 2000 nykneotunos) u 5,8S-PHK (okono 160
HYKJICOTUIOB), KOTOPBIE, COOCTBEHHO, M SBISIOTCA KOMIOHeHTamMH pubocom. OOriee
poucxoxkaeHue Bcex Tpex TunoB pPHK M3 oHOro M TOro e nepBUYHOrO TPAHCKPUIITA
CIIY’)KUT TapaHTHEH TOro, YTO OHU OOpa3zyrOTCs B paBHBIX KojmuecTBax. OcTalbHas 4acTh
sToro Tpanckpunta (okojo 6000 HyKJI€OTHI0B) AeTpaaupyeT B siape. He uckitoueHo, 4to 3T
W3JIUIIHUE [IOCIEN0BATEIBHOCTH MOJIEKYbI-IIPEAIIECTBEHHUKA pPHK UTparoT
OTPEIENICHHYIO POJIb HA PaHHUX dTanax cOOpKH pruOOCOM, MPOUCXOIALUINX HETTOCPEICTBEHHO
no 3aBepuieHnn cuHTe3a 45S-PHK. CuHTE3 TMraHTCKOTO MpeAnIecTBEHHHKa PUOOCOMHBIX
PHK ocymectBisgercs PHK-mosmmepazoii [ B crenuanu3upoOBaHHOW BHYTPUSACPHOMN
opraseiyie, Ha3blBAEMOW SIPBIIIKOM, B KOTOPOM HaxomsaTcs TeHbl pubocomubix PHK
(pAHK); pZIHK mpencraBnser co0oil crnenuaau3upoBaHHBIE YYacTKU (Tak Ha3bIBacMble
SJIPBIIIKOBBIE OPraHNU3aTOPbl) HECKOJIBKHX XPOMOCOM.

Kak u OOJIBIIMHCTBO JPYTMX BBICOKOMOJIEKYJISIPHBIX MOJIMIIENTHAOB, OO0JbIINE
cyobequuauinel  PHK-monmmMepas  cozpepkaT  XOpoOIIO — pa3iiMyUMble  CTPYKTYpPHBIE U
(byHKIMOHATBHBIE JOMEHBl. KIOHMpOBaHHE TEHOB COOTBETCTBYIOMIMX CYOBEIUHHII |
ONpeeNieHne MX  MEPBUYHON  CTPYKTYpbl  TO3BOJIUIM  BBIIBUTH  JBOJIIOIIMOHHO
KOHCEpBAaTUBHBIE YYaCTKM MOJMIENTUIHBIX ILEeNed M IPOBECTH MYTALMOHHBIA aHAJIN3
(GYHKIMOHATBPHON 3HAYMMOCTH UX OTAEIBHBIX JOMEHOB. JJIs 3TOH IeNnu B MOJHUIETTHIHBIX
LENsAX C OMOIIBIO HaPaBJIEHHOIO MyTareHe3a 3aMeHsUIM COOTBETCTBYIOIINE aMUHOKHCIIOTHI
¥ MyTaHTHbIE CyOBEIMHUIIBI NCTIOTB30BAIN B COOpKe (DEPMEHTOB M3 OTIACIBHBIX CYOBEINHUIL
in Vvitro ¢ MocJeIyIonIMM aHAIU30M CBOMCTB TaKUX PEKOHCTPYHPOBAHHBIX ()EPMEHTOB.

PHK-nomumepaza [ He pearupyer Ha MpPUCYTCTBHE alib(pa-aMaHUTHHA —
BBICOKOTOKCUYHOTO BEILECTBA, IMOJIy4yaeMOro M3 OyieqHoi moranku, B oTinuue oT PHK-



nosmMepassl I, koropast oueHb UyBCTBUTENbHA K HEMY. KIIeTKH BBICIIMX 3YKapUOT COAepkKaT
oxoJio 40000 monexyn PHK-nonumepassr 1.

PHK-nomumepaza 1 sykapuot siBiasieTcss OoJblIMM (DEPMEHTOM, MOCTPOEHHBIM IIO
Mmenbliel Mepe u3 11 cyosenmunn [Sentenac 1985; Lalo 1993]. Munumanbshsiii pepment Pol
I conepxut ABa OOJIBLIMX MOJIMIIENTHAA ¢ MOJIEKYJIsAspHO Maccor 194 u 116 x/la, koTopbie
aCCOIIMMPOBAHBI C HECKOJBKUMHU MaJbIMH CyObequHuIamMu (0T 3 10 14 B 3aBHCHMOCTH OT
METOJIa OYMCTKH), MOJIEKYJISIPHBIE MACChl KOTOPBIX JiexkaT B npenenax 15-60 k/la. Tperbs mo
BennuuHe cyowrenuuuma Pol I mpmmei ¢ monekynsipaoit maccoit 53 x/la, Hazannas PAF53
(polymerase associated factor 53), urpaer BaxHyo0 pojib B y3HaBanuu Pol 1 cBoux
MIPOMOTOPOB H, MO-BUIUMOMY, SIBJSIETCS CTPYKTYPHBIM U (YHKIMOHAIHHBIM aHAJIOTOM Oellka
RPA49 npoxokeit. Pol I mpoxokeit B otcyrctBue cyoseaunuil RPA49 m RPA35.5 (tak
HaspiBaemass Pol I) addexTuBHO TpaHCKpUOMpYET NpU HHU3KUX KOHIIEHTPALUSX COJIEH
uckycctBeHHyto wmatpunly poly[d(A-T)], Ho He HatuBHyl0 aByxuenoueunyro JIHK.
[Tomarator, 4YT0 3TH CYOBEAWHUIIBI HEOOXOAMMBI s A(PPEKTHBHOTO 00pa3oBaHUs
MHUILMAIMOHHBIX KOMIIJIEKCOB.

Hcnonp3yss aHTHTENa K OTHENbHBIM cyOseauHuIiaM Pol 1 wm mocnmemyromnyro
MMMYHOTIPEIMITUTAINIO, YCTAaHOBWIIM, 4YTO B KieTke 4acTh Pol I HaxoauTcss B cocraBe
OOJNBIINX KOMIUIEKCOB, C KOTOPBIMH AacCCOIIMUPOBAHBI (PaKTOPHI TpaHCKpHunuuu. IIaTh
KOMIIOHEHTOB XoJsiodepmenta Pol I u3ydens! B HacTosee BpeMsi Hanboiee AeTaIbHO.

beuto nokasano, uro PHK-nonumepasza 1 (ananornuno PHK-nonumepase 11 ) moxer
CYyIIeCTBOBaTh B JBYX ¢opMax: ojJHa ¢opMmMa CHOCOOHA WHHUIIMHPOBATH CHEIUPUICCKYIO
TpPaHCKpHUIIMIO in vitro, a xapyras ¢opma, xots u wumeer JHK-3zaBucumyro PHK-
MOJIMMEPa3HyI aKTUBHOCTH in Vitro, He CocoOHa K crernuduieckoi nauuanuu [ Bateman u
Paule 1986; Tower u Sollner-Webb 1987; Buttgereit u corp. 1985; Mahajan u Thompson
1990]. Ectp maHHbBIe, yKa3bIBalolIMe HAa TO, YTO aKTHBHas M HeakTuBHas (opmbl PHK-
nosimMepasbl | ornuyaroTest crenenpio GpochoprwupoBaHus M, BO3MOXKHO, OTPEIEICHHBIMU
MOCTTPaHCIAIMOHHbIME Mo ukarmsmu [Bateman 1986; Tower 1987].

s tpanckpunmun pIHK in vitro, momumo camoit PHK-mosnmmmepassr 1, HeoOxoaumbl
nBa (akropa Tpanckpunuumun — UBF um SL1 . ®aktop UBF cnocobGen cBs3bIBaThCS ¢
IIPOMOTOPOM HEMOCPEJACTBEHHO, B TO BpeMsl Kak s cBs3biBaHus SL1 HeoOxomumo
npucyrctue UBF [Smith 1990; Bell 1988; Iida u Paule 1992; McStay u cotp. 1991; Schnapp
u Grummt 1991]. B skcnepumentax no tpanckpumnimu pJJHK in vitro 6puto oOHapyxeHo,
YTO HEKOTOPbI MUHHUMAJIbHBIA YPOBEHb TPAHCKPUIILUU MOJJIEP)KUBAETCS U MPU OTCYTCTBUU
UBF [Smith u cotp. 1990; lida 1992; Smith 1993].

OnHO W3 BO3MOXHBIX 00BsSCHeHHH manHOro 3ddekra npeamnonaraer poids UBF kak
ctumynaropa Tpanckpuniuu pJJHK B mepuoasl pocta u pa3Butus, B To BpeMs Kak B ¢asze
MIOKOS MOJJIEPKUBAETCS MUHMMAJIbHBIM YPOBEHb TPAHCKPUILMM, HE TPeOYIOIMH ydacTus
TPaHCKPUMIMOHHBIX (pakTopoB. C JApyroil CTOPOHBI, MPH TPAHCKPHUIILUH In  Vitro
HCIOJIb3YIOTCSl 3HAUUTEIbHO OoJiee Bbicokue KoHeHTpauuu p/IHK marpuisl no cpaBHEHHIO
C BHYTPUKJIETOYHBIMM KOHLEHTPALMAMH, YTO MOXKET NPUBOJAUTH K HEKOTOPOMY
MHHHMAaJbHOMY YPOBHIO TpaHCKpunuuu B orcyrcreue UBF.

PHK-nosmmepasa Il

Tombko omna u3 Tpex »sykapuornueckux PHK-nommmepas, a umenno PHK-
nosnmMepasa I, TpanckpuOupyeT reHsl, KOTOpble 3aTeM OyAyT TpaHCIUPOBaHbI B Oenku. Bes
COBOKYNHOCTh sifiepHbIX TpaHckpuntoB PHK-mommmepassr II m3BecTHa Kak reTeporeHHast
anepHas PHK (rsPHK), nockonbky ofHa M3 OCHOBHBIX XapaKTEPUCTHUK, OTIMYAIOIIMX 3TY
dpakmuio siaepabix PHK, — upe3BbI4aifHO BBICOKAsh BapuaOebHOCTh Pa3MEPOB BXOJISIINX B



Hee TPAHCKPUNTOB. MHOIrMe M3 3TUX TPAHCKPUIITOB B KOHIIE KOHIIOB NOKHAAIOT SPO,
npeBpamasch B MOJICKyabl HHpopmanunonHoi, miu marpuuHodd, PHK (MPHK). Opnaxko,
IpeXae 4YeM BBIMTH U3 sAapa, MoJsiekynsl MPHK mperepreBaroT cepuio KOBaJIEHTHBIX
momudukarmii  [Perry 1981; Chambon 1981; Crick 1979], oOycnoBnuBaromumx w#x
(GYHKIMOHATBHYIO CHEIMATH3AIMI0O M HAJENSIONUX 3TH MOJIEKYJIbl CBOMCTBAMH, KOTOpBIE
OTJIMYAIOT UX OT TPAHCKPUITOB, CHHTE3MPOBAHHBIX Bcemu Apyrumu PHK-nmonmmmepazamu.
I'McTOHOBBIE TE€HBI MOKHO OTHECTM K TEM HEMHOTOYMCIEHHBIM IpUMEpaM TaHAEMHO
MOBTOPSIONIUXCS TE€HOB, KOTOpble KOIUPYIOT OenKku; OHHM TpaHckpuoOupyrorcss PHK-
nosmMepasoit 1.

Crnemmduuecknm uaruOutopoM PHK-mommmepassr 11 siBisercss TOKcHH OneaHOM
noraku anb(a-amanuTuH. KieTku BwICHIMX 3yKapuoT cojepxkar okojio 40000 mMomexyn
PHK-nosmmepa3ssr 11.

Pol II genmoseka conepxut 6osnee 10 cyObeauHwmI, C1ad0 acCONMUPOBAHHBIX JIPYT C
apyroMm. HekoTopble M3 HUX MpHHAJIEKAT K OCHOBHBIM (akTopam Tpanckpunimu (GTFS -
general transcription factors). Ilomstue xonodepmenta Pol II sykapuor He sBisieTcs
ycrosBinMcd. B mabopatopusix P. Slura u P. KopuOepra Obuio ycTaHOBJIEHO, UYTO HEKOTOPbBIE
OCHOBHBIE (PaKTOPbI TPAHCKPUIILIMHU YK€ HaxonaTcs B koMiiekce ¢ PHK-nonumepasoii 1o ee
BKJIFOUEHUS B TIPEIBIHAIIUAIIMOHHBIN KoMIuieke. [lo MHeHuIo SHra, B cocTtaB xonodepmeHTa
Pol II npoxokelt BXomaT 1o MeHbIIed Mepe 14 OenkoB M OEIKOBBIX KOMILIEKCOB,
MEePEeYHCICHHBIX B Ta0mue 3 .

Ta6muna 3
PHK-nommepassl II npoxoxken
Kommonent Xapakrepucruka
PHK-nommepasHasi akTUBHOCTb, B3aMMOJCHCTBYET C MHOKECTBOM
Pol 11 00mMX U TKaHecTIeUPUIECKUuX (HaKTOPOB TPAHCKPUIIIHH, YIACTBYET
B BBIOOPE TOUKH MHULIMALUHU TPAHCKPUIILIUI
TEIIB CeszbiBaet Pol 11 u TBP na npoMmoTope, y4acTByeT B BHIOOPE TOUKHU
WHULHAIMY TPAHCKPUITIITT
TEIE BzaumopetictByert ¢ Pol II, cTumynupyeT >OHTauio TpaHCKPUTIITHH
Pol II, komnonent cyoxommiekca SRB/meanatop
TEIIH AKTHBHOCTH JHK-3aBucumoit ATPa3sl, JHK-xenunka3nas
aKTHUBHOCTB, 001a/1aeT akTUBHOCTRI0O CTD-kuHa3b!
VYyacTByloT B 00pa3oBaHMM  WHHUIMAIIMOHHOTO  KOMILIEKCa,
SRB2. SRB5 CTUMYJIUPYIOT Oa3anbHbli M MHAyuupoBaHHbIM cuHTe3 PHK,
’ B3aumojeiictBytor ¢ TBP,  koMmoHeHTsl  cyOKoMmIuIeKca
SRB/menuatop
VYyacTByloT B 00pa3oBaHMM  WHHUIMAIIMOHHOTO  KOMIUIEKCa,
CTUMYIIMPYIOT 0Oa3ajdbHBII M HHIyIUpOoBaHHBIM cuHTe3 PHK,
GAL11/SPT13 YIHpY AYIVID
KOMITOHEHTHI cyOkoMmIiekca SRB/Memmatop, MpearnosiokUTeIbsHO
B3aUMO/ICHCTBYIOT C aKTUBATOPAMHU TPAHCKPUIILIUU
SUG1 Kommonent cyokommuiekca SRB/menmatop, mNpennosiokuTeasHO
B3aUMO/ICHCTBYET C aKTUBATOPaMH TPAHCKPUIILIUU
SRB4, SRB6, SRB7,
Kowmmonentsl cyokommiekca SRB/mMeamarop, mpennosioKUTeIsHO
SRB8, SRB9, SRB10, .
SRB11 B3aumo/ieiicTByoT ¢ CTD-momenom Pol 11




PHK-nomumepasbr I mpou3BOOUT TPAaHCKPUINLMIO T€HOB, KOAUPYIOUIUX OENKH U
HecKoJIbKo ManbIx saepHblx PHK. Ho camocTositenbHO OHa HE B COCTOSIHUM IIPOU3BOJUTH
tpanckpunuuto. Yroosr PHK monmMepasa morna TpaHCKpHOHMpOBaTh TeH CHenu(UIecKuM
obOpa3om, TpeOyeTcst B3ammojeicTBrHe 0K0JI0 40—50 OGenkoBBIX MoJIeKyNl. J[insi mHUIMAIUU
TPAHCKPHIIIIUU TPeOyeTCs ABE IPYIIIbI TAKUX OCITKOB!

Oenku, HeoOxomumble i B3aumojeiictBus PHK-monmmmepassr co crnenmpuaeckumu
IIPOMOTOPHBIMH IIOCJIEN0BATEIBHOCTIMY;

0enKu, He0OXOAUMBIE Il U3MEHEHHUS XapaKTepa SKCIPECCHH WHANBHTYyaTbHbBIX TE€HOB
B 3aBUCHMOCTHU OT CUTHAJIOB, IIOCTYINAOIIUX B KJIETKY U3BHE Yepe3 CUTHAJIbHBIE CUCTEMBI.

Korma paccMaTpuBalOT TpPaHCKPUNIMIO C TOYKH 3peHHs  OeloK-OelKOBBIX
B3aMMO/ICHCTBHI M B3aUMOJICHCTBUI OENKOB CO CHEeNU(UIECKUMHU TOCIEOBATEIBHOCTAMH
JAHK, To BBIAEISIOT 1Ba mpoliecca:

MHUHHMMAaJIbHBIA HEPETYIIMPYEMBIN IIPOLIECC TPAHCKPUIILUH;

PETYIIMPYEMYIO TPAHCKPUIILUIO, KOTOpask MOJIYJIUPYET — YCHWIMBAET WM, Hao0OpoOT,
[IOJaBJIsI€T, MUHUMAJIbHBIN MPOLECC TPAHCKPUIILUH.

PHK-nosmmepa3sa 111

PHK-nmommmepasoit 11l (kak u PHK-mosmumepasoit 1) TpaHCKpHOMpYIOTCS TEHBI,
kotopeie koaupyoT PHK, wumerommue camocTtosrenbHoe (YHKIHMOHANIbHOE 3HaueHue. B
oTinuue OT OOJBIIMHCTBA TeHOB, Koaupywoomwux Oenku, PHK-momumepaza III
tpanckpubupyer rensl 5SS PHK, TPHK u 7SL PHK. TI'enst 5S PHK, xak u rensl apyrux
pubocomanbueix PHK, 00bIYHO mpejicTaBiieHBl COTHSMH WM JaXe ThICSYaMH TaHAEMHO
MOBTOPSIOLIUXCSA KOMMI, pa3JelieHHBIX clelicepaMu. OTH TE€Hbl COOpaHbl B OJHOM WU
HECKOJIbKUX paiioHax reHoMa. [ensl pasHeix TPHK (B »ykapuoTmueckoil kierke
HacuuTbiBaeTcsi 40—-60 ocHoBHbIX THHOB TPHK) Takke yacTo crpynmupoBaHbl B KJIACTEPHI,
pacnojio’)keHHble B pas3Hbix xpoMocomax. Yacte raPHK Ttaxke tpanckpudbupyercs PHK-
nosmuMepasoi III.

PHK-nommepasa III 3aHuMaeT mpomMexyroqHoe IOJI0KEHUE 110 YyBCTBUTEIBHOCTH K
anb(a-aMaHUTHHY — BBICOKOTOKCHYHOMY BEIECTBY, MOJTydaeMOMY U3 OJeIHOW MOTaHKH —
Mexay BbicOkouyBcTBUTENbHOU PHK-mosmmepaszoii II u coBepiieHHO HE pearupyromei Ha
ero npucyrcrsue PHK-nommmepaszoni I .

Krnerku Bricmnx sykapuot conepxkar okojio 20000 monexyn PHK-nmomumepassr 111,
TOYHOE KOJIMYECTBO ITOTO (pepMEHTA 3aBUCUT OT CKOPOCTU POCTA KIETKH.

Cyobenunnunoe crpoenne PHK-nosmmepasbi: pojib B TpPAaHCKPHUIIIUH

Cy0obenunnunoe crpoeane PHK-mommmepa3 pasHOTO NPOUCXOKIEHHS, BEPOSTHO,
OTpakaeT HX (PYHKIMOHAIBHYIO poib B akTe TpaHckpunuuu. Bce PHK-nmonumepasbl
IIPOCTOrO0 CTPOEHUS TPAHCKPUOUPYIOT OTpaHMUYEHHBIH KPYr T'€HOB WJIM HEOOJBIIME YacTH
reHoma, Hampumep, npu cunte3e PHK-3arpaBox mms ¢parmenToB Oxaszaku B mporecce
peruukanuu JIHK y OGaxrepuii. IIpomotopsl, y3naBaemble PHK-nmommmepasamu mnpocroro
CTPOEHUS, HE OTIIMYAIOTCS pa3HOOOpa3ueM U 00JIaaroT MpoCcTol cTpykTypoit. [lokazarensHo,
4YTO TpPHU CJIOKHOM CTPOCHHUH TE€HOMa 4YeTHhIX T-¢aroB, B mporecce pa3BUTUS KOTOPBIX
IIPOUCXOAUT MHOTOKPATHOE MEPEKIIOYEHNE TPAHCKPUIILIUU C OJHUX TPYIII T€HOB HA JpPYyrHUe,
ucnoiibzyercs cinoxHasi PHK-nmonumepasa Oakrepun-xo3suHa, a HE MHAYLUPYETCS IPOCTOM
depmeHT, kak y 6akrepuodara T7.

PHK-nomumepasbl OakTepuili M 3yKapHOT JOJKHBI, BO-TIEPBBIX, Y3HaBaTh pa3HbIE
MIPOMOTOPBI, BO-BTOPBIX, PEAarupoBaTh Ha pPA3IHYHBIC OCNKU-PETYIATOPHI M, B-TPETHUX,



WU3MCHSITh CIICIU(PHUIHOCTh Y3HABAHUS MOCIIEIOBATEILHOCTEH HYKIeOoTH 0B MaTpudHbIx JJHK
o1 ICHCTBUEM pa3HOOOpa3HBIX OeKoBBIX 3dexTopoB. OTCIONa ClIeIyeT, 9TO y OpraHU3MOB
Bo3HUKaeT moTpeOHOocTh B PHK-mommmepaszax — COXKHON — CTPYKTYpBI, CIIOCOOHBIX
OCYIIECTBIISITh OOIIMPHYIO NMPOTPaMMy peaji3alii reHeTndeckoil naHdopmarmn. BeposTHo,
MO3TOMY HaOIIIOJaeTCsl MepapXusi B CTENEHH CIOKHOCTU CTPOEHUS (EepMEHTOB, KOTOpas
nocturaer BepxHero npenena B ciaydae PHK-nmonmumepas sykapuoT. DieMeHTapHbIE aKThl
OCHOBHBIX 3TaloOB TPAHCKPHIIINK obecrieunBaroTcest Mojekynamu PHK-mommmepas mpocroro
CTPOCHUSI, TAKUMHU KakK y (aro T7, MUTOXOHApPHUI U Opyrux 0OBEKTOB. DTH (hepMEHTEHI, 10
mHeHutro  P.b.  XecuHa, MOXHO paccMaTpuBaTh B KAauye€CTBE  ABOJIIOLIHUOHHBIX
MIPEIIECTBEHHUKOB CIIOKHBIX onMroMepHbeix PHK-nonuMepas, ciocoOHbIX caMOCTOSATENBHO
OCYIIECTBIISITh BCE OCHOBHBIE (YHKIIMH B IMpoIllecce TPaHCKpUNIHMH. JIeWCTBUTEIBHO, Y
onuroMepHslx PHK-nonmMmepas, kak ¥ y OOJIBIIMHCTBA CJIOXKHOYCTPOECHHBIX (PEPMEHTOB,
TOJIBKO oJHA cyObenuHuIa (0era — y PHK monmumepas sybakrepuii) sBIseTCs COOCTBEHHO
KaTaJUTHYECKOH, a OCTAJIbHBIE, BO3MOKHO, BBIIIOJIHAIOT (DYHKIIUHU PETYISTOPHBIX.

dakTOpHI TPAHCKPUIIIMU PUOOCOMHBIX T'€HOB

Tpauckpunimonsstii Gakrop (TD) — 310 OeNOK, KOTOPHIH MOCIE ero mepeMeIicHus B
AP0 KIETKH PETyIHpyeT TpaHCKpUNIHIo, cnenududecku p3aumozerictys ¢ JHK, mm6o
CTEXMOMETPUYECKH B3aUMOJCHCTBYS C JPYrUM OEIKOM, KOTOPBIH MOKET 0Opa3oBHIBATH
cnenuduaHbIi k mocienoBatenbHocTH JJHK komruteke «6emok-JITHK.

B pamkax Takoro ompeneneHus Oenku  Tuma  hsp90,  ymep>KuUBaroIIue
TPAHCKPHUIIIIMOHHBIE (DAaKTOphI B IMTO30JI€, HCKIIOYAIOTCA U3 paccMoTpeHHus Kak TO.
Perynsropubsle  (epMEHTHI, KOTOpbIE€ OCYIIECTBISIOT CBOE BIMSHUE IOCPEICTBOM
KATAIMTUYECKONW aKTMBHOCTH, a HE 4Yepe3 CTEXMOMETPUYECKHE B3aMMOJCHCTBHUs, TAKXKE HE
NOJDKHBI paccMarpuBarbesi kak T®d. Hakonen, He OTHOCATCS K TPAaHCKPUIILMOHHBIM
¢daxTopam u Ttakue JIHK-cBsi3piBaromme Oenku, Kak THCTOHBI, JJIsI KOTOPBIX XapakTepeH
HU3KUH ypoBeHb crneuuduunoctu npu B3ammozeicteuu ¢ JIHK. Uro kacaercss rpymrbl
sanepHbix 0enkoB HMG , To oHU coaepikar kak Hecnernuduaecku cszbiBaromuecs ¢ JJTHK
oenku (HMG 1 u HMG 2), tak u peanbHble TPaHCKPUIIIIMOHHBIE (hakTopbl cemeicTB SRY
(Sox) .

UBF 6ex0k (upstream binding factor)

@axrtop TtpaHckpunuuu reHoB pPHK UBF y no3BoHouHbIx mnpencraBisieT coOoi
6enok maccoii ot 80 mo 92 x/la (B 3aBUCHMOCTH OT BHAA OpraHW3Ma), COJCPIKAIIUHA MIeCTh
MOBTOPSIIONIUXCS y4acTKOB, roMoiorudyHbix JIHK-cBs3piBatomum qomenam 6enkoB HMG 1 u
2 [Bachvarov u Moss 1991; Jantzen u cotp.1990].

B xietke UBF mpucyrcrByror B aByx popmax — UBF1 u UBF2 ¢ monexynsapHbIMU
Maccamu 97 u 95 k/la, koTopble 00pa3yroTCsl B pe3yJabTaTe albTEPHATUBHOTO CILJIAHCHHTA.
UBF1 conepxur nsare HMG-noMeHoB, (iaaHKUpOBAaHHBIX N-KOHIIEBBIM JUMEPHU3YIOLIUM
MOTHUBOM M KOpPOTKOM Kucinoii C-KOHIIEBOM IOCIIEOBATEIbHOCThIO. VIHTEpecHo, 4TO
coceqaue HMG-nomensl onHoro u toro ke UBF o0nanarot ropa3no MeHbliel roMoJIoruei,
yeMm cooTBeTcTBytomue aoMeHbl UBF pasHbIx BUIOB (Hanmpumep, IINOPLEBOM JISATYILIKH U
yenoBeka). [lonarator, uro kaxasii HMG-gomeHn obecrieunBaeT 0Co0YI0, 3BOIIOLMOHHO
KOHcepBaTHBHYIO (QyHkuuio Mousiekyasl UBF. Takumu  ¢QyHKuusmMu Moryt  ObITh
pacrno3HaBaHue crenuduyeckux mnocnenoBarensHocteid JIHK, co3manune MoIeKyIspHBIX
uHTepdeiicoB s Oenok-0enkoBbix B3auMoaeicTBuii Mexay Pol I u TIF-IB/SL1 , a takxe
pasNIMuyHBIMU  penpeccopamMu U aktuBaropamu TpaHckpunuuu pJIHK. C-Konuesas
nocnenoBaredbHOCTs UBF  comepkutr Heckosbko ¢ochopruimupyemMpix OCTaTkoB Ser u



HeoOxomuma Juisg aktuBauuu TpaHckpunuuu p/IHK. OgHOM M3 OCHOBHBIX XapaKTEPHUCTHUK
oenkoB, coxaepxkamux HMG-6okc, siBisieTcss UX crmocoOHocTh m3rubdath moziekyny JHK u
IIPOYHO CBS3BIBATBCA C €€ KPECTOOOpa3HbIMU CTPYKTypaMu. Bcemu 3TuMu cBoicTBaMu
o6mnagaer UBF, 1 oHH geTaabHO MCCIIETOBAHEL

C-konreBoit nomen UBF copepkuT OONBIIIOE YUCIO OCTATKOB C KHUCJIOTHBIMU
OOKOBBIMH TPYIIIIAMHU.

UBF sBnsieTcst BBICOKOKOHCEPBATUBHBIM O€nKoM. Y mpuMatoB u rpbisyHoB UBF
pa3anyaroTCs JMILIb OJHUM aMUHOKHMCIOTHBIM OCTaTKOM, B TO BPEMSI KaK TOMOJIOTHSI MEXAY
MJIEKOTIUTAOIMKUMHU U Xenopus coctasiisieT 73%.

CeszpiBanne UBF ¢ mpomotopom PHK-nonumepasst [ siBnsercs mepBoil craaueit
MHULMAIUN TPAHCKPUIIUKU U, TO-BUJUMOMY, UTPaeT KIIOUYEBYIO POJIb B PETYISILIMM YPOBHS
cunteza pPHK. UBF o6pa3yer nmumepsl B pacTBope 3a CUET B3aUMOJEUCTBHUSI N-KOHIIEBBIX
noMeHOB (0kojo 80 aMHMHOKHCIOTHBIX OCTarkoB). JIJiss MakCUMajabHOM aKTUBALUU
tpanckpunuuu pakropoM UBF nHeobxoaumsl C-koHI1IEBOM M N-KOHIIEBOW JOMEHBI, a TaKKe
Bce noMenbl, conaepxkamue HMG koncencyc [McStay u corp. 1991; Voit u cotp. 1992;
Jantzen u cotp. 1992]. B TO ke Bpems Ui yMEPEHHOW aKTHUBAIlMM NPOMOTOpa U TPH
OTCYTCTBUM  KOHKYpPUPYIOIIMX  OEIKOB  JOCTaTO4YHO,  MO-BUJIUMOMY,  HaJU4Ms
¢bynkunonansHeix HMG koHcencycoB 1 u 4 (y muexonuTaronmx) U N-KOHIEBOTO JIOMEHa
[Moss u Stefanovsky 1995; Leblane u corp. 1993; Bazett-Jones u cotp. 1994].

UBF cpaBHUTENBHO MAJIOYYBCTBUTENIEH K TOUEUHBIM MYTAIUSAM MIOCIEI0BATENIbHOCTH
npoMoTopa. Tak, Hanpumep, €TMHUYHbIE TOUEYHbIE MYTAallU B OCHOBHOM IIpoMoTope 1 UPE
npakTudecku He BiustoT Ha cBs3biBanne UBF [Read u cotp. 1992]. UuTtepecHo, uto UBF
MJIEKOTIMTAIOMUX M Xenopus IOJHOCTHIO B3aMMO3aMEHSIEMbl B OTHOLIEHUM Yy3HaBaHUS
npomoropoB PHK-mommmepassr I denoBeka m Xenopus, HECMOTpS Ha IIOYTH IIOJHOE
OTCYTCTBHE TOMOJIOTMM MEXJIy MOCIEeIOBAaTEIBHOCTSIMA MPOMOTOpOB. TakuM o0Opaszom, c
OJIHOM  CTOPOHBI, pa3Iu4usi B  AMUHOKHUCIOTHBIX  IIOCJIEOBATEIBHOCTAX  MEXIY
cootBercTBYomIMMU HMG koHceHcycamu paznuuabix UBF He oka3pIBaloT CylieCTBEHHOTO
BIUSHUS Ha Yy3HAaBaHHE IPOMOTOPHOM MOCJIENO0BAaTEIbHOCTH, C JPYrodl CTOPOHBI, JUIsS
cesa3piBanuss UBF, mo-Buaumomy, Oojiee BakHa MPOCTPAHCTBEHHAs CTPYKTypa M COCTaB
MPOMOTOpa, YeM TouHas nocienoBaTenbHOCcTh ocHoBaHui B JIHK. Caiitel cBsizbiBanust UBF
SIBIISIIOTCS, Kak npaBuiio, (G+C) 6orareivu [Jantzen 1992; Leblane 1993; Copenhaver 1994].

bbu1o moka3zaHo, YTO KOPOTKMH y4yacTOK JUIMHOW B 24 aMUHOKHCIIOTHBIX OCTaTKa
Mexy HMG kxoncencycoM u C-KOHIIEBBIM «KHUCIBIM» JIOMEHOM BakeH it Tpancnopta UBF
u3 nutorutasmel B siipo [Dimitrov 1993], a HMG koHceHcyce, Haxoasmuiics B npenenax C-
KOHIIEBOTO JIOMEHa, BakeH s nokanusaiuu UBF B sapeimikax [Maeda 1992].

SL-1 (¢pakrop Tpanckpunuuu TIF-IB/SL1, renst P-PHK)

AKTUBATOp TpaHCKpHUIIUU puOOCOMHBIX TeHOB SL1 coctouT u3 daxropa TBP u Tpex
noymnenTua0B, HazbiBaeMbix TAFI ¢akropamu, maccoit 110, 63 u 48 k/la (y genoBeka). Y
npoxokent TBP ygactByet B Tpanckpunuuu kak PHK-nonumepass! I, tak u PHK-niosmMepasst
Il u PHK-nmonmmmepaser 111 [Schultz u cotp. 1992; Cormack u Struhl 1992]. Becbma BeposiTHO,
YTO aHAJOTHUYHAs CHTYallHs CYLIECTBYET W y Bbicmux sykapuot [Righy 1993; Sharp 1992;
Struhl 1994]. C apyroit croponsi, dakrtopsr TAFI sBistores cnenuduyeckumu aus PHK-
nosumepassl I [Comai u cotp. 1992; Eberhard u cotp. 1993].

Memnunseiii - gakrop TIF-IB (Pol I-specific transcription initiation factor B),
W3BECTHBIN Takke Kak (akrop D, obOecrmeumBaer Pol I cenekTHBHOCTH B OTHOIICHUH
npomotopoB reroB pPHK (p/IHK). Ananornunsiii 6enok y yenobeka Ha3Ban hSL1 , y kpbic —
rSL1 u y X.laevis — Rib 1 . Bzaumoneiicteue ¢akropa TIF-IB/SL1 ¢ mpomoropom p/IHK



obecrieunBaer cBs3b xonodepmenta Pol I ¢ mpomoTropoMm U cOOpKy MpeAnHUIIMAIIMOHHOTO
KOMILJIEKCa.

®akrop TIF-IB/SL1 cocrout u3 ueTbipex CyObEIUHUI], OJJHA U3 KOTOPBIX SIBISETCS
OCHOBHBIM (hakTOopoM TpaHckpunuuu TBP, HeoOxomumeim mns ¢yHkunoHupoBanus PHK-
MOJINMEpa3 BCEX TPEX KJIACCOB. TpH APYrux cyObeIMHUIBI C MOJIEKYJIIpHBIMU Maccamu 110,
63 u 48 k/la mpencraBustorT coOoil pasHble TBP-accoummpoBannbie ¢axtopel TAFI,
WHIVBUAYAIBHO U crienupudecku B3ammoieiicTBytomue ¢ TBP, a takke npyr ¢ apyrow,
oOpa3ys mpouHblii komruieke. B coctaBe xommiekca TAFI48 obecnieunBaer kontakt TIF-
IB/SL1 ¢ dakropom UBF , a TAFI63 u TAFI110 yuacTByIOT B pacrio3HaBaHUH IPOMOTOPA.
@axropsl TAFI He 00HapYXHBArOT TOMOJOTHU C COOTBEeTCTBYyromMMH (aktopamu TAFII,
crieruduuabivu B otHoteHuu Pol 11 . Boxee Toro, mepsbiit u3 cBszaBmmxcs ¢ TBP dakropos
TAFI npenorspamiaer B3aumoaeiicteue ¢ TBP ¢akropos TAFII (u Hao6opoT), 9TO Nemaer
HEBO3MOXXHBIM 00pa30BaHME HEMPOAYKTUBHBIX XHMEPHBIX KOMIUIEKCOB. OJIHOBPEMEHHO
B3aumozeiicteue TAFI48 ¢ TBP usmenser [JHK-cBsi3piBaromue cBocTBa NOCIEAHETO, YETO
ToT mepectaer y3HaBaTh TATA-OOKC — XapakTepHBIH CTpyKTypHBIH srmement Pol II-
MPOMOTOPOB,  CIIEAOBATEIBHO, TEPSIET  CIOCOOHOCTh  OOecrevnBaTh  WHUITHAIHIO
tpanckpunuuu Pol II.

Takum oOpa3oM, MOJIEKYJsipHAsE OpraHu3alds pPUOOCOMHBIX TEHOB HMEET CBOU
cnenupuieckue 0cCoOOEHHOCTH, 3aKITIOYAIOIINECs B HAIMYUN COTEH U THICAY KO B TEHOME
U SIBJICHUH aMIUTH(UKALUN.

PubocoMHbIe Te€HBbl pa3HBIX TPYII OPraHU3MOB MMEIOT BEChbMa CXO0KHE NPUHIMIIBI
CTpPOEHHMsI: HeTpaHCKpuOupyemas nocienoBarenbHocTs JJHK u TpanckpuninonHas equHuIa,
B COCTaB KOTOPOM BXOJAT ydacTku, cooTBeTcTBytouue 28S, 18S u 5,8S pPHK, pasneneHubie
BCTaBKaMH.

[Ipouecc  tpanckpunumu reHoB pPHK  mpoucxogut ¢ O4YeHb  BBICOKOM
MHTCHCUBHOCTBIO, TIPU 3TOM KIIIOYEBBIM (DaKTOPOM TMpoliecca sBIseTcs (hepMeHTaTHBHAS
nesrensHocTh PHK-niommmepassr | .

CymiectByer tpu tuna PHK-monmumepas, kaxnablii U3 KOTOPBIX OTBETCTBEHEH 3a
TPAHCKPHIILIHIO PA3HBIX TPYII pUOOCOMHBIX T€HOB; CYObEIMHHUYHOE CTPOCHHE (DEPMEHTOB,
MO-BUJIMOMY, OTPaXaeT UX PYHKIIMOHATBHYIO POIIb.

B perymsiuuu TpaHCKpUNIMK PUOOCOMHBIX T'€HOB BAXKHYIO pOJb TaKXKe HUIPAIOT
SHJIOTEHHBIE TpaHCKpUMIMOHHbIE (akTopsl — UBF-6emok n SL-1. Ilo3Hanue ocoGeHHOCTEH
MOJIEKYJISIPHOUM CTPYKTYpHl M (yHKuHOHHpoBaHus reHoB pPHK pasHbIX rpynm opraHu3MoB
MO3BOJIUT BIJIOTHYIO MPUOIM3UTHCS K MOHMMAaHHIO pabOThl pUOOCOMHBIX I'€HOB YE€JIOBEKa,
YTO OK&XKET CYIIECTBEHHOE BJIMSHUE Ha LEJICHAIPABICHHOE YIPABICHUE UX JKCIPECCHU C
LIEJIbI0 YCIEIIHOTO JIEUEHUS OOIIMPHOTO CIIEKTPa KIETOYHBIX MTaTOJOTUH.
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