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MOJIEKYJ/JIAPHASA 3BONIOLUA U CTPYKTYPA CYGBEJAUHUIIL
SAEPHBIX PHK-ITOJIMMEPA3 9YKAPHUOT B CBETE
IK30H-UHTPOHHOU OPTAHU3AILIUUN UX TEHOB

© 1999 r. I. B. llinakosckun’, E. H. JIeGenenko

Unemumym 6uoopzanuieckott xumuu um. M.M. Hlemarxuna u 0 .A. Oguunnukosa PAH,
117871, Mocksa, ['CII-7, ya. Mukayxo-Maxaas, 16/10
TTocrynuna B pepakumio 30.03.99 r. ITpunsita x nevatu 05.07. 99 r.

Ananus coOCTBEHHBIX (Anist Schizosaccharomyces pombe) W TUTEPaATYpHLIX (Mnst Saccharomyces cerevisiae,
Caenorhabditis elegans, Arabidopsis thaliana, Homo sapiens u pana npyrux Eucarya) JaHHbIX 10 3K30H-HH-
TPOHHO! OpPraHM3ali FeHOB, KOAMPYIOIIMX CyObequHALLI aaecpHeix PHK-nmonumepas, nokasan, 4To UH-
TPOHbB! B OPTOJIOTUYHbIX N€HAX M3 PA3HbIX OPTAHU3MOB PACHOJIOXEHDBI HE cllyyallHbIM 06pazoM: UX MO3M-
MU, CPOEUMPOBAHHBIC HA KAPThl CPABHEHHS aMUHOKHCIOTHBIX NTOCAEHOBATENLHOCTEY CyObEJHHUII-OD-
TOJIOTOB, 324aCTYH) COBNANAIOT ¥ 9BOTIOLHOKRHO OYEHE faneKux BUoB. I1pu 3TOM NO3MUHH UHTPOHOB, KaK
NPaBUIO0, COOTBETCTBYIOT KpasiM 30H KOHCEPBATHBHOCTH AU MECTAM BO3MOXHBIX U3IHO0B MONHIEHITHI-
HO# UenH, OrpaHHYMBasi 3JIEMEHThl BTOPHYHOI CTPYKTYPhI (cyObegunnia Rpb8 ¢ akcnepuMeHTanpHo yc-
TQHOBJIEHHON IPOCTPAHCTBEHHOH CTPYKTYPOH) UM CTPYKTYPHO-(DYHKIMOHANBHEIE MOAYJIH (CyObeHHM-
upl Rpb10 1 Rpel0). Do cormacyercs kKak ¢ uaeei 0 ApEBHEM NPOUCXOXKEHUS HHTPOHOB, TAK U C NPEX-
CTaBiieHHeM 00 3IBONIIOLUMH [PEBHUX OCNKOBBLIX IOCNEHOBATEIBLHOCTEH HYTEM COOPKM HX I'€HOB W3
KOPOTKHMX NPOTO3K30HOB, 0ToOpasubix [Tpuponoii ewe Bo BpeMera Mupa PHK. CpaBHUTENbHBIHA aHATU3
NEePBUYHBIX CTPYKTYp cyoheaunul PHK-nonumepas sykapnot no3sonun oGHAPYXXHTbL CUTHAN SACPHOH
nokanusauuy B cyGwenuuuie Rpbl0, a Takke HAWTH TPEANONONKATENBHBIE MOMOJOTH CYyOBENMHUIbI
Rpcl0 y HekoTOpBIX apxed.

Katouegwie caosa: opzanusayus 2eHos cybeedunuy sdeprsvix PHK-noaumepas aykapuom, 3604104uUs K-

3OH-UHIPOHHOU CIPYKIYDbL; MOOYAU BIMOPUHHOU CIMPYKINYDbL, IKIOHHAR MEODUSR 2EHOE.

YcraHoBieHHE IONMHOW NEPBUYHOH CTPYKTYPbI
F€HOMOB LENOro psijla OpraHu3MoOB (B TOM dHCIE,
IABYX SYKapMOTHYECKHX: JpOKKeid Saccharomyces
cerevisiae 1, 2] u Hemaronsl Caenorhabditis elegans
[3]) npuBenO K BO3HUKHOBEHUIO MEHOMHKH KakK Ha-
YKH O CTPOEHUH, PYHKIHOHHPOBAHNH U MOJIEKYJISIP-
HOH 3BOJIIOLIMM F€HOMOB M IIOJHSIIO Ha KAYECTBEHHO
HOBBI# YPOBEHb PACCMOTPEHHE MHOTHX (hYHIaMEH-
TaNbHBIX O01Ie6UOTOrNYECKHX TPOOIIEM.

Opna u3 Takux pobdeM — BOPOC O HPOHCXOXKE-
HUHY, (PYHKIMOHATLHON POJIM 1 3BOTIOUMH MHTPOHOB,
a TAK>KEe O COOTHOLIEHUH SK30H-UHTPOHHOH OpraHu-
3alliM TEHOB M OPOCTPAHCTBEHHOW CTPYKTYpbl Oel-
KOB, KOTOpbIe OHH KORHMPYIOT. OOCY:KAEHHC 3TOH
poGreMbl HAYaNoCh Ccpasy Mocie OTKPbITHs B 1977 r.
9K30H-HHTPOHHOH CTPYKTYpbl reHoB [4-7]. Iloutn
ONHOBPEMEHHO BO3HUKJIM [ABE IPOTHBOIOJIOXHBIE
TO4YKM 3peHusi. OfnHa U3 HUX yTBEPAKIAET, UTO TEHBI
UCXOQHBIX OPraHU3MOB OBLIH HENPEPbIBHBIMU U, HO-
HOOHO reHaM COBPEMEHHbBIX DaKTepHil, HHTPOHOB HE
copepxanu (cM. [8-10]). CornacHo 3TOH TOUKE 3pe-
HUSI, UHTPOHBI ABWIKMCH OTHOCUTEJIBHO HEJaBHUM
NPHOOPETEHHEM SYKAPUOTHYECKHX TCHOB U BO3HU-
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KaJ¥ B OCHOBHOM B PE3yJIbTaTE Npouecca, CXOAHOIO
C TPAHCIIO3HMIIMEH KaK MbI €€ 3HaeM ceropus. [IpoTu-
BOIONIOXHAs Touka 3peHus [11-13] npennonaraer,
4YTO HHTPOHbI UMEIOT OYE€Hb JPEBHEE MPOUCXOXKAE-
HHUE U NOSIBHJIMCH OTHOBPEMEHHO C BOZHUKHOBEHHUEM
T€HOB U3 OTHOCHTEJBHO KOPOTKHX (PparMeHToB Mep-
BOHAYaJbHBIX HACJENCTBEHHBIX MOyeKyn. Bnocnen-
CTBUM Y HEKOTOPBIX IBOIOIUMOHHBIX BETBEH OPraHm3-
MOB MHTPOHBI OBIIM HOJHOCTLIO yTpavyeHbl. Hanbo-
7nee MOJIHO 3Ta TOYKa 3peHMs Obla pas3BHTa
Yonrepom I'mabeprom B pamkax Jk30HHOH Teopun
I'enos (9TT) [14, 15]. Ilo aToil Teopun nepBoHavab-
Hble TeHbl (ur-genes) MPOreHoTa (aHri. progenote,
HEPBUYHBIA OpraHU3M) BO3ZHHKAIM U3 KOPOTKUX IIO-
CJIENOBATENBHOCTEH, KONUDPYIOLIMX  IIOJHNEHTHAbI
pauHOM 15-20 a. 0. DTu oTOOpaHHbIe 3BOMIOLMEH MO-
CNENOBATENBHOCTH SBHIINCH TEPBUYHBIME IK30HAMHU,
AanbHelee KOMOUHAPOBAHME U 3BONFOLHS TIPORYK-
TOB KOTOPBIX IPHBENU K HBIHELIHEMY Pa3HOOOpa3uio
OENKOBBIX CTPYKTYp. Hekoaupyiolme KOHUEBbIE 110-
CJIEAOBATEABHOCTY IEPBUYHBLIX 3K30HOB TPU HX pe-
KOMOMHAUMH IIPUBOJIUIIM K 0Opa30BaHUIO IPEPHIBAO-
LIMX MOCIENOBATE/NLHOCTEl ~ HHTPOHOB, KOTOPEHIC
MOKHO PaccMaTPHBaTh K&K OCTaTKH “3BONIOLMOHHO-
ro kies:”. B otnmdue oT npoxapror, 0CBOGOANBIINX-
Cs OT 3THX “‘HEHYXXHBIX OCTaTKOB, y OONbIIUHCTBA
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9YKAPUOT MHTPOHBLI NPETEPIEBANH CYLLECTBEHHYIO
SBOJIIOLHIO, DPEBPAliasCh 3a4acTYIO B THIAHTCKHE
MOCJAEOBATENbHOCTH, BBINOJIHSIONME, BO3MOXHO,
BaXKHYIO (PYHKLMIO B reHOMe (CM., Hanpumep, [16]).

I'oBopst 06 ITT', Henb3st HE OTMETHUTH BaKHYIO
pOJIb, KOTOPYIO chIrpana B €€ pa3paboTKe M pasBH-
THU KOHUENIHNS MOAYNBbHON OpraHu3aniy NPOCTPaH-
CTBEHHOM CTPYKTYPHI OENKOB, NPEANOKEHHAA MUTH-
ko ['o [17]. Cornacho 3ToO# KOHUE K, pa3paboTaH-
HOH Ha MOJENU reMorjobuHa, TpeTuyHasl CTPYKTypa
0enKa MOXeT ObITb Pa3OUTa Ha KOMIAKTHbIE MOJIH-
NENTUIHBIE MOAYIU IUAMETPOM [O 28 A, KOTOPBIE,
KaK TpPaBUJIO, COOTBETCTBYIOT OTHENBHBIM 3K30HAM.
OTta runore3a NMO3BONWIA HCCIAEHOBATEILHALE IIpa-
BUJILHO NPEJCKA3aTh B CEMENCTBE TMOONHOBBIX TEHOB
NIO3ULMIO HOBOT'O UHTPOHA, KOTOPBIN OB BIIOCIEACT-
BUM OOHApPY>KEH B I'€HAX JISTTCMOITTOOUHOB PACTCHHUM
[18, 19]. Cnenys aroit ke ugee, Y. I'unbept ¢ coaBTO-
paMu NPaBUIBLHO NPEACKA3aA HOBLIN HHTPOH B I'eHe
Tpuosodocparuzomepassl [20, 21].

BricTpoe HaxkomieHue HaHHBIX 1O NEPBUYHOMN
CTPYKTYpPE I'€HOB, YHCIIO KOTOPBIX BO3PACTAET IPH-
MepHO B 10 pas kaxpblie S ieT, TO3BONHIO0 IPUMEHUTD
METOfbl MAaTEMATHUECKON CTATUCTHKA [ aHAIH3a
pacnpeneseHysl MHTPOHOB B T€HAX U UX TIOJOXKEHUS B
kopone (dassl). Tax, B rpynne Y. 'mnGepra Oblna
HpOBEJleHa craTucTHyeckas o0paboTka 44 HpeBHHX
(T. €. UMEIOLUX OPTOJOTM BO BCEX TPEX HAQUAPCT-
Bax — Urchkingdoms — Bacteria, Archaea u Eucarya)
OENKOB, SIBISAIOIIMXCS, KAk TpaBUiIo, PepMEHTaMHU
YHUBEPCANBHBIX MeTabonnuecKkux nyrei [22-25]. Ilo-
BHOMMOMY, UMEHHO Ha TakuX, ‘TIOM MOAJEPKUBAIO-
mux” (anra. house-keeping) renax TOJbLKO ¥ BO3MOX-
HO paccMaTpHUBaTh BONPOCHI, CBS3aHHBIE C IPOUCXOXK-
NEHUEM U pAHHEH SBONIOLMEN CTPYKTYPBI [EHOB.

HecoMHEHHO K TakMM I'éHaM MOXHO OTHECTH U
reHbl KOMIOHEHTOB annapaToB TPAHCKPUIILKE H
TPaHCHSILIMH, B YaCTHOCTH reHbl CYObEeIMHUI sfep-
ubix PHK-ntonumepas 111, koropsie o cux nop u3
paccMOTpeHHst Bblafand. YacTHUHO 3TO ObLIO CBA-
3aHO C OTCYTCTBHEM CTPYKTYPHON HH(MOPMALMH: re-
Hel spaepasix PHK-nonumepas nanbonee xopouio
OXapaKTEepH30BAHHOTO 0O0BEKTa, S. cerevisiae, Kak
NPABHIIO, HHTPOHOB HE COXEP2KAT, a [I7Isk LEJIOTO PANa
IPYTUX 3YKapMOTHYECKHX OpPraHU3MOB HMeENach
TOJILKO YacTu4Hast uHpopmauud. Taxk, B ciydae gBy-
NOJNLHOTO pacTenus Arabidopsis thaliana u yenosexa
(Homo sapiens) Oblnu uAeHTU(PUUUPOBAHLI MHOTHE
komnonestsl PHK-nonuMepas, Ho nuilis Ha ypoBHE
MPHK [26-28]. Tonbko B nociaegnue 2-3 rofga crajia
MOABJIATLCS W TeHOMHas wHdgopmanus. B pexabpe
1998 r. 6b110 3aBEPILICHO CEKBEHUPOBAHHE I'EHOMA
HeMatonsl C. elegans [3], HO ciiefyeT UMETH B BHAY,
YTO 3K30H-UHTPOHHAS CTPYKTYpa MHOTHX T'€HOB B
9TOM Cllydae SBISETCS NPEANOIOXKUTENbHON, TaK
KaK YIPEACKa3aHa ¢ IOMOUIbIO KOMIIBIOTEPA.

Bonee nonuast uHQOpMauusi HMEETCS Ha Ce-
rOAHSIIHAA AeHb o reHax spepubix PHK-monuMme-
Ne 11
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pa3 I-1Il Schizosaccharomyces pombe. Hepasno ycu-
musiMu Tabopatopun Axkupb!l Mmuxamel (Haumo-
HaJbHBIA WHCTHTYT FCHETHKH, SNOHHS) M Hauwlei
T'pyIIbl 3aBEpLUEHA CTPYKTYPHAs XapaKTEpPUCTUKA
Bcex 12 cy6wepuuny PHK-nonumepassr Il n ux re-
HOB [26, 29-38]; kpoMe TOT0, KIIOHUPOBAaHbLI U CEK-
senupoBanbl KIHK # renel 9 uz 10 He3amMeHUMBbIX
cyopepuuuy PHK-nomumepaswr 1 Sz. pombe (8 us
HUX — B Haweil rpynme) [33, 39-42]. Hendummnecs
ApOXCKHU Sz. pombe, paHo pasolenmascs ¢ S. cerevi-
siae BETBb OJHOKJETOYHBIX ACKOMUUETOB [43, 44],
IPENCTABISIFOT HECOMHEHHO YHOOHBIH OOBEKT st
aHaNu3a SBOJIOUMH IK30H-UHTPOHHOHN Opranu3auiu
[EHOB, MOCKONBKY HHTPOHBI IIHPOKO NPENCTABICHbI
B HX reHoMme [45, 46].

Takum o6pasom, s spepubsix PHK-nomumepas,
ocobenno PHK-monumepasbr II, Ha ceropssimHui
HeHb €CTh JIaHHBIE O CTPYKTYPE I'€HOB ISl BCEX TPEX
OCHOBHBIX I[apCTB 3YKapUOT: rpuloB (5. cerevisiae,
Sz. pombe), pacrenuit (A. thaliana) ¥ >XHUBOTHBIX
(C. elegans, Drosophila melanogaster, H. sapiens). Ha-
crajla nopa CHCTEMATH3aUHH M AETaNbHOTO aHAIN3A
3THX CTPYKTYP.

B sipepusix PHK-nonumepasax I-11I moxxHO BhiRe-
JIUTH TPH THIMA CyOBEIUHHL. Bo-TIepBbIX, 3TO ABE Ca-
Mble OoblIMe CyOBENMHUNB! KAXAOro u3 (epmen-
TOB, CTPYKTYpHO [47-49] 1 dyHrumoHansHO [50-52]
romonoruyusie cyonrenunnnam B u ' PHK-nonnme-
pasbl E. coli ¥ IpencTaBiacHHbIE BO BCEX TPEX OCHOB-
HbIX 3BOMIOLIMOHHBLIX gomenax (Bacteria, Archaea m
Eucarya) [53]. Bropyro rpynmny cOCTaBisiiOT CyObe-
nuHuLB! Rpb3 u Rpbl1 PHK-nmonumepaser I, a tax-
K€ TOMOJIOTHUHBIE HM IO CTPYKTYPE CYOBERMHHILBI
Rpc40 u Rpcl9 u3 PHK-nonumepas [ u I, Toxe oc-
XxopsmMe K 6akTepuanbHoMy pepMeHTy (cyOnbenu-
HHALA (1), OfHAKO UMEIOILUE C HUM JINIIb OFPAHHYEH-
HOE CXO[CTBO B PAMKax TaK Ha3bIBaEMOIO O-MOTHBA,
BrepBrIe oOHapykeHHoro MapruHaeinom [54]. PyHK-
IMOHANBHAS poNib TerepopguMmepoB Rpcd0-Rpel9 u
Rpb3-Rpbll, no-BuaguMomMy, CXORHA C PONBLIO FOMO-
numepa o, B OakrepuanbHoMm depmente [55-59].
B TpeThIO rpyniy BXOISIT BCE OCTaNIbHBIE, TAK Ha3bl-
BaeMble MaJible CySbeIHHHULIbI, K KOTOPBIM OTHOCHT-
cst maTh cyobenuuul (Rpb5, Rpb6, Rpb8, Rpbl0 u
Rpcl0), o6mux miust Bcex Tpex (PEPMEHTHBIX KOM-
wiekcoB [60-62], u pap cydbeguuul, cneluPUIHbIX
s kaxpoi uz3 PHK-nmomumepas [53, 63-67]. B or-
JMYKE OT OEJIKOB ABYX MNEPBbIX THIIOB CYOBEAUHULBI
TPeTHEN IPYIIbI HE UMEIOT roMonoros B PHK-nonu-
Mepasax 9y0axkTepril, HO 1/t OONBILIMHCTBA M3 HUX
ecTh romosoru B cocrase PHK-nonumepas apxei
[68~71], nmpuueM CTPYKTypHasi KOHCEPBaTUBHOCTH,
no KpailHed Mepe s cyobeguaunbsl Rpbl10, gonon-
HIETCI M (PYHKIMOHANBHBIM pOACTBOM [72, 73].

[TpencraBineHHOCTH CYObEAMHUL NEPBOrO K (C ON-
PENESIEHHOH OrOBOPKOWM) BTOPOro THUNOB BO BCEX
TPEX HagUapcTBax >KHBbIX CYLIECTB YKa3bIBAET Ha UX
Gonee [peBHEE IPOHUCXOXKNEHHE IO CPAaBHEHMIO C

1999



830 HIMAKOBCKMH, NEBEIEHKO
MHTPOHBI B reHax, KOOUPYIOWHMX cyGbeauntubi aueproit JHK-3apucumoit PHK-nonumepaser 11#
. Komnnemenrayus
YHCAO MHTPOHOB Hueno nosuumii reHa-roMoJiora, B
HHTPOHOB S. cerevisiae®**
['en CybrenuHnia
Sz.pom.|S. cer|A. tha.|C. ele. D. mel|\H. sap.| mpyrue | Bcero HgH?HBSIi;‘:* Sz. pom. | H. sap.
rphl* 6 0 11 11 3 28 (28 M. mus.| 44 11 e ) Rpbl
rpb2* 1 0 24 9 2 28 |1 E. oct. 35 2 () ) ) Rpb2
rph3* 2 0 2 5 0 8 - 11 S(venaw) @i &) Rpb3
rpbd* 3 0 ? 2 - 3 - 4 3(eaw) @ @ Rpb4
rpb5™ 2 0 3 2 0 6 - 11 2(%w) @ e Rpbs
rpb6* 1 1 5 0 ? 4 - 7 2(ww) &) ® Rpbb
rpb7* 1 0 5 0 - 7 - 7 S(eadaa)| @ @ s Rpb7
rpb8* 2 0 3 2 - 3 | 3P.min 7 3(eaw) ) @D ts Rpb8
rpb9* 4 0 3 ? 0 5 - 8 3(vawv) @ &) Rpb9
rpbl1*] 2 0 4 2 - 3 - 5 3(ves) @ ts ) Rpbl|
rpbl0*] 2 0 3 ? - 1 - 3 3(tve) ) @ Rpb10
rpcl0* 1 0 2 2 2 2 2 U. fab. 2 2(e9) ® @ Rpc10

* B Tabanue 1 B PUCYHKAX HCIIOJIB30BaHbI CACAYIOIUHE COKPALUCHUs! HAa3BaHUH OPraHu3MoB: A. tha. — Arabidopsis thaliana, Ar. ful. — Ar-
chaeoglobus fulgidus, C. ele. — Caenorhabditis elegans, D. mel. — Drosophila melanogaster, E. oct. — Euplotes octocarinatus, H. sap. — Ho-
mo sapiens, M. mus. — Mus musculus, P. min. — Pedinomonas minutissima, Pyr. hor. — Pyrococcus horikoshii, S. cer. — Saccharomyces cer-
evisiae, Sz. pom. — Schizosaccharomyces pombe, U. fab. — Uromyces fabae.

#% O603HaYEHHS MTO3HLMI HHTPOHOB KaK Ha pHUC. [-5.

#5% TImroc B KPY:KOUKE 03HaYaeT CNOCOGHOCTH COOTBETCTBYIOILErO M'eHa 3aMEHATH (PYHKIMIO HATHBHOIO FEHA-OPTONOra B KJETKAX
S. cerevisiae, MUHYC — OTCYTCTBHE TAKOH CMOCOOHOCTH. 3HaKaMHU {5 OTMEUYEHDI CIyYaH, KOrAa B Pe3yNbTaTe MEXBUAOBOH KOM-
MIEMEHTALMU 0DPA3YIOTCA TEPMOYYBCTBUTENLHbBIE LUTAMMbI IPOXCKEN (5-MYTaHTEIL).

CyOBEAMHNUAMHI TPETHETO THIIA. DTO MOATBEPKAACT
¥ BBICOKasI 9BOJIFOLIMOHHAS KOHCEPBATUBHOCTE KaTa-
qurnyeckoro unentrpa PHK-nomumepas Gakrepui,
apxeil 1 3yKapuoT, PacloNOXKEHHOTO Ha ABYX CaMbIX
0OJBUINX CYOBEAMHMIAX KaXJOro U3 (HepMEeHTOB
[50-52, 74, 75]. BMecTe ¢ TeM, yYATbIBASI OUEHD JaB-
Hee TIPOUCXOXJICHUE apXxel, K OpEBHUM OeaKaM He-
COMHEHHO MO>XKHO OTHECTHU U CYOBLEAHHULLI TPEThE-
ro tuna. Bee Maneie cyObeguMHMLBI IPEACTABIAIOT
COOOI YHHKANbHBIC (TO €CTh IPAKTHIECKH HE HMELO-
HIe TOMOJIOTHYHBIX JJOMEHOB B 0O€lKax Apyrux ce-
MEHCTB) MONUNENTUHBI, CTPYKTYPHO OYEHb KOHCEP-
BATUBHbIE B 3BOTIOLMH. ONBITHI 110 MEXBUIOBOH
KOMIUIeMEHTaluH OTHeNbHbIX cyObenuanl PHK-no-
numepas I-1I1 B xnetkax S. cerevisiae yOEAUTENBHO
NOKa3bIBAIT M HX (DYHKLUUOHAJIBHOE POACTBO [26,
27,29,32,65,72,73, 76-78].

B nanHomM 0630pe MBI paccCMOTPHM 3K30H-HH-
TPOHHYIO CTPYKTYPY M€HOB, KOAUPYIOLIMX CYyObERN-
nuue! PHK-onumepassi 11, Tem Gonee, 4TO nATh U3
HUX BXORAT B cocTaB Takxke PHK-nmonumepas I u Il
B Tabnuue cyMMUpPOBaHbI JaHHLIE O YHC/AE HHTPO-
HOB B 3THUX F€HaX y Pa3HBIX 3YKAPUOTHYECKUX Op-
raHn3MoB. CpaBHEHHE AMHHOKHCIOTHRIX [TOCIEN0-
BaTenbHOcTel Beex 12 cyOvenuuuy PHK-nonume-
paspl Il pasHbIX 2yKapuoT ¥ COIOCTaBIICHME
MOJIYYEHHbIX NaHHBIX C OPraHM3aLnEH COOTBETCTBY-

IOLUMX I'€HOB I103BOJIMJIO BBISIBUTBH B KaXK[OM KOH-
KPETHOM ciiyyae O0Iee YUCA0 NMO3ULUHA HHTPOHOB,
U3BECTHOE HA CErOfHsIIHUYI feHb (CM. Tadbnuuy, a
Takxe puc. 1-5).

OKa3anock, YTO MHTPOHBI B OPTOJIOTHYHLIX Ie-
Hax M3 pa3sHbIX OPraHU3MOB PACITOJIOKEHB] HE CIIY-
yaidHbIM O0pA30M: MX ITO3ULMUH, CIIPOEHUPOBAHHbIE
Ha KapThl CPAaBHEHMS] aMUHOKHUCIIOTHBIX [TOCIER0BA-
TEABHOCTEH CyO'bEJIMHUII-OPTONOrOB, 3a4aCTYK) COB-
HagarmoT y 9BOJNIOLMOHHO OYeHb JajeKHX BUJOB, Kax
TPOUJUTIOCTPUPOBAHO Ha NpUMepe OOLHX cyOBeaU-
Hur PHK-nomumepas I-III RpclO (puc. la), Rpb6
(puc. 2), Rpb8 (puc. 4) u Rpbl0 (puc. 3), a Takke
cyObenuuuupl Rpb7, cnenuduunoin pna PHK-nonau-
mepassl Il (puc. 3). ITo3uunn HHTPOHOB, KaK NPaBU-
JI0, COOTBETCTBYIOT KPacBbiM TOUKAM 30H KOHCEpPBa-
THBHOCTU WJIM MECTaM BO3MOXKHBIX HU3THOOB MOJH-
nentupnoi nenwm (cMm. puc. 1-5). B papge ciyuaes
NO3WLMKA UHTPOHOB OTFPaHHYHBAIOT PEAIBLHO cylie-
CTBYIOLIME CTPYKTYPHO-(DYHKLMOHAABHbBIE MOLYJIH,
KaK HanpuMep KHCIbIA (O0OTalieHHBbIH OCTaTKaMu
acnaparMHOBOH M TIyTaMHUHOBOH KMCIOT) N-KOHIE-
BOU pomeH cyOwemmHuubl Rpb6 [29, 87] (puc. 2),
CUTHAJ SIIEPHOM TOKaAU3aLuH OelKa B ciyvae cyob-
epunanubl Rpel0 [32, 88] (puc. 1a) niau yacth (MEPBYIO

MOJIOBMHY) aTMIIMUHOTO LIMHKCBSI3LIBAIOIIEIO AOMEHA
RCX,CGK&X,RYCCRRM cy6menunuunl  Rpbl0
BHUOOPTAHUYECKAA XUMUA  tom 25  Ne || 1999
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Rpcl0
(@)
Sz. pom. 1 MNHPTSTGGTAFNPPRPATMIYLCA&CGARNTIQAKEVIRCRECGHRV OFEAR 63 (1)
5. cer. MSREGFQIPTNLDAARAAGTSQARTATLKY ICARCSSKLSLSRTDAVRCKDEGHR I LIKARTK 1VQFEAR 70 (0}
U. fab. 1 MSQSYTPVQSVQPNFGRPGQGVPITYLCA%CGKDNCIKPREPVRCQECGJR 4 QFEAR 67 (2)
A. tha. 1 MDPAPEPVTYVCGEDCGQENTLESGDVIOCRECGYRIT. ¥ QYEAR 57 (2)
c. ele. 1 MDGSATPGPGQAHLKSNSMIYICG?CHAENEIKPKUAIR’CRECGYRIL ] YDRR 62 (2)
D. mel. 1 MSETSSKDNVKTAMTYICGECHHENEMRPRDPIRCRECGYRI ] RILVVEDAR 57 (2)
H. sar. 1 MDTQKDVQPPKQQPMI¥ICEGECHTENETIKSROPIRCRECGY R IMYIKKR WVVEDAR 58 (2)
Yc ¢ C CG R KR R AR
(6)
Sz. pom. 1 MNHPTSTGGTAFNPPRPATMIYLCADCGARNTIQA--KEVIRCRECGHRVMYRMRTK QFEAR 63
M Y+C CGA I K +++C CG R++ [K R +
Ar. ful. 1 MSYVCLICGAEVDID-TEKSLVQCTNCGGRILIKPRPLAKKKRVKAI 46
+t¥ ¢ CG EV +D + ++C CG +IL |RPRP +RVKAI
Pyr, hor. 1 MGQYLRVVLISQSLRPVRLLEELWSDVEMPEAVYRCAKCGREVKLDLSTTRDLRCPYCGSKILQKPRPK ~PRRVKAI 77
+ o+ Y C +CG +C C€G K L |[+P+ + | PR
Pyr. hor. (LA40) 1 MARFPEAEARIFKKYICLRCGATNPWG-----~ AEKCRKCGYKRL-RPKARHE-PRGGGR 51
Yc ce RC CERILYER R
Puc. 1. CpaBnenne nepBHaHbIX crpykTyp cyobendunus Rpel0 snepusix PHK-nonamepas 111 Sz. pombe 1 ee romonoros us
APYTHX 9yKapHOT (a) 1 apxell (6). 3uaku & HaJl aMUHOKMCIOTHBIMHI NOCIEA0BATENBHOCTAMMI COOTBETCTBYIOT [TO3HIIMN HHTPO-
HOB, PACHIONOXEHHBIX OC/IE NEPBOro 38€Ha KOAOHAa RARHOH aMUHOKHCNOTHI (ha3a 1). B pamky 3axmoden JOMEH, OTBEYATO-
LIgi 33 SIEPHYIO JTOKANU3alKIo Oesika. B HUKHUX CTPOUKaX IPHUBEICHbI HHBAPHAHTHbIE (¢) K KOHCEPBATHBHbIE (MHBapH-
AHTHBIE ~ MOJUEPKHYTHI) B OEIIKAX KAK 9YKAPHOT, TaK U apxeil (6) aMIHOKKMCIOTHBIE OcTaTKu. LH(ppbl yKa3bIBalOT HyMepa-
UMIO aMHUHOKHUCIIOT, L(hPh! B CKOOKAX — YHCIIO MHTPOHOR B COOTBETCTBYIOWEM reHe (cM. [26, 32, 36] u GenBank U81794,
ABO010072, 782266, AC004766). iHBapuaHTHbIE aMHHOKUCIOTHBIE OCTATKH BBICAEHBI TEMHO-CepbiM (HOHOM (a) HIH COOT-
BETCTBYOUIEH OYKBOH MEXKIY MOCHEROBATENBHOCTAMHU (6); KOHCEPBATUBHBIC — CBETIIO-CEPbIM (DOHOM (4) MITH 3HAKOM “+” (6).
TTepBuynbIE CTPYKTYPB! GENKOB apxeil B3SThHI U3 CHCHYIOWUX HOMEpOB nenonuposanis B GenBank: AE001102 (ren AF0056),
AP0O00007 (ren PHS056) u AP000006 (rexr PHS037).
Rpb6
Sz. pom. 1 NSDYEEDEAFGMDGAVMEEEVDELEMIDENGQSQQ —————————— GVSHPGEPSTTVITEDVASSKTAQSGKAVAKEDRTTT 72
S. cer. 1 MSDYEEAFNDGNENFEDFDVEHFSDEETYEEKPQFKDGETTDANGKTIVTGGNGPEDFQQHEQIRRKTLKEKAIFKDQRATT 82
C. ele. 1 MADEDDYQDMDNDDFVDENEMEDﬂIEEDPQRPDNEDEDDDNVDENFE —————————————————————— LFDQBKAVETSEHVIT 63
D. mel. 1 MDDADYDNDDVGGDDFBDVDEDVDEDINQEEEADNIE ——————————————————————————— ITAPGGAGGGCUPKSKRITT 59
H. sap. 1 HSDNBDNFDGDDFDDVEEDEGLDDLENAESEGQENVE ———————————————————————————— ILPSGERPQANQKRITT 54
D D EEDD D DDDD EEEE DEDDE EEE TT
f———— xucnbii N-KOHUEBOM JOMEH ———|
Sz. pom. 73 PEMTKYERARILGTRALQISMNAPVLVDLEGETBPLQIEHKELAQKKIPLLVRRYLPDGSY EHWSVAELI 142 (1)
S. cer. 83 PYMTKYERARILGTR&EQISHNEPVFVD&EGETD?LRIAMKELAEKKIPLVIRRYLPDGSF -EDWSVEELIVDL 155 (1)
C. ele. 64 PFHTR?ERRRVhGQRALQIAHG&PVMVELEGETDPLEIARKELKQRRIPIIVRRYLPDGSY EDWPTDQLQLAHW 138  (0)
D. mel. 58 KYMTKYERQRVL@TRALQiAECRPIMVELDGETDPLQE%MKELKQKKIPIIIR&YLPDHSY EDWSIDELIMVEN 131 (?)
H PYMTRYE ""ﬂTRAQQIAMCAPVHFELEGETDPLLIHHKEL;ARKIPIIIRRYLPDGSY BDWGVDELIITD 127 (4)

sap. 55

MTKYERAR LGTRALQI M AP V L GETDPL IA KEL IP RRYLPD 8 EDW. L

Puc. 2, CpapHeHHe TEPBUYHBIX CTPYKTYP OPTOSIOTOB cyGhemuuuusl Rpb6 srepunix PHK-nionumepas I-111 13 pastuyudbix oy-
KapHOTHYECKHUX OPTAHU3MOB. 3HAKU ¥ U & HAJl aMHHOKWCIOTHBIMH ITOCIIE[0BATENBHOCTAMK OTBEYAFOT TO3HUHAM HHTPOHOB,
PacIONOXEHHBIX COOTBETCTBEHHO 110C€ BTOPOTO (haza 2) uiy TpeThero (¢aza () 3BeHa KOAOHA KaHHON aMHHOKMCIOThI. Bol-
feJIeHHEe aMUHOKHCIIOTHLIX OCTATKOB — KaK Ha puc. 1; oTMeueH KHcnbii N-KOHIEeBOH JoMeH. B cko6kax yKa3aKo YHCIO HH-
TPOHOB B COOTBETCTBYIOLIHX reHax (eM. [26, 29, 61, 79)).

BUOOPTAHHMYECKAS XUMHUS tom 25 N1l 1999
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Sz. pom. 20
S. cer. 89
A. tha. 87
C. ele 87
H. sap. 87

F L LHP FG KL VEG C G G IDI G G vy PF G

Sz. pom. 172 (1)
S. cer. 171 (0)
A. tha. 176 (5)
Cc. ele. 174 (0)
H. sap. 172 (7)

GP F H P F PY

I R KI G I D LG

Puc. 3. CpaBHeHUe NepBUYHBIX CTPYKTYP OPTOIOTOB cyObenunuibl Rpb7 sapeproit PHK-onumepasb 11 u3 pasnudgHbIx 9yKa-
PHOTHYECKHX Opranu3MoB. Bece 0003HaYEeHUS U BbIAEIEHHE AMHUHOKHCIOTHBIX OCTaTKOB KakK Ha pHuc. 1 u 2. [TaHHbIE 1O YHCTy
1 PACIIONIOXKEHUIO MHTPOHOB B34ThI U3 nyonukaunit [33, 34, 80, 811 u GenBank AF055916.

Rpb8

B Q-nerns
A

LEDEPANDSSATR 77

&y

S.cer. 1

Sz. pom. 1 SPD-————————— 67
P. min. 1 MRQLEIQYQCNDI IKILSKDPDCELYEKVSRI LAQS-YYLNMELWFDINSHLFPLYVEDSLNLSTIYTISDESFNSTI —————— 76
A. tha. 1 MASNIILFEDIFVVDQLDPDGERFDEVTRVOATS-HNLEMFMHLOVNTEVYPLAVEDEFTLALAPTONIDGTPD---—- -~ 73
C. ele. 1  MAGI-IFDDMFKUKSVDEPDGKRFDRVSRYFODA-ESFKMEL I IDINSQTYPLKONDEVRLVLATTLREDGLADE- ——— —— 72
H. sap. 1 MAGIL-LFEDIFDVKDIDPEGKEFDREVERLHCES-ESFKMDLILDOVNIQIYFVDLEDKFRLVIASTLYERGTLOD - ——- 72

D V R DN P
Q-nernst C
rzzzzzzzzzz I

S.cer. 78 SWRPPQAGDRSLARDY¥DYVMYGTANKFEEVSKD-—-——— 146 (0)
Sz. pom. 68 ~~~-———--~~LKEAAD¥ TMYCGHVYRVEEAKDE-————— 125 (2)
P. min 77 147 (3)
A. tha. 74 146 (3)
C. ele. 73 TDF 148 (2)
H. sap. 73 GEYNPTDDRPSRABQ F 150 (4)

YMG

Y 8 GGLL L

Puc. 4. CpapHeHUe TEPBUYHBLIX CTPYKTYP OpTONOros cydbeaunanub: Rpb8 spepubsix PHK-nomumepas I, 1T u 11 u3 pasanuHbix
9YKapHOTHUECKUX OPraHu3MOB. Bhijlesienne aMUBOKHCIOTHBIX OCTATKOB Kak Ha puc. 1 u 2. I1o3uunm uHTpOHOB yKa3aHbl
3HaKamu €, ¥ U & (CooTBeTCTBEHHO haza 1, 2 u 0). Hag aMMHOKUCIOTHBIMH NIOCAEAOBATENLHOCTSIMH TIOKa3aHbl 9KCIIEPH-
MEHTaNbHO YCTAHOBIIEHHBIE 3JEMEHTh! BTOPUUYHON cTPpyKTYphl RPB8 S. cerevisiae [82]: B-Tsixu (CTpeKy) ¥ 0t-CriUpanH (nps-
MOYTOJNILHHKH), @ TaK>XKe HECTPYKTYpUpoBaHHag -netis. B ckoOKax yKa3aHO YMCIO HHTPOHOB B COOTBETCTBYIOLIMX I€HAX

(eMm. [26, 35, 83]).

[26, 30] (puc. 5). UnTepecHo OTMETUTD, YTO AJIS ABYX
CaMbIX MaJICHbKHX CYO'BEOUHMUI[ BCE M3BECTHbIE HA
CETOHALWHUN IEHb MO3ULIMH HHTPOHOB OTHOCSITCS K
KaTerOpHHU COBMANAIONINX, TO €CTh BCTPEYAOTCS XO-
Ts OBl Y [BYX Pa3HBIX OPraHU3MOB (CM. TaOJIULy U
puc. la n 5).

AHnanu3 MuaH-cyObeguanl Rpb10 n Rpcl0 npu-
BEJI TAKXKeE K IBYM HaXOofkaM. B reHomMe HEKOTOPBIX
apxe#, Archaeoglobus fulgidus [89] u Pyrococcus
horikoshii [90], MBI OGHAPYXKMIIM OTHATIEHHBIE FOMO-

BUOOPTAHNYECKAS XMW

noru cyobepuuuisl RpelO (puc. 16), kotopast 1o cHux
NOp CYHTANACh YHCTO IYKAPHOTHUYECKUM IIpHOOpE-
TeHneM. KpoMe TOro oxKasanoch, YTO HEKOTOPBIM
cxopcreoM ¢ RpclQ obmapaer eule oguH OenoK U3
Pyr. horikoshii, NpeATIONOXUTENBHO SBISIOLIKIACS PH-
6ocomubIM Oenkom L40. Takum o6pa3oM, HE UCKIIO-
YeHO, 4TO B ciiydae RpclO OCHOBHON CTPYKTYpHBIA
MOJYJIb OB 3aMMCTBOBAH M3 GoJiee PEBHETO amma-
para TpaHcasuuu. B cnyyae cyOwnepuHuMupl RpblO
(puc. 5) HaM yAanoch MACHTU(UIMPOBATH BO3MOXK-
Ne 11
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Rpbl0

I-(ﬂ Om— W—

Sz. pom. 1 HII?IRCFSCGKVIGDKWDTYLTLﬁQEDN TEGEARDK LG ORYCCRRM T L FHVDLIBKLE c ¥iBE sKoxv, 71 (2)
S. cer. 1 MNPVRCFSCGWDmESYLNLLQEDELDEETALSRLGLKRYCCRRHILTHVDLIEKFLRYNPLEKRD 70 (0)
A. tha. 1 MIVPVRCETCGRYIGNKWDTYLFLLOADY -AEGDALDALGLVRYCCRRMLMIHVDLIEKLLNYNTMEKSDPN 71 (3)
H. sap. 1 MIIPVRCF’I‘CGKIVGNKWEAYLGLLQAEY TEGDALDALGMRYCCRRMLAHVDLIEKLLWAPLEK 67 (1)
BEBBE CLOLOLOLOLOLOLOL L, TT COOoOO000L aaogoe  TIT
MI P G KW YL LLQ EG AL LGL [RYCCRRM|L [HVDLIER|L Y K

Puc. 5. CpaBHEHUE NEPBHYHBIX CTPYKTYP OPTONOroB cydbenuruubl Rpbl0 saepupix PHK-nonumepas I, I u I u3 paszanyneix
9YKAPUOTHYECKHX OPranu3mMoB. Bee 0603HaUCHNUS U BBIJEIEHUE AMHHOKHCIIOTHBIX OCTAaTKOB KaK Ha puc. | 1 2. Obo3nauenus
SJIEMEHTOB BTOPUYHOM CTPYKTYPB! KaK Ha pUC. 4 (3sieMeATDI, KOTOPbIE HE NPEACKA3bIBAIOTCS OHO3HAYHO y BCEX OPTOJIOrOs,
AaHbl WTPHXOBKON), @) — TOUKA MOBOPOTA NOAUNENTURHON Ueny. [Tof aMMHOKHCIIOTHOM nociefoBaTenbHOCTEIO RpblO H. sa-
piens NPUBEEHA €€ BTOPHUHas CTPYKTypa (0—-cnupans, B-B-msok, T-noBopoT), NpefcKkazaHHast ¢ NOMOILBIO [POrPAMMBI
ALB [84, 85]. B pamkn 3axtouessl 7pu MoTHBa CyObeaunuLbl Rpbl0, crporo koHcepsaTusabie y Beex 3ykapuoT (eM. [30]); nop-
YEPKHYTh! OCTATKH LMCTEWHA, (DOPMUPYIOLLME aTHMUUHbIH Zn-cBasbiBaroli nomer {26, 30]. 2KupHo# moocoi 8 nepBHUHON
CTpyKTYype 6enka Sz. pombe noguepkHyTa 00CYXKAAEMast B TEKCTE NOCNENOBATENBHOCTE, COOTBETCTBYIOUIAsA CHIHANY SHEPHON JIO-
Kasnu3auuu. JJaHHbIe 1O YMCITY 1 PACIIONIOXKEHHUEO HHTPOHOB B3AThI U3 myOnukauuit [30, 36, 86] u GenBank AC005882.

HbIH CHIHAN AJEPHOH JOKaJu3auMH 3TOro 6elxa.
Bo-nepBeix, 3aMeYEHO CTPYKTYPHOE CXOICTBO CIIElH-
(PUYHOTO TOJIBKO JJ1S1 3YKAPHOTHUECKUX I'OMOJIOrOB
Rpbl0 C-xonyeroro pomena LLXYNPLEK (orcyT-
CTBYET y poOICTBeHHbIX cyObenunny PHK-nonmme-
pa3 apxei ¥ BUPYCOB XXMBOTHBIX [26]) ¢ neAnuubora-
ThIMH TNOCIENOBATENbHOCTIMH CHUI'HANa SAEpPHOro
Tpanrcnopra [91]. Kpome Toro, 3TOT e y4yacToK
(NPLSKQK y Sz. pombe) umeeT CTpyKTYPHOE CXOJ-
crBOo ¢ (pparmenToM pubdocomHoro Oenka L36
(NPRHKQK), a, kak u3BecTHO, cOOpKa pudocoMm
OPOUCXOPHAT B ARPBLILUKE NMOCHE MEPBOHAYANBHOIO
HMITOPTa pUOOCOMHBIX OENIKOB U3 LUTONIa3MelL. [To-
JIOXKEHHUE OfHOT'O U3 COBIAJarolJiX HHTPOHOR (4) B
oTOM Xe y4dacrke reHoB RpblO y Sz. pombe n
A. thaliana MOXeT TOBOPHTBH O TOM, YTO (DPArMEHT
resa, oTBeyarowui C-KOHIEBBIM AMUHOKHCAOTHBIM
ocraTkam, ObLI, IO-BUAUMOMY, [PHCOEIHHEH NMEH-
HO JJIsI OKOHYATEJNbHOTO (POPMHPOBaHHUs ITOTO JO-
MEHa 4JEPHON JJoKanu3auuu (puc. 5).

SIpx¥M MpUMEpPOM TOTO, 9TO MO3ULMU HHTPOHOB B
renax cyobepunuy spepasix PHK-monumepas yacro
COBIAfAIOT C PPAHULAMHU 3JIEMEHTOB CBOPaYHBAHUS
(cbonguHra) STUX MOJMIIEOTHIOB, SIBISIETCS CYObENU-
Huua Rpb8 — Ha ceropgusimianit feHb eIUHCTBEHHAs
cyObegunuua sagepublx PHK-nonuMepas sykapuor,
AL KOTOPO! SKCOEPUMEHTANBHO YCTAHOBIIEHA IPO-
CTpaHCTBEHHast CTpyKTypa [82]. JleAcTBUTENBHO, 5
13 7 MMO3ULUA UHTPOHOB, U3BECTHBIX HA CETONHSALIHUN
aeHb B reHax Oenka Rpb8 u3 pa3snbix opraHusmos,
TOYHO COBIAJAOT C HAYAJIOM 2JIEMEHTOB BTOPUUYHOMN
crpykrypsl (B-sixu I, 11T u VI, o-cnimpanu A’ u C) B
cyOvenunuue RPB8 S. cerevisiae. lllectoll uuTpoH
nonagacT B obIacTh, COOTBETCTBYHOINYIO B RPBS
S. cerevisige TNPOTSXKEHHOU HECTPYKTYPHUPOBAHHON
Q-nerne (puc. 4). He uckaro4eHo, 4TO y Opra#us-
MOB, UMEIOLIUX 3TOT UHTPOH (Pedinomonas minutis-
sima v C. elegans), lIeMEHT BTOPHYHON CTPYKTYPbI
(MpeAnoONOKUTENLHO, DoJiee JuHHAs O-cnupank C)
HAaYMHAETCH HMEHHO B 9TOM MECTE.

Ne 11
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CxopfHast KapTHHa HabAIOfaeTCsl B ciydae cyobe-
puauIbEI Rpb10. C nomoweio nporpamMmer ALB, paz-
padoransoil A.B. ®unkensmreiiHoMm [84, 85], Obin
NPOAHANM3UPOBAH UEJIBIH Psif TOMOJIOTOB 3TOHU
CYO'LEIUHULBI, TIPUBEIEHHBIX HA PHC. 5, @ TakXKe
poacTBeHHble UM cyObenmHuubl PHK-nonumepas
apxes Sulfolobus acidocaldarius (cydpenununa N) [70]
¥ BHpyca OcnoBakuuHbl (cyOobeaunuua Rpo7) [92).
BbISICHIIIOCE, YTO Bce TPY NO3UUUKA HHTPOHOB, KOTO-
pbIe K TOMY K€ OTHOCATCS K KaTErOpUM COBIAfiato-
m@x (cM. TaOIHIly), NPAKTHYECKH COOTBETCTBYIOT
NpefcKa3aHHbIM TOYKaM noopoTa (puc. 5). Mcnons-
3ysi HH(POPMALMIO O MO3UUKAX UHTPOHOB, a TAKXKE O
KOHCEPBATHBHBIX CTPYKTYPHBIX foMeHax [30, 72, 73],
MbI CKOPPEKTHPOBAIH BTOPUIHYIO CTPYKTYpY Rpb10,
npeackasadnyro nporpamMmoi ALB (puc. 5). B okoH-
qareasHOM BapuanTe B-Tsx I v o-criupanu B u C, a
TaK>Xe BCE OTMEUYCHHBIE MECTa IOBOPOTOB, IPENCKa-
3bIBAFOTCS C BBICOKOH BEPOSTHOCTLIO.

PaccMoTpeHHBIE BBIIIE 3aKOHOMEPHOCTH IK30H-
HHTPOHHOH CTPYKTYpbl reHoB sapepubix PHK-nomn-
Mepa3 3yKapyoT XOPOLUO COINIACYIOTCH KaK ¢ uaeei
O IPEBHEM TIPOUCXOKIEHHH HHTPOHOB, TaK U C IIpefi-
CTaBJIEHHEM 00 3BOMNIOUMH APEBHUX OCJKOBBIX T10-
CTIeNoBAaTEIbHOCTEN nyTeM COOPKH UX TE€HOB H3 KO-
POTKUX NIPOTOSK30HOB. BepoaTHO, NEpBOHAYANEHbIE
KORHMpYFOIHe OIIOKH, IMMHA KOTOPBLIX HE MOIJa Npe-
BeiIaTh 100 HT [93-95], Gbin oTo6pansl [pupopoit
ewte Bo BpemeHna mupa PHK [96-99]. D1 Gnoku Obl-
JIM OTPaHHYEHb! HEKOJUPYIOLLMMH MOCIIEJOBATEIbHO-
crsimi PHK, nipenuiecTBeHHUKaMH TPOTOMHTPOHOB.

JlaHHOE YTBEPXKJESHUE XOPOILUO WIIHOCTPHPYET
npuMep cyobegununnl Rpb7 (puc. 3), C-xoHueas
NOJIOBHHA KOTOPO# pa30uBaeTcss COBNAfAOIMMHU
(NB!) n103uLHAMH HHTPOHOB MMEHHO Ha TAKHE OJIH-
nenTtugHble Mopyan (14-22 a.o.). MarepecHo, 4To
BCE 3TW UHTPOHBI PACIONONKEHBI MEXAY KONOHAMHU
(paza 0 — &). B HepapHeit nybnaukauuun Y. ['mnGepra ¢
coaBTOpaMHu [25] CTATUCTUYECKIMH METOJAMH MOKAa-
3aHO, YTO TOJBKO HyNeBast pa3a HHTPOHOB (&) KOp-

1999
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i
I. OT160p KOopUpyIOLIHUX OIIOKOB (Ur-TEHOB)
~100 T ~100 aT ~100 BT
—VZZA— —C 1 — — R
15-20 a. 0. 15-20 a. o. 15-20 a. o.
Mup PHK: 2. Pexombunaunst PHK
BO3HMKHOBEHUE oHAs HETOSHAS
reHETHUECKOTO
Kona
NPOTOIK30HBI!
CIOXHBI MPOTO3IK30H e TT—
—V777Z4—_
25-50 a. o. \ /
NPOTOUHTPOHBI
i 3. DBOIIOUMSi TEHHOHA CTPYKTYpPHI
a) nepeTacoBKa 9K30HOB B) YRQJIEHHUE UHTPOHOB
(§. cerevisiae)
— V7777 I —
-~
— A —
AHK 6) YCIAOKHEHHE NHTPOHOB
—P7777A 11— (Metazoa)
— S — 7774 +—
CroxHble
Oenkun @
(IpocTpaHcTBEeHHAs
CprKTypa) TO3MINY UHTPOHOB

Puc. 6. CxeMa BOIHUKHOBEHHUS M IBOMIONHI 3K30H-HHTPOHHON CTPYKTYPBI FeHOB H (hOPMUPOBAHUS MOJYJIBHOM CTPYKTYPbI

cy6benunuy PHK-nonumepas y aykapuor.

pesupyeT cO CTPYKTYpPO# ApeBHUX GelKoB. B aTom
cMpicne C-KOHIleBasi MOJIOBUHA Rpb7 npegcraBnser
COO0O# Kak Obl 3aKOHCEPBHPOBAHHYIO B IBOJIIOLMU
CTPYKTYpPY, CBOEro pofia “okameHenocTs”. N-Konely
3TOM Xe CyObeUHUUbI TeMOHCTPHPYET MOCIeqy -
1HE 3Talbl IBOJIOLMH OPraHU3alyM reHa, BKII0Yaro-
uiue, 6bIT MOXKET, pekoMOuHanuio PHK no y9actkam
NPOTOMHTPOHOB (puc. 6). Takas pekoMOUHAIMA MO-
KET ObITh TOUHOH M NPUBOJUTH K HCUE3HOBEHHUIO CO-
OTBETCTBYIOLLIMX IIPOTOUHTPOHOB M 0OPa30BaHUIO 0O-
Jiee MIMHHBIX NOJMNENTHIHBIX Monyaed (25-50 a.o.),
U/UIIM HETOYHOM K, B 9TOM CIIyYae, COXPaHATh U BUIO-
U3MEHATb COOTBETCTBYIOIIUE MPOTOUHTPOHBI, 06eC-
NeYrBasg KX IBOMIONKIO (BKITKOUYAd CMEHY (pa3bl, He-
OONbIIOE CMEILEHUE MOTOKEHYS, U3MEHEHUE AJIUHbI
4 1aXKe BOZHUKHOBCHUE HOBBIX (PYHKLHIL). Bo3MOXK-
HOCTh PEKOMOMHAUMIA TAKOTI'O THUIIA Oblia IPORAEMOH-
CTpUpPOBaHa B HefJaBHUX paboTax A. YeTBepuHa ¢ co-

BUOOPTAHUYECKAS XNMUA

TPYJHUKAME IO HETOMOJOTHMYHOUA pPEKOMOUHALNA
PHK B 6ecknerounoit cucreMe (cm. [1001).

JanpHeliast ¥ Hanbosee CyIeCTBEHHAS IBOJIO-
U] UHTPOHOB NMPOHCXOMIa yke Ha yposHe JTHK-co-
mepxaumx renoB. IIpu 5TOM HpOMCXORMIN TaKHe
MIPOLIECCh] KaK MEPETACOBKA 3K30HOB, YAANEHUE MH-
TPOHOB U/HIIN UX CYIIECTBEHHOE yenoxKHeHye. Ilepe-
TacOBKa 3K30HOB KaK ONMH M3 OCHOBHBIX IyTel BO3-
HHKHOBEHHSI HOBBIX O€JIKOB 1 MX 9BOJIIOLHH IETANLHO
obcyxpanack B padorax I'unGepra u np. [14, 15, 22],
1 MBI He OyfieM 37eCh Ha 9TOM OCTaHaBiIHBaThCs. MH-
TEPECHBIMU NPUMEPAMH INHMUHUPOBAHUS HMHTPO-
HOB SIBIISIIOTCS IPOKIKU S. cerevisiae 1 HyKneoMopg
xjiopapaxHuouTHON Bogopocnau P. minutissima.
B cnyuae S. cerevisiae IOYTH BCe HHTPOHBI B MeHaX
PHK-nonumepas (32 UCKIIFOUEHHEM COBNAfAIOLIEro
UHTpOHA B reHe RPB6 [61], cM. puc. 2) Ob11H yRAJIEHbI
Gyaropfaps 4pe3BbIYaifHO PasBUTON y STOrO Opra-
1999
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HH3Ma CHUCTEME TOMOJOrMYHOH pPEKOMOHHAIHU Ha
yposue JHK. Y P. minutissima napannensHo ¢ 6ec-
IPUMEPHBIM PEAYLHPOBAHUEM TEHOMAa HYKICOMOP-
(hba MHTPOHBI YKOPAUMBATKCH 10 CAMOTO MUHMMYMA.
B pesynbraTe camble KOPOTKME U3 U3BECTHDIX Ha CEro-
JHSILOHUHA AeHb CIUTAaRCHPYROLIMXCS WHTPOHOR [IHHOM
18-19 1. o. HaligeHs! B reHOME 9TOr0 HyKJIeoMopda, B
JacTHOCTU B rene RPBS [83, 101] (cMm. puc. 4, a Takxke
[102]). ObcyxaeHne myTeil yCNOXKHEHIsSE UHTPOHOB (Y
BBLICLUMX OPraHU3MOB) C IPROOPETEHNEM UMK OTIperie-
JIeHHbIX (DYHKILMIT BBIXOAUT 38 pAaMKU HAaCTOSILUETO O0-
sopa. K ssomounu uHtpoHos Ha yposHe JJHK, Bo3-
MOXHO, IMEET OTHOLIEHUE U TOT (DAKT, ITO UHTPOHbI
OOUITBHO NPEACTABIICHBI B TEHOME [IBY/IOJIEHOIC pacTe-
Hus A. thaliana (oM. TaGuIy), 4TO HABEPHSIKA CBSI3AHO
C POJBIO NOJUIUIONAUHA B 3BOJIIOLUH PACTEHHH.

Monynu, 13 KOTOPBIX MOCTPOCHDBI CYOBENHUIIB]
PHK-noniMepas syKapuoT, IpaKTHYECKU He BCTpe-
JarTcd B Apyrux Oesikax, YTO CBUHETENLCTBYET 00
YHUKANLHOCTH M 3BONIOMUOHHON KOHCEPBATHUBHOC-
TH ©OasoBoro ammaparta TpaHckpunuun Eucarya.
KOCBEHHBIM HONTBEPKACHUEM €I0 IPEBHETO MPOUC-
XOXKIECHUS CIHY>XUT TOT pakT, 4TO cyObefMHMLA
Rpb8, He nMeromas siBHLIX FOMOJOIOB MO NEPBUY-
HOM CTPYKTYpPE, OKA3anack CXOAHOH MO NPOCTPAHCT-
BEHHOH CTPYKTYPE C HEKOTOPHLIMH PUGOCOMHBIMHU
Oenkamu Gakrepuit (S1, S17), KOTOpBIE OTHOCATCA K
OJIUTOBYKJICOTH/I/OJIMTOCAXapUACBI3bIBAIOIIUM  Oe-
kaMm (OB-cemeiicTso) [82, 103, 104].

Takum 006pasomM, 3BOJIONHUS 3K3OH-UHTPOHHOM
OpraHM3aiy FreHoB cyObeguHuy apepHbix PHK-11o-
JAUMEPas 3yKapuoT U Hpouecc popMUPOBAHUS NIPO-
CTPAHCTBEHHOM CTPYKTYPbI 3TUX CYOBEAMHHL] MOTYT
ObITL TPENCTABACHbI B BHIE CIEAYIOLICH CXeMbl
(puc. 6), Bocxopsel BO MHOTOM K KOHLENUMU MO-
AYNHHOU OpraHf3auyu NPOCTPAHCTBEHHON CTPYKTY-
pbl 6enKoB, npeanoxennoi M. To [17] u Dk30HHOR
Teopuun T'enos, passuroit Y. I'inGeprom [14, 15].
B pamkax 3TO#l cxeMbl, pyKOBOJICTBYSICh CPABHEHHU-
€M BK30H-MHTPOHHBIX CTPYKTYpP BCEX M3BECTHBIX I'e-
HOB-OPTOJNIOTOB, B IEPBUYHON CTPYKTYPE KaXXIOi U3
CyO'BEIMHUL MOXKHO BBIFETUThL NENTUAHBIC MOIYIIM,
OrpaHUYEHHbIE MO3ULMSIMH HHTPOHOB. Takas pas-
OuBka cyObeaunnl sipepHblx PHK-nosnumepas na
HeOONbIINE MONYNH MOBLILLIAET HANEXKHOCTb Npef-
CKa3aHMsl BTOPUYHOHN CTPYKTYPLI 3TUX YHUKAJBHBIX
6enkos. Kpome Toro, npoCTpaHCTBEHHBIE CTPYKTY-
PbI CAMBIX KOPOTKHUX, KOHCEPBATUBHLIX M BasKHBLIX B
(byHKUMOHANILHOM OTHOIUEHUH (110 JaHHBIM MyTare-
He3a) NENTHRAHLIX MOAYACH MOTYT GBITH PACCYHTAHBI
MeTOJlaMH KOH(pOPMALIMOHHOIO aHAIN3a U IpOBEpe-
HbI 5KCMEPUMEHTANLHO (PUIMKO-XUMUIECCKHMU ME-
TOJAMM C UCMOJBb30BAHUEM COOTBETCTBYIOUIMX CHH-
TeTHYeCKUX nentugos. KomOuHUpOBaHuEM Npea-
CKA3aHHBIX MOJUNECOTHIHLIX MONYJIEd B CHHTE3E
0enkoB de novo, NCXO[s IPU 9TOM M3 UMEIOLIUXCS B
JIWTEPATYPE HAHHBIX O B3aMMOJEHCTBYIOLIMX TOMeE-
HAX PA3JINYHBIX CYOBETUHHL, MOT'YT OBITh 1OJYUEHbI
HHTEPECHBIE OENKOBble MHCTPYMEHTBI aHajlu3a
Ne 11

BHMOOPTAHHUYECKAS XUMHUA  vom 25

CTPYKTYpbs! U (DyHKUHN 0a30BOrO ammapara TpaHC-
KPUIIIAU 3YKAPUOT (HapuMeEp, 6JI0KATOPbI TOH HIIH
MHO# CcTagu¥ COOPKH TPAaHCKPHIUMOHHOIQ KOM-
miekca). UTo KacaeTcst caMblX MallEHbKHX OOIIUX
cy6benunuy snepubix PHK-nomumepas I-11I (Rpcl0
u Rpb10), To oHu asnsiroTCs yIO0OHBIMH MOJENBHBIMU
00 BEKTAMH JIIST CO3JAaHHS AIFOPUTMa NTPEACKa3aHus
TPETUYHOU CTPYKTYPh! GETKOB HA OCHOBE BTOPUY-
HOH CTPYKTYPb! OTMEYEHHBIX B NaHHOU padoTe mHo-
JTUTIENTURHBIX MogysieH, PaGoTa 1o CO3MaHuIo0 TaKo-
ro ajAropuTMa MOXET TMPOBOJMTECS NapaIENBHO C
9KCNMEPUMEHTATLHBIM aHANM30M IPOCTPAHCTBEHHOM
CTPYKTYpbl 3TUX GENKOB (HATUBHBIX UIH PEKOMOU-
HaHTHBIX) C TOMOLLBIO cnekTpockonuu SSMP.

Korpa sToT 0630p yKe ObLT NPUHAT K NEYaTH,
nosisunack craths (Darcy T.J., Hausner W., Awery D.E.,
Edwards A.M., Thomm M., Reeve J.N. ©“ Methanobac-
terium thermoautotrophicum RNA Polymerase and
Transcription in vitro.” J. of Bacteriology. 1999. V. 181.
Ne 14. P. 4424-4429.), coobujaroiass o6 o6HApPY-
>Kenuu 6esika, roMoJoruyHoro cyobenunune Rpelo, B
ounueHHbIX npenapatax PHK-nomumepassr apxest
Methanobacterium thermoautotrophicum (cyobepu-
nuna P, rem rpoP=ORF MTHO0680.5), Tak u4TO
IPUCYTCTBHE I'OMOJIOTa 3YKAPHOTHUECKOH CyObefu-
anubl Rpcl0 B PHK-posumepase apxeil MOXHO
CYHTATh AOKa3aHHbLIM. Kpome TOro, HefgaBHO ycTa-
HOBJIEHHbIE MEPBUYHBIE CTPYKTYphI reHoB ARPBS u
hRPBI0« (maynoe coobenre M. Bunsepona, Crpac-
Oypr, ®paHunsa) XOpPOUIO NMOATBEPKAAIOT OCHOBHbIE
HJIeH, IPEJIOKEHHbIE B 9TOM 0030pe.
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Molecular Evolution and Structure of Subunits of Nuclear RNA Polymerases
of Eukaryotes in Context of the Exon-Intron Organization of Their Genes

(. V. Shpakovski* and E. N. Lebedenko

Shemyakin—Ovchinnikov Institute of Bioorganic Chemistry, Russian Academy of Sciences,
ul. Miklukho-Maklaya 16/10, GSP-7 Moscow, 117871 Russia

Analysis of literary data (for Saccharomyces cerevisiae, Caenorhabditis elegans, Arabidopsis thaliana, Homo
sapiens, and some other Eucarya) and our data (for Schizosaccharomyces pombe) on the exon—intron organi-
zation of the genes encoding subunits of nuclear RNA polymerases showed that introns in the orthologous
genes from different organisms are arranged nonrandomly, namely, their positions, if projected on the map of
the comparison of the amino acid sequences of the orthologous subunits, not infrequently coincide in evolu-
tionarily distant species. As a rule, intron positions correspond to the boundaries of the structurally conserved
regions (domains) or to the sites of possible turns of the polypeptide chain. For example, introns flank the sec-
ondary structure elements in the Rpb8 subunit with the known three-dimensional structure or the structure—
function modules in subunits Rpb10 and Rpc10. These facts are in agreement with the idea of the ancient origin
of introns, and with the notion of evolution of ancient protein sequences through the assembly of their genes
from short protoexons selected by the nature as far back as the RNA world times. Comparative analysis of the
primary structures of the subunits of eukaryotic RNA polymerases allowed us to reveal a nuclear localization
signal in subunit Rpb10 and some hypothetical archaeal homologues of subunit Rpci0.

Key words: subunits of nuclear RNA polymerases, gene organization, evolution of the exon—intron structure;
secondary structure modules; exon theory of genes.
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