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Jlo30Bas KOMITEHCANMs TEHOB XapaKTepHA AT Pa3INIHbIX TAKCOHOB, MIPEICTABUTENN KOTOPBIX NUMEIOT Te-
TepoMOp(dHBIE MOJOBbIE XPOMOCOMBL. CUUTAETCSI, YTO MEXaHU3MbI JI030BOM KOMIICHCAIINH TTOSIBUIIUCH U3-32
HEOOXOMMOCTH YCTPAHNUTH PA3IHYHS B 103€ TCHOB MEKIY IIOIaMH, BOZHUKAIOIINE B XO/I€ IBOIIOLIUH TTOJIO-
BBIX XpoMocoM. McceienoBanus Ha MpuMepe TOJIOBEIX XpoMocoM Drosophila melanogaster, Caenorhabditis
elegans M MJIIEKOTIUTAIOMINX MOKA3BIBAIOT, YTO, HECMOTPS HA OOIIYI0 MPUYHHY BO3HUKHOBEHUS JJ030BOU
KOMITCHCAIIHH, JUTS PETYISIIIN YPOBHS SKCIIPECCHU TeHOB X-XPOMOCOMBI MOTYT UCITOIB30BATHCS COBEPILICHHO
pasHble MPUHIHIEL. BbITo Takke 00HAPYKEHO, YTO 3HAYCHUE HMEET HE TOJIBKO PaBHBIN YPOBEHB AKCIIPECCUH
TE€HOB X-XPOMOCOMBI MEX1y ITOJIAMHU, HO ¥ TPAHCKPHUIITMOHHBIN OalaHC MEXAY X-XPOMOCOMOM B ayTOCO-
Mamu. boree neranpHOe H3ydeHHE MEXaHU3MOB T030BOM KOMITEHCAIMH TI03BOJIMIIO YCTAaHOBUTD, YTO T€HBI
X-XpOMOCOMBI B Pa3IMIHON CTETICHH MTOABEPKESHBI X BIMAHUIO. [I0X07Kast 3aKOHOMEPHOCTH ObLIA BRISBICHA
U TIPH U3yYCHHUH T030BOI KOMIICHCAIINH T€HOB Z-XpPOMOCOMBI Y IITUIT 1 6abodek. B 0630pe cymMmmupoBaHBI
MMEIOIINECS Ha CETOMHALIHUN AEHB JaHHBIE O TPOIIECCe T030BOI KOMIICHCALINU B €r0 MEXaHM3MaX.

KaroueBbie ciioBa: J030Basi KOMIICHCalHWs, MOJIOBbIE XPOMOCOMBI, 3KCIIPECCUA I'CHOB, MO,HI/I(I)I/IKaIII/II/I

XpoMaruHa.

SBOJIIOLIMS MTOJIOBBIX XPOMOCOM
U BOSHUKHOBEHHUE MEXAHU3MOB
JTO30BOM KOMITEHCAITMA

SIBneHne 1030BOM KOMITEHCAIIUH XapaKTEPHO
JUIsSL OPTaHU3MOB € TETEPOMOP(HBIMU TOJIOBBIMH
xpomocomamu. [IpuMepoM XpoMoCcoM Takoro Tuma
SIBJISIFOTCS TIOJIOBBIE XPOMOCOMBI X U Y, KOTOpbIE
3HAYUTEIBHO OTIMYAKTCSA APYr OT Ipyra Io
pasmepy, MOPQOJIIOTUH ¥ TEHETUYECKOMY COJep-
*kaHuio. HecMoTpst Ha CTONb CHIIBHOE pasjnyue,
X- ¥ Y-XpOMOCOMBI BETyT CBOE TPOUCXOKAECHUE OT
rapbl TOMOJIOTUYHBIX ayTocoM. [I[puHATO cunTarh,
YTO AUBEpreHImsa X- U Y-XpoOMOCOM Hayajach C
BO3HUKHOBEHHSI B TOIMYJSAIIUN TepMa(PPOTUTHBIX
ocobell 1M 0co0eid, o KOTOPBIX OMpeessics
YCIIOBUSIMU OKpY’Karolllell cpefibl, TeHeTH4YeCKOi
CHCTeMBI ompeneneHus nona. Ha ocHoBaHum
SMIUPUYECKUAX JTAHHBIX M TEOPETHUECKOTO aHa-

nu3a OBLIO BBICKA3aHO MPEOTI0KEHNE O TOM, YTO
HIMEJI MECTO JIBE MYTAI|H, B PE3yJIETaTe KOTOPBIX
cHaJasa Ha Oyaymiel X-XpoMocoMe MOSIBUIICS pe-
LIECCUBHBIN I'eH MY>KCKON CTEpHIIBHOCTH, a 3aTEM
Ha Oymymieit Y-XpoMocoMe — JIOMHHAHTHBIA TeH
JKEHCKOH cTepribHOCTH. [TomaBiienne pekomOnHa-
MU 110 TAHHBIM JIOKyCcaM MEXAy OynymnmMu X- u
Y-xpomocomMamM# 00EeCeYrIIO CIIeTJIEHHE TEHOB,
OTBETCTBEHHBIX 32 Pa3BUTHE 0COOH IO KEHCKOMY U
MykckoMy Tumy. Ha Y-xpomocome cTanu Hakariu-
BaThCS T€HBI, NAIOLINE TPEUMYLIECTBO CAMIIAM, HO
TIPH STOM CHIDKAIOIIHE KU3HECTIOCOOHOCTh CaMOK.
Heo0xoamMocTh TECHOTO CIETUIEHHUS TAKUX TEHOB
¢ Y-XpoMOCOMO# CrocoOCTBOBaJIa MO/IABICHUIO
pEKOMOMHAIIMHM MEXAY X- U Y-XPOMOCOMaMH B
HOBBIX JIOKYCax M IOCTEINEHHOMY PACIIMPEHUIO
HepeKoMOMHUpYyIolIero paiiona. B pesynerare B
reHax HEePeKOMOWHHUPYIOMIETO paiioHa Y-XpOMO-
COMBI, HE CBSI3aHHBIX C (JOPMHUPOBAHNEM MYKCKIX

!
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NPU3HAKOB, CTal HAKAIUTMBATHCS MYTalluu U
JeNeln, YTO MPUBEIIO K UX Aerpaganuu. Koneu-
HBIM PE3YJILTaTOM JIAaHHOTO MPOIIeCcca MOXKET CTaTh
norepst Bceil Y-XpOMOCOMBI, UTO, ITO-BHIUMOMY, H
npon3onuio y caMiioB C. elegans, KOTOPHIE IMEIOT
Toiibko X-xpomocomy (Charlesworth, 1991).

OnHUM U3 CIEICTBHN TUBEPIECHIMU TTOJOBBIX
XPOMOCOM CTaJ0 TO, YTO TE€HbI X-XpPOMOCOMBI
OKa3aJIMCh TPEJACTABICHHBIMU B OJHOM KOIUU Yy
CaMIIOB U B JIByX KOIIUAX Y CaMOK. B cBs3H ¢ 3 THM
OBIJIO BBICKA3aHO TPEIOJIOXKEHIE, 9YTO UMEHHO
JUIs1 BOCCTAHOBIICHHUSI PABHOTO YPOBHS SKCIIPECCUH
TCHOB X-XPOMOCOMBI MEX/1y MOJaMU W BOSHUKIIH
MEXaHU3Mbl JO30BOH KOMIeHcauuu. B HacTO-
s1Iee BpeMsl M3BECTHBI TPU CHUCTEMbI J030BOU
KOMITEHCAIlU T€HOB X-XpoMocoMsl (puc. 1). Y
camnoB D. melanogaster IpOUCXOOUT ABYKpaT-
HOC YBEIMYCHHE YPOBHS TPaHCKPHUIIUH T'CHOB
Ha X-xpoMocome. Y repmadpoautos C. elegans B
JIBa pa3a CHHKAETCS YPOBEHb 3KCIPECCHH T'€HOB
OJTHOBPEMEHHO Ha 00enx X-XpoMocomax. ¥ caMoK
MJIEKOTTUTAFOIIIMX ITOJTHOCTHIO TIOAABIISIETCS TPAHC-
KpUIIUS T€HOB Ha OJHOU M3 JBYX X-XpPOMOCOM
(nHAKTHBALUSA X-XPOMOCOMBI).

MEXAHM3MBbI 1030BOI
KOMIIEHCALIUU ¥ CAMIIOB
D. MELANOGASTER

Boitee BbICOKHH yPOBEHB 3KCIIPECCHH I'EHOB Ha
X-xpomocome camioB D. melanogaster nocturaer-
Cs1 32 CUET JICHCTBUS KOMILIEKCA JI030BOI KOMIICH-
caiy Tak Ha3piBaeMoro MSL-komriekca (puc. 2).
YcTaHOBIEHO, YTO AAHHBIN KOMIUIEKC COCTOUT U3 6
6enxoB (MSL1, MSL2, MSL3, MOF, MLE uJIL1)
n aByx Hekoaupytouwmx PHK: roX1 u roX2 (RNA
on the X). Baxxnoe 3HaueHue J1st PyHKIIMOHUPOBA-
Hust MSL-kommiekca umeer MSL2 (male-specific
lethal 2). ¥V camok cunte3 MSL2 momapisercs, B
€ro OTCYTCTBHE OCTaJbHBIC YUACTHUKH HE MOTYT
00pa30BBIBaTh KOMIUIEKC T030BOM KOMITEHCAITHH.
VYV camnoB MSL2 cunTe3nupyercs U B3auMOJICH-
ctByeT ¢ MSL1, obecnieunBast qanpHEHITyI0 cOOp-
Ky MSL-kommiekca (Straub, Becker, 2007). MOF
(males absent on the first) u JIL1 (Janus kinase 1)
OTBEUYAIOT HEMOCPEACTBEHHO 3a aKTHBAI[HIO
TPAHCKPHUNIIINN TeHOB X-XpomMocoMmbl. MOF sB-
JseTCS THCTOH-aleTHIITpancdepas3oi, KoTopas
aneTuaupyet ructod H4 no nusuny B 16-M nosno-
sxxernn (H4K16) (Akhtar, Becker, 2000; Lucchesi

D. melanogaster C. elegans
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Puc. 1. CriocoOsI 1030BOI KOMIIEHCAIIMHA T€HOB X-XPO-
MOCOMBI MEKIY TOJIAMHU.
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Puc. 2. Komiuieke 1030B0i kommiencauyu D. melano-
gaster (Straub, Becker, 2007).

et al., 2005). JIL1 — cBoGoaHO accomupoBaHHAS
¢ MSL-kxoMIiekcoM KHHa3a, OCYIIECTBRISIONIAs
(dhochopunuposanne rucrona H3 mo cepuny B 10-m
nonokennu (H3S10) (Jin et al., 2000; Lerach et al.,
2005). Kpome Toro, dhochopumupoBanusiii H3S10
CITOCOOCTBYET ITOSBJICHHIO SITIe OJHOM MOAM(pUKa-
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MU TPAHCKPHUMIIIMOHHO aKTUBHOTO XpOMAaTWHA —
«aneTunupoBanHoro rucrona H3 no nusuny B 9-m
nonoxxeranu (H3K9)» u npenarctyer ycraHoBie-
HUIO MOAU(DUKAIIIA, XapaKTePHBIX IS TeTEPOXPO-
MaruHa, quMetmpoBanHoro H3K9 mw HP1 (Zhang
et al., 2006; Deng et al., 2008). Takum 00pa3om,
MOBBINICHHAS YKCIIPECCHUS TEHOB X-XPOMOCOMBI Y
D. melanogaster nocTuraeTcsi 3a C4eT CO3/IaHUs
«OTKPBITOM», TEKOMIAKTU30BAHHOM, NOCTYIMHOMI
U1l (pakTOPOB TPAHCKPHUIIIUU CTPYKTYPHI XPO-
matuHa (Park, Kuroda, 2001). MLE (maleless)
spisierca PHK-JIHK renuka3oi, kotopas, no-Bu-
JMMOMY, CIIOCOOCTBYeT nHTerpanuu roX1 u roX2
PHK B MSL-kommiekc (Straub, Becker, 2007).
Hanneie PHK sBnsitoTcst B3auMo3aMeHsIeMbIMUA U
HEOOXOTUMBI JJI5 CBSI3BIBAHUS KOMITIIEKCA JI030BOM
KoMITeHcanuu ¢ X-xpomocomoit (Li et al., 2008).

Oxkasanock, 4to MOF BXOAUT B COCTaB HE TOJIb-
k0 MSL-koMIIJIeKca, HO M Tak Ha3piBaeMoro NSL
(nonspecific lethal)-kommekca, B cocTaBe KOTOpo-
ro anerunupyer H4K16 B mpoMoTopHbIX paiionax
TeHOB Ha ayTOCOMaxX y 00OWX TOJIOB, a TaKXke Ha
X-xpomocome y camok. CnenoBarenpao, MOF B
COCTaBE Pa3HBIX KOMIUJICKCOB IPHHUMACT YIaCTHE
B JIByX IIPOIECCaxX: T030BOM KOMITEHCAIIUU TEHOB
X-XpOMOCOMBI ¥ OOIIEH PErYJISIHY TPAHCKPHUITIIUU
reroB (Prestel et al., 2010; Raja et al., 2010). Y
MJIEKOTTUTAIONINX OBLTH OOHApYXEeHBI OPTOJIOTH
MSL- u NSL-KOMIIJIEKCOB, BBHITIOTHSIONHAE TY
Ke caMyto (PyHKIIHIO — alleTUIINPOBAaHNE THCTOHA
H4 (Taipale et al., 2005; Cai et al., 2010). Dtu
(hakThI YKa3bIBAOT HA TO, YTO MEXaHU3M J030BOM
KoMIieHcauuu y D. melanogaster He BO3HUK de
novo, a ToJ ATy Tellb OBUTH aJIalTHPOBAHBI YXKe
CyIIECTBYIONNE OEIKH, KOTOPBIE MOTYT COXpa-
HATH CBOIO MIEPBOHAYATbHYIO (pyHKIIHIO. OpTOIOT
MSL-xoMIIeKCca Y MICKOMTUTAIONTNX HE COEPIKUT
roX1 n roX2 PHK. Tlo Bceii BHAUMOCTH, IMEHHO
BKimoueHue Hekoaupyromux PHK B cocraB MSL-
KoMIutekca y D. melanogaster v cTano KIFOUEBbIM
COOBITHEM /TSl BOSHUKHOBEHHUS MEXaHU3Ma J1030-
Boit komrieHcaruu (Vicoso, Bachtrog, 2009).

Jst cienuUYHOTO CBS3BIBAHMS KOMILICKCA
JI030BOM KOMITeHcaluu Ha X-xpomocome D. mela-
nogaster CylmecTBYIOT 0COOBIE MTOCIIeI0BATEIbHO-
CTH: CalTBI C BBICOKOHM M HU3KOHM apPpUHHOCTBIO K
MSL-xommrekcy (puc. 3). HacumtbiBaercs okoio
150 caiitoB ¢ BbicokoH adUHHOCTBIO (chromatin
entry sites, CES). J/[Ba U3 HUX SIBJISIFOTCSI TeHaMU 70X
PHK, a octanbsHble conep:xat onozHaBaemble MSL-

rxomrmiekcoM GA/TC Gorarele oCeI0BaTeILHOCTH,
MSL recognition elements (MRE) (Alekseyenko et
al., 2008). JlanHble caiiTbl HEOOXOIUMBI JJIsl Y3HA-
BaHus1 MSL-kommiekcoM X-XpoOMOCOMBI, KOTOpOe
OCYIIECTBISIETCS TOCPEACTBOM COOPKH KOMITIIEKCA B
caritax cunaresa roX PHK u ero B3aumonencTBus ¢
MRE. Jlanee npoucxoaut pacnpocTtpaneHue MSL-
KOMIIJIEKCA B OKPY KAFOIIUE PaiiOHbI. BObIIMHCTBO
MOJIBEPTAOIIUXCS JI030BOY KOMIICHCAIIUU TE€HOB
COZIEPYKHT CalTHI C HU3KOH ah(pMHHOCTHIO, KOTOpPHIC
MOT'YT y3HABaTh M CTA0MITFHO CBS3BIBATH MTOITHOCTHIO
chopmupoBaHHbIi MSL-KOMIUIEKC TOJIKO B TOM
ClIy4ae, €Clid TE€HBI TPAHCKPUIIIMOHHO aKTUBHEI
U, KaK CIEJICTBHE, O0OTaIeHbI TPHUMETIIIUPOBAH-
HBIM 10 JTU3UHY B 36-M monokeHuu ructonom H3
(Larschan et al., 2007; Bell et al., 2008). Tem He
MeHee He BCE TPAHCKPUIIIMOHHO aKTHUBHBIE TeHBI
X-XpomMocombl caMiioB D. melanogaster cBsi3bIBa-
FOTCSI C KOMIIIEKCOM JI030BOM KomnieHcauuu. bonee
TOro, CBsi3biBaHUE ¢ MSL-KOMILIEKCOM N1ajeKo He
BCer/ia PUBOJUT UMEHHO K JIBYKPaTHOMY YBEIIH-
YEHUIO YPOBHS SKCIPECCHU TE€HOB X-XPOMOCOMBEI,
MpUYeM B pAAE CIy4aeB YPOBEHb TPAHCKPHITITUH
npaktrdecku He mensiercs (Hamada et al., 2005;
Gilfillan et al., 2006; Legube et al., 2006). Tak
YTO CIOCOO PEryysiuu YpOBHS SKCIPECCUU WH-
JIUBUYaJIbHBIX TEHOB X-XPOMOCOMBI CaMIIOB
D. melanogaster eiie peICTONT BBISICHATB.

MEXAHW3MBI TO30BOI
KOMITIEHCAILIUHU Y TEPMA®POINUTOB

C. ELEGANS

JUis IBYKpaTHOTO IOJABJICHHUSI YPOBHS 3KC-
IIPECCUH TeHOB X-XPOMOCOMBI y repMadpoanToB
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Puc. 3. Cea3piBanme KOMIUIEKCA JO30BOI KOMIICHCAITMH
¢ X-xpomocomoii camioB D. melanogaster.
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a Komnnekc no3oBov 0
KOMneHcaumm I

DPY-27

SDC-2

DPY-30

SDC-3 DPY-26

DPY-28 CAPG-1

DPY-28 CAPG-1

C. elegans Taxke CyIIECTBYeT KOMIIIEKC J030-
BOIl KomneHncauuu (puc. 4, a). On Bxiogaer 10
oenkoB: Tpu SDC (sex determination and dosage
compensation) 6enka (SDC-1, SDC-2, SDC-3),
DPY-21 (dumpy), DPY-30 u 5 GenkoB, roMoJIorid-
HBIX OeJIKaM KOHJIEHCHHOBBIX KoMIuTekcoB (DPY-
26, DPY-27, DPY-28, MIX1, CAPG-1) (Chuang et
al., 1994; Lieb et al., 1996, 1998; Davis, Meyer,
1997; Dawes et al., 1999; Yonker, Meyer, 2003;
Tsai et al., 2008). Basxxnyto ponb B cOopke 1 QyHK-
[TUOHUPOBAHUN KOMILIEKCA JI030BOI KOMITEHCAIIH
urpaet SDC-2. B To BpeMs kKak OCTaIbHbIC OCIIKH
KOMIIJIEKCA JJ030BOI KOMIICHCAITH TTOCTYTIAIOT U3
OOIUTOB U IIPUCYTCTBYIOT B SMOPHOHAX 000X I10-
1108, 3kcnpeccust SDC-2 UHUIUUPYETCS TOTBKO Y
repmadpoauto. SDC-2 B3anmonerictyet ¢ SDC-3
u DPY-30, dbopmupyst OCHOBY 1Sl JaslbHEHTIIEH
CcOOpKHM KOMIUIEKCA J030BOW KOoMITeHcaruu. VH-
tepecHo, uTo SDC-2 crmocoOeH CBI3BIBATHCA C
X-XpOMOCOMOI HE3aBUCUMO OT APYIMX Yy4acT-
HUKOB KOMILUIEKCA, BEPOSTHO, 0OECIeUrBasl Crie-
MU(UIHOCTE JICHCTBUS TAHHOTO KOMIUICKCA Ha
X-xpomocomy (Chuang et al., 1996; Davis, Meyer,
1997; Dawes et al., 1999; Yonker, Meyer, 2003).
YacTh KOMILIEKCa JI030BOM KOMITCHCAITUH IO CTPYK-
Type OUeHb CXOJIHA C KOHJICHCHHOBBIMHU KOMILJICK-
camu [ u Il (Csankovszki et al., 2009; Mets, Meyer,
2009) (puc. 4, 6). KonnerncuHoBsiii komruiekce |
OTBEUAET 32 KOHTPOIIb YHCIIA U PACTIONOKESHNUS JBY-
IIEMOYCUHBIX Pa3pHIBOB B MEH03€ M IMeeT 4 00X
0eJKa ¢ KOMITJIEKCOM JI030BOH koMmieHcary. Kon-
JIEHCUHOBBIN komIuIeke I ocylecTBisieT Kommak-
TU3AIHMI0 XPOMOCOM B MUTO3€ U Meii03e U uMeeT
TOJIBKO OZIMH OOLIHH OEIOK C KOMIUIEKCOM JI030BOH
xommercanmu (MIX-1, mitosis and X-associated
protein 1). HekoTopsle apyrue 6emkn KOMITIEKCA
JI030BOM KOMIICHCAIMM TaKXe MOTYT BBINOJ-
HATH AononHuTeabHble (QyHKIuu. Tak, DPY-30

KoHAEHCMHOBbIE KOMMIEKChI

Puc. 4. KoneHCHHOBBIE KOMITJIEKCHI
C. elegans (Meyer, 2010).

a — KOMIUJIEKC J030BOM KOMIICHCallUuM,

HCP-6 CAPG-2 0 — KOH/IeHCHHOBBIE KoMILIekchl | u 11

BXoAuT B cocTaB komiuiekca COMPASS, kotopsrit
OCYIIECTBISIET TPUMETHINpOBaHue TucToHa H3
110 JU3UHY B 4-M TIOJIO)KCHUH, yIaCTBYS TaKUM
00pa3oM ellle 1 B 001IeH peryssinuy TPAaHCKPHITIIHA
renoB (Nagy et al., 2002; Meyer, 2005). [1o Bcei
BUJIMMOCTH, KOMIUIEKC J030BOH KOMIICHCAIIHH
C. elegans BO3HUK Ha OCHOBE KOHCHCHHOBOTO
KOMIUIEKCA 32 CUET MPHUCOCAMHEHHS TOTIOTHUTEIh-
HBIX OEJIKOB, 00ECIIEUNBAIOIINX MOJ- U XPOMOCO-
MocnenuduaHocTh ero neiictust (Meyer, 2010).

Ha X-xpomocome C. elegans Taxxke CyIeCTBYIOT
CHenrabHbIC ocenoBareibHoCcTh (0koi10 1500),
MpeTHa3HAYeHHBIE JJI51 OTIO3HABaHHUS KOMILIEKCOM
JI030BOM KOMIIEHCALlMU U B3aUMOJICUCTBUS C HUM
(puc. 5). B Hacrosimiee Bpemsi BBIACISIOT JABa THIIA
TaKdX MOCJIE0BaTeIbHOCTEH: reX- U doX-CalThl.
Rex (recruitment elements on X) caliTbl ciocoOHBI
CBSI3BIBATHCS C KOMILIEKCOM JI030BOM KOMIIEHCA-
MU HE3aBHCHMO OT TOTO, JIOKAIHU3YIOTCS OHH Ha
X-xpomocoMe Wi Ha aytocoMax. Ha X-xpomo-
coMme mxX HacuuThiBaeTcs okoio 200. Rex-caiiTer
BBISIBJISIIOTCSI TIPEUMYIIECTBEHHO B MEKTCHHBIX
paifonax u copepxkatr MEX (motif enriched on X)
MOTHB pa3MepoM 12 T.H., KOTOPBII SBIAETCS
KITFOUEBBIM JUIS Y3HaBaHUSI KOMITJIEKCOM JI030BOM

. KOMMIEKC [030BOM KOMMeHcaumm

I rex cant

dox cant

Puc. 5. Csa3piBaHNEe KOMILIEKCA JI030BOM KOMIICHCAITUT
¢ X-xpomocomamu repmadponutoB C. elegans.
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koMmmeHcanuu. OcTajabHbIEe TOCIEJ0BaTENbHO-
CTH TPUXOASTCS Ha TaK Ha3bIBaeMble dOX-CanlThl
(dependent on X), KOTOpbIE MOTYT B3aUMOICHCTBO-
BaTh C KOMILJIEKCOM JI030BOM KOMIICHCAIINH, TOJIBKO
Haxomsch Ha X-xpomocome. OHM JOKaIU3yHOTCS
IJIaBHBIM 00pa3oM B MPOMOTOPaX TPAHCKPHIIIH-
OHHO aKTUBHBIX T€HOB U He nMerT MEX-MoTuBa.
Dox-caiiTbl ClIOCOOHBI B HEOONBLIOM KOJTMUECTBE
CBSI3bIBATh KOMIUIEKC J1030BOM KOMIICHCALMH, HO
3 PEKTUBHO AaHHBIN HpOLECC OCYIIECTBISIETCS
TOJIBKO I1OCJIE CBS3BIBAHUSI KOMILUIEKCOB 1030BOM
KOMITEHCAllUU ¢ rex-caiitamu. llpeanonaraercs,
YTO reX-CalThl UTPAIOT POJb B MEPBOHAYAILHOM
y3HaBaHUHM X-XpPOMOCOMBI KOMIUIEKCOM J030BOI
KOMIICHCAIINH, TOrAa Kak doX-CailThl y4acTBYIOT B
pacnpeesIeHuH KOMILJIEKCa 1030BOi KOMIIEH ALK
o X-xpomocome (Jans et al., 2009).

MexaHu3m, TOCPEACTBOM KOTOPOTO KOMILIEKC
JTI030BOI KOMIIEHCAIIMU YaCTUYHO MO/IaBIIsIeT IKC-
NPECCHIO TeHOB Ha X-XpoMOcoMax repMadpoim-
TOB, JI0 CHX ITOp HE n3BecTeH. CX0ACTBO KOMIUIEKCa
no3oBoi komneHcatuu C. elegans ¢ KOHASHCUHO-
BBIMH KOMIUIEKCaMH IT03BOJISICT [IPEAIIONAraThb, 4To
MeXaHU3M PENpecCruy TPAHCKPHUIILIUU HE CBSI3aH C
MOAU(HUKAIMSIME THCTOHOB B HyKJIEOCOMaX, &, CKO-
pee, AeNCTBYeT Ha OTHOCUTEBHO YaJICHHbIE paiio-
Hbl X-XPOMOCOMBI, U3MCHSSI €€ KOH(PUTYpaLuIio.
B pesynbrare MOXET NPOUCXOAUTH CONMKEHHE
PETYJIATOPHBIX 3JIEMEHTOB U T€HOB, YPOBEHb JKC-
MPEeCcCUr KOTOPBIX HEOOX0IMMO MMOHU3UTH (Meyer,
2010). UnTepecHo, YTO CBSI3bIBAaHME KOMILIEKCA
JI030BOI KOMITEHCAIH C COOTBETCTBYIOLIUM Caii-
TOM X-XPOMOCOMBI HE BCET/ZIa BbI3BIBACT perpec-
CHIO TPAHCKPHUIILMK ONM3JIeKAIIUX TeHOB, Oojee
TOT'0, YPOBEHb 3KCIIPECCUN HE BCEIIA OAABIIACTCS
uMeHHo B 2 pa3a (Jans et al., 2009). BepositHo, etie
KaKHe-TO HeN3BECTHBIC Ha CETO/IHSIIHNH JICHb (haK-
TOPBI ONIPEEIISIOT CTENEHb JI030BOM KOMIIEHCALIUT
TEHOB X-XPOMOCOMBI.

MEXAHHW3MBI 1I030BOI
KOMIIEHCALIUU Y CAMOK
MJUIEKOIIMTAIOIIINX

Y MIIEKONIUTAIOUINX YPOBEHb SIKCIPECCUU T€HOB
X-XpOMOCOMBI MEKIYy MOJaMU BBIPABHUBAETCS C
MOMOIIIbI0 HHAKTUBALIUU TPAHCKPUIIIIMK T€HOB Ha
oJIHOI 13 1BYX X-xpomocoM y camok (Lyon, 1961).
N3BecTHbI 1Ba TUTIAa UHAKTUBALIUH X-XPOMOCOMBI:
UMIIPUHTUPOBAHHAS U ciydaliHas. UMnpuHTUpo-

BaHHAsI WHAKTUBAIUS UMEET MECTO y CyMUaThIX
MJICKOMUTAIONMINX, a TaKKe Ha MpeIbIMILIaHTa-
LIMOHHBIX CTAJIUSAX PA3BHUTHUS U B IKCTPA’IMOpPHO-
HaJIBHBIX TKaHSAX HEKOTOPHIX TUIAIEHTapHBIX.
WnakTuBammm noaBepraeTcsi IpenMyIeCTBEHHO
X-XxpoMocoMa, yHacieloBaHHas oT oTia. B coma-
TUYECKUX TKaHSX IUTAleHTAPHBIX MIEKOITUTAIOIINX
HMHAKTHUBALMS X-XPOMOCOMBI SIBJIAETCA CITy4YailHOM,
T. €. OTIIOBCKAs 1 MATEPUHCKAs X-XPOMOCOMBI UMe-
10T paBHBIE IMAHCH cTaTh HeakTuBHBIMU (Heard,
Disteche, 2006).

Ha X-xpomocoMe mianeHTapHbIX MIIEKOIIUTA-
IOIIUX CYIIECTBYET OCOOBIN JIOKYC, Ha3bIBACMBIii
LEHTPOM UHAKTUBAUU. OCHOBHBIMHU yYaCTHUKAMU
MpoIeCcca MHAKTHBAITUH B IAHHOM JIOKYCE SIBIISIIOT-
csi rensl Xist (X inactive-specific transcript) u 75ix.
I'en Xist axcripeccrpyeTcst Ha Oy yTIiei HeaKTHBHOM
X-xpomocome. C HEro TpaHCKPHOUPYETCS] HEKOJTU-
pytomtast PHK, kotopast pactipocTpaHnsiercs BIoIb
MHAKTUBUPYEMOU X-XpOMOCOMBI, UTO IPUBOAUT K
TPAHCKPUIIIUOHHOMY CalJICHCUHTY TeHOB. [ eH 73ix
TPaHCKPUOHMPYETCS C KOMIIEMEHTapHO! Teny Xist
uenu JJHK u gBnisieTcs HEeraTuBHBIM PEryasaTOpoOM
ero skcnpeccud (puc. 6). Jlo Hauaa mporrecca MHaK-
THUBaIUU Ha 00enx X-XpOMOCOMax HaOIOmaeTCs
JKcTpeccHs reHa 73ix 1 Ha HeBBICOKOM YPOBHE JKC-
npeccus reHa Xist (Heard, Disteche, 2006; Wutz,
Gribnau, 2007; Erwin, Lee, 2008). Manunamms
WHAKTUBAIIMY HAYMHACTCS CO CONMMKEHUS IIEHTPOB
WHAKTUBAINH JByX X-XpoMocoM. CanuTaeTcs, 4to
9TO COMMKEHHE HeOOXOANMO /ISl B3aUMOUCKITIO-
YaroIero BeIOOPa OyTyIIUX aKTUBHOU ¥ HEAKTHB-
Hoit X-xpomocom (Bacher et al., 2006; Xu et al.,
2006). Ha axtuBHOI X-XpOMOCOME COXpaHSIETCS
JKCTIpeccus TeHa 75ix W TIOAABIISAETCS SKCIIPECCHS
reHa Xist. Ha unaktuBupyemoir X-xpomocome,
HaAIpOTHB, IKCIpeccus reHa 73ix BBIKJIIOYAeTCs,

Xist Xist

Xic
Xa ﬁ
Tsix
—>

Xist
Xa i Xi
o Toix Xie - rsix

Puc. 6. Perynsauus skcnpeccun reHoB Xist u I5ix
B MPOIECCE MHAKTUBAIMU X-XPOMOCOMBI Y CaMOK
MJICKOIIMTAIOIIUX.

Xic — HeHTp WHAKTUBALMH X-XpPOMOCOMBI; Xa 1 Xi — ak-
TUBHAS ¥ HeakTUBHAS X-XpoMocombl. CTpenkaMu moKa3aHa
TPAHCKPUIILMS, a JIUHUAMU C TyNbIMH OKOHYaHUSMHU — €e
OTCYTCTBHE.
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4YTO BBI3bIBACT aKkTUBAIMIO reHa Xist. Jlanee Xist
PHK pacnpocrpansercs U3 ieHTpa HHaKTHBALIUH,
BBI3BIBAET PENPECCHUIO TPAHCKPUIILIMY F'€HOB U B3a-
MMOJICHCTBYET ¢ MOOU(PULUUPYIOLMMH XPOMaTHH
0enKamMH, YTO MPUBOAUT K LIEJION CEPUH SIUT€HETH-
YECKUX U3MEHEHUI HAa HEAKTUBHOU X-XpOMOCOME
(Heard, 2005; Heard, Disteche, 2006; I1leBueHko u
Ip., 2006; Wutz, Gribnau, 2007) (puc. 7). Mnakru-
BHpyeMasl X-XpOMOCOMa yTPauyrBaeT aCCOLUALINIO
¢ PHK-nonumepaszotii II. [Ipoucxonut uckiroueHue
Moau(UKALMNA, XapaKTEPHbIX IJIsI TPAHCKPUIILIM-
OHHO aKTHBHOTO XpPOMaTHHA, TUMETHINPOBAHHOTO
1o TM3uHY B 4-M nonoxkenuu rucrona H3 (H3K4)
Y aleTHIpoBaHHBIX (opm ructoHoB H3 1 H4. B
TO K€ BpeMs Ha HEaKTUBHOM X-XpOMOCOMe ycTa-
HaBJINBAIOTCSI MOAW(DUKAUH TPAHCKPUIILIMIOHHO
HEAaKTHBHOT'O XpOMATHHA: TPUMETHIMPOBAHHBIH 11O
nu3nuHy B 27-M nonoxkennn ructod H3 (H3K27),
MOHOYOMKBUTHHUPOBAHHBIA 1O JH3UHY B 119-M
nojoxkeHnd ructoH H2A (uH2A), aumerumupo-
BaHHBII 10 JU3UHY B 9-M nonoxeHuu ructon H3
(H3K9) 1 MOHOMETHUIUPOBAHHBIN 110 JU3WHY B
20-m monoxkernu ructon H4 (H4K20). Kpome
TOr0, HEaKTHUBHAasA X-XpOMOCOMa CTaHOBUTCS

Xist PHK

PHK Pol Il —»

auetunuposaHue H3/H4
anmvetunupoBaHue H3K4
TpumeTunuposaHne H3K4
meTunuposaHne H3K36
TpumeTunuposaHune H3K27
ybukButTUHMpoBaHue H2A

MOHoMeTuUnmMpoBaHne H4K20
oumetunuposaHne H3K9

meTunuposanme JHK
Xist PHK

HYKneocombl ¢ MakpoH2A

B 0000 Qe -

MO37HO PEIUTULHPYIONIEHCS U acCOIMUPYETCs C
BapuanTtoM rucrona H2A (makpoH2A), conepxa-
LIMM HETUCTOHOBBINA JoMmeH. [locnemnum snure-
HETHYECKHM COOBITHEM B IIPOLIECCE NHAKTHBALIMH
sensiercss metunupoBanue JIHK mpomoTopHbIX
oOnacteil TeHOB, YTO MO3BOJISIET CTAOMIIBHO TOJI-
JIep’KUBaTh HEAKTUBHOE COCTOSIHHE X-XpOMOCO-
Mbl. B otimume ot D. melanogaster n C. elegans
y MJICKONHUTAIOUIMX HE CYIIECTBYET «KOMILJIEKCa
JI030BOH KOMITEHCALIUI», M BCE BBILICTICPEUNCIICH-
HbIe MOAU(UKALIMY XPOMATHHA YCTAHABINBAIOTCS
C TIOMOIIBIO PA3TIMYHBIX OETKOBBIX KOMILIEKCOB.
[Toka3aHo, 4TO KOMIUIEKCHI polycomb OenkoB
PRC1 (polycomb repressive complex 1) u PRC2
otBevarot 3a UH2A u Tpumermnposanue H3K27
cootBercTBeHHO (Silva et al., 2003; Cao, Zhang,
2004; de Napoles et al., 2004; Fang et al., 2004)
(puc. 7). lanHble KOMIUIEKCHI SBIISIIOTCS YHUBEP-
CaJIbHBIMHU U YYaCTBYIOT B PENPECCHUU TCHOB KaK Ha
X-XpoMOocoMe, TaK ¥ Ha ayTOCOMaXx y 0OOHX IOJI0B.
Kakuy D. melanogaster, B 1030BOI KOMIICHCALIUH
IeHOB X-XpOMOCOMBI Y CaMOK MJICKONUTAIOIINX
3anmelicTBoBaHbl Hekoaupytomas PHK u momudu-
[UPYIOIIHE XPOMATHH KOMIUICKCHI, HO X BIIMSHHE

Mpouecc MHakTuBaL UM X-XpOMOCOMBbI:

1.

Hakonnenwne Xist PHK n ee pacnpoctpaHeHne
BAOMNb UHAKTUBMPYEMOW X-XPOMOCOMbI

. Ncknioyenne PHK-nonumepass! Il

. MoTtepsa moandmkaummn

TPaAHCKPUNLUMOHHO aKTUBHOIo XpomMaTtuHa

. MpnobpeTeHne mogndukaLuii

TPAHCKPUNLUMOHHO HEaAKTUBHOIO XpomMaTtuHa

. YcTaHOBNEHWe No3gHen pennvkaumm
. OboraLleHne Hykrneocomamm ¢ MakpoH2A

. Metunuposanue AHK

B MPOMOTOPHbIX paiioHax reHoB

Puc. 7. JlnHamMyka S1IUreHeTHUECKUX COOBITHH B ITPOIIECCE MHAKTHBAIIMU X-XPOMOCOMBI Y CAMOK MJICKOITHTAFOLIHX
(ITo: Escamilla-Del-Arenal et al., 2011, ¢ Mmoaudukanusmn).
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E.B. AementbneBa

Ha 3KCIPECCHIO TeHOB OKA3bIBAETCS AUAMETPAIIbHO
MPOTUBOMOIOKHBIM. OHAKO 10 CUX TTOP OCTAeTCs
OTKPBITHIM BOIIPOC O TOM, B3aUMOJCHCTBYET JIH
Xist PHK ¢ momudumupyrommuMu XpoMaTiHH KOM-
TUIEKCaMU HAMPSIMYIO HITH TTOCPEICTBOM KaKUX-TO
HEHM3BECTHBIX HA HACTOSIIUI MOMEHT (haKTOPOB.

He Bce reHbl HeakTUBHOUN X-XpOMOCOMBI MO~
BepraroTcst uHaktuBauu. [Ipu uzyuenun craryca
IKCIPECCUU T€HOB X-XPOMOCOMBI YeIOBEKa OBbLIO
o0HapyxeHO, uTo 15 % reHoB n30erar0T MHAKTH-
Barun 1 eme 10 % TeHOB MMEeIOT TeTepOreHHYIO
9KCIIPECCHUIO, T. €. MOJIBEPTraroTCsi NHAKTHBAIIU
y OJIHMX JKCHIUH M WU30eraroT MHAKTUBAIUHU Y
apyrux (Carrel, Willard, 2005). N306erarommue
WHAKTHUBAIMH TeHbI ObLTH HAWCHBI TAKIKE Y MBIIIH
(3,3 %) 1 HEKOTOPBIX APYTHX IUIALlEHTAPHBIX
miekormraromux (Yen et al., 2007; Yang et al.,
2010). B Tom cirydae, Korja TeHbl X-XpOMOCOMBI
COXPaHSIOT TOMOJIOTH Ha Y-XpOMOCOME, n30eranue
WHAKTUBAIUHM TIO3BOJISICT BOCCTAHOBUTH PaBHBIM
YPOBEHb SKCIPECCUU TeHOB Mexay noiamu. Of-
HAaKO MHOTHE M30erarinne WHAKTHBAIIUU TeHBI
HE WUMEIOT Y-TOMOJIOTOB (AHOIIPUEHKO, 3aKHsH,
2004). Bo3moxHO, uTO 60sIee BHICOKHUN ypOBEHb
IKCIIPECCUU ITUX TCHOB Y CAaMOK JIM00 OTBEYAeT 32
(hopmupoBaHUe crielU(PUIHBIX 15 YKEHCKOTO IToJ1a
MIPHU3HAKOB, JINOO HE UTPACT CYIIECTBEHHOW POJIH
(Disteche, 1995; Brown, Greally, 2003). B moms3y
MOCJIEAHETO MPENOI0KEHHS CBUAETENHCTBYET
TOT (DaKT, YTO YPOBEHb IKCIIPECCUU OOJILIIMHCTBA
n30erauX WHAKTHBALMK T'CHOB YeJIOBEKa Ha
HEaKTUBHOU X-Xpomocome He npesbimaeT 10 %
OT YPOBHSI DKCIIPECCUU Ha aKTUBHON X-XpOMOCOME
(Carrel, Willard, 2005; Nguyen, Disteche, 2006;
Johnston et al., 2008). He nckmoueHO TaKxke,
YTO Pa3HMIIA B yPOBHE 3KCIIPECCHU T€HOB X-XPO-
MOCOMBI M@Ky MOJIaMU MOXKET YCTPaHSATHCS Ha
MOCTTpaHCKpUIIIMOHHBIX cTaausx (Disteche, 1995;
Brown, Greally, 2003).

IIpennomnaraeTcs, 4TO CyIIECTBYIOT CIIETIAATb-
HBIC DIIEMEHTHI (Way stations), cIrocoOCTBYIOTHE
s dexTuBHOMY pacnpoctpanHeHuto Xist PHK u
B3aUMOJICHCTBYIOIUX C HEH (aKTOPOB OT IEHTpa
WHaKTUBAIUU 10 Bcel X-xpomocome (puc. 8).
OHAKO YTO 3TO 32 MOCJIEI0BATEILHOCTH U KAKOBBI
MEXaHU3MBI X JEHCTBHUS — IO CHX IOpP HE SICHO.
Hamnbonee BeposAsTHBIMU KaHAWAATaAMHU Ha POJIh
TaKUX NOCIIEAOBATEIbHOCTEN cunTaroT LINE-3ie-
MeHTHI (Lyon, 1998). B nonb3y qanHorO npemnosno-
JKCHHSI CBUJICTEIILCTBYIOT JIBa (pakTa. Bo-mepBsix,

y 4eJIOBeKa U MbIK 4ucio LINE-31eMEHTOB Ha
X-XpoMOcOMe B JIBa pa3a BBIILIE, YEM Ha ayTOCOMaXx.
Bo-Bropsix, LINE-31€MeHTBI pactipefeneHsl 1o X-
XPOMOCOME HEeCITy4aiiHbIM 00pa3oM: HanOoIbIIast
UX IUIOTHOCTh XapaKTepHa sl HEHTPpa HHAKTUBA-
LIUU U pailOHOB X-XpOMOCOMBI, TOJIBEPratOIINXCA
MHAKTHBALIMM, B TO BpeMs KaK pailoHbl X-XpOMO-
COMBI, 30eraromye HHaKTHBAINI, UMEIOT HU3KYIO
mwiotHocTh (Bailey ef al., 2000; Carrel, Willard,
2005; Ross et al., 2005).

MexaHu3M MHaKTHBaUU X-XPOMOCOMBI I10
CBOMM MPHUHIIUIIAM CXOJ€H C UMIPUHTUHTOM
ayTOCOMHBIX I'eHOB. B 000mx mporeccax NpuHH-
MaroT yuyactue Hekomupyromme PHK, skcmpec-
CHsI KOTOPBIX MPUBOIUT K yTpare Moau(pUKanui
TPAaHCKPUILMOHHO AKTHUBHOIO XpOMAaTHHA H
TIPHUOOPETECHNTO MOAU(DHUKAITIHA TPAHCKPUTIITHOHHO
HEaKTUBHOTO XpOMarvuHa (TPUMETHIMPOBAHHOTO
H3K27,uH2A, numerunupoBanHoro H3K9, metu-
muposanust IHK) (Reik, Lewis, 2005; Zakharova
et al., 2009). Pe3ynpratoM CTaHOBHUTCS MOHOAJ-
JIeJIbHAS 3KCIPECCUSl TEHOB LIEJI0M XPOMOCOMBI
(wHAKTHBAITHS X-XPOMOCOMBI ) HJTH KJTaCTepa TCHOB
(MMITPUHTHHT ayTOCOMHBIX T€HOB). O4eBHIHO, YTO
1y MJIEKOTIUTAIOLTNX MEXaHNU3MBI, HCITOJIb3yEeMble
JUTS 1030BOM KOMIIEHCAIIUU T€HOB X-XPOMOCOMBI,
HE SIBISIOTCS YHUKaJIbHBIMHU U 3aJI€HCTBOBAHBI
B JIPyTUX NpoLeccax, CBA3aHHBIX C Perysiuen
TPAHCKPUIILIUH [€HOB.

MPUHIUAIILI JO30BOI KOMIIEHCALIUN
T'EHOB X-XPOMOCOMBI

Heo0xonumocTh 1030B0OM KOMIIEHCAIIUNA TEHOB
X-XpOMOCOMBI MEKTY IMOJIaMH ObLlTa HE SIUHCT-
BEHHBIM CJICJICTBHEM DBOJIOINHU ITOJIOBBIX XPO-

\R/\\,A\,A Yl
NS RN R

\”\ Xist PHK v B3aumopencTsytoLLme C Hell pakTopsbl

\R/\""
AL NN A
e

EE LEHTP MHaKTUBaLUN
3 LINE -3nemMeHThbl

Puc. 8. PacnpocTpanenne HEaKTUBHOTO COCTOSIHUS B
TpoIiecce MHAKTUBAIIMH X-XPOMOCOMBI Y CAMOK MJIe-
KOITMTAIOIIUX.
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MocoM. [locTenennas merpagaius TeHOB Ha Y-
XpPOMOCOME B TEPBYIO OUepelb cTalla MPUUUMHON
MOHOCOMUHU TI0 HECKOJIBKMM COTHSIM T'€HOB X-XpO-
MOCOMBEI Y TeTeporaMeTHOro 1oja (camrioB). CTomib
3HaYUTEIbHAs TIOTEPS TEHOB HE MOIJIa OCTaThCs
0e3 mocieACcTBUI ATl OpraHu3Ma, TI03TOMY, CKopee
BCEro, oTOOp OJarompUsTCTBOBA MEXaHU3MaM,
YBEIUYMBAIOIINM YPOBEHb HKCIIPECCUU F€HOB Ha
X-xpomocome camuoB (Dementyeva et al., 2009).
DTO O3HAYaeT, YTO YJIBOCHHE YPOBHS IKCIIPECCHH
T€HOB Ha €JMHCTBEHHON X-XpOMOCOME CaMIIOB
JTOJKHO OBIJIO TIPOUCXOIUTE HE TONMBKO y D. mela-
nogaster, Ho Takxke y C. elegans u MileKkonuTa-
rormx. ['mnores3a 00 yABOCHUN YPOBHS 3KCIIPECCHH
TeHOB X-XPOMOCOMBI Y CaMI[OB MIICKOITUTAIOIINX
u C. elegans OpuIa BRICKa3aHa JIOCTAaTOYHO JTABHO
(Ohno, 1967). Tem He MeHee yOeauTENbHBIC €€
J0Ka3arC/IbCTBa yAajl0Ch IOJJYUYWUTH JWMIIb B I10-
CJIeIHUE TOJIbI, KOT/Ia IITUPOKOE PACIIPOCTPAHCHUE
TIOJTYYHIT METOJT MUKPOYHIIOB, OJ1arofapsi KOTOpoMy
OBLT M3MEPEH CPEAHUHN YPOBEHB IKCITPECCHUU TEHOB
X-XpoMOCOMBI U ayTocoM. OKa3aioch, 9YTO T€HbI
X-XpOMOCOMBI U ayTOCOM, JI€UCTBUTENBHO, KC-
MIPECCUPYIOTCS Ha OAMHAKOBOM YPOBHE y CaMIIOB
C. elegans v maekonurtaronux (Gupta et al., 2006;
Nguyen, Disteche, 2006; Johnston et al., 2008).
MexaHu3M, JeKalui B OCHOBE YIIBOSHHUS yPOBHS
AKCTIPECCUHU TEHOB X-XPOMOCOMBI Y 3TUX BH/IOB,
MOKa 4TO HE yCTaHOBIIEH. BO3MOXHO, 94TO BO3pac-
TaHUE YPOBHS AKCIPECCUU T'€HOB X-XPOMOCOMBI
JOCTUTAETCS TaK ke, Kak u'y D. melanogaster, 3a
CUeT JCHCTBUS SMUTCHETUYECKIX MeXaHu3MoB. C
JIPYTOi CTOPOHBI, TIOBBIIIIEHUE YPOBHS KCIIPECCUU
MOXET OBITh CBS3aHO C IBOJIOIMEH HYKICOTH THBIX
MOCJIE0BATEIILHOCTEH PEryIsTOPHBIX pPallOHOB
reHoB X-xpomocombl (Heard, Disteche, 20006;
Nguyen, Disteche, 2006).

Y D. melanogaster ynBoeHUs yPOBHSI 3KCITPEC-
CUU T€HOB Ha X-XpPOMOCOME Yy CaMIIOB 0Ka3ajoCh
JIOCTATOYHO KaK ISl TPAHCKPUTIIIHOHHOTO OasiaHca
MeXly TeHAMH X-XPOMOCOMBI U ayTOCOM, TaK H
JUISI paBHOM 3KCIPECCUU T€HOB X-XPOMOCOMBI
MCXKIY MoJjlaMHu, U y CaMOK HET MCXaHHU3MOB
no3oBoit komnencamuu. Y C. elegans n MieKo-
MUTAIONINX, TT0-BUAUMOMY, BO3pacTaHUE YPOBHS
HKCIPECCHH TEHOB Ha X-XpPOMOCOME 3aTPOHYJIO
HE TOJIbKO F€TEPOraMeTHbIN, HO U TOMOTaMETHBII
rros1. COOTBETCTBEHHO, JUISI TOTO YTOOBI M30€KaTh
M30BITOYHON DKCIPECCHH T€HOB X-XPOMOCOMBI,
Yy TOMOTaMETHOT'O T0JIa JIOJKHBI OBLTH TIOSIBUTH-

Csl JIOTIOJIHUTENIbHBIC (BTOPUYHBIC) MEXaHU3MbI
JI030BOYM KOMIIEHCAIlM¥, BOCCTAHABIUBAIOIIHEC
TPAHCKPUIIIIMOHHBIA OajaHC MEXIy reHamMu X-
XPOMOCOMEI 1 ayTOCOM, a TAaK)Ke PaBHBIN yPOBEHb
9KCIIPECCHH TEHOB X-XPOMOCOMBI MEXKTy MOJIaMH
(Charlesworth, 1991; Lin et al., 2007). Takumu
MEXaHU3MaMH U SBJISIOTCS] YaCTUYHAS PEIIPECCHSI
reHoB X-xpoMocombl y repmadpoautos C. elegans
Y MHAKTUBAIHS X-XPOMOCOMBI Y CAMOK MJICKOITH-
Tarorux (puc. 9, a).

PasabIe criocoOBI J030BOY KOMIICHCAITUN Y
D. melanogaster, C. elegans m MIEKOITUTAIONINX,
BEPOSITHO, SIBJISIFOTCS CJICJCTBHEM HE3aBHCHMOTO
MPOUCXOXKCHUS MOJOBBIX XPOMOCOM U MeXa-
HU3MOB, HAIPaBJICHHBIX HA PETYISLHUIO KCIPEC-
cuM ux reHoB. OJHAKO J030Basi KOMITEHCAIHS Y
D. melanogaster, C. elegans m MIEKOTTUTAIONTNX,
[MOMUMO YIABOCHHS YPOBHS 3KCIIPECCUU TCHOB Ha
€JIMHCTBEHHOM X-XpOMOCOME CaMIIOB, UMEET €111€
HECKOJIbKO 001X nmpuHIumoB (Vicoso, Bachtrog,
2009). MexaHu3MBbI JT030BOM KOMITCHCAIIUN JICH-
CTBYIOT Ha XpOMOCOMHOM ypoBHe. bojee Toro,
OHH HE BO3HHUKAIOT de novo, N JUTS PeryIsIiui IKC-
MIPECCUU TeHOB X-XPOMOCOMBI HCIIOJIB3YIOTCS YIKE
CYIICCTBYIOIIME OCIKU U OCITKOBBIC KOMIUICKCHI.
Heo0xoauMblii ypoBEeHb SKCIIPECCHU TEHOB 00ecC-
[IEYMBAETCS TIOCPEIICTBOM U3MEHEHHS CTPYKTYPHI
XpoMaThHa X-XPOMOCOMBI C ITOMOIIBI0 MOJIH-
(UIMPYIOMNX XPOMAaTHH KOMIIJIEKCOB, a TaKXKe
Hexkonupyromux PHK. Kpowme Toro, X-xpomocoma
COJICPYKHUT CIEIUANIbHBIC 0CIEA0BATEILHOCTH,
OTBETCTBEHHBIC 32 CBS3BIBAHHE U PACIPOCTPaHE-
HUE MOTUPUIMPYIOIINAX XPOMATHH KOMILIEKCOB,
OCYIIECTBIISIONINX JT030BYI0 KOMIIEHCAIIHIO.

JA030BASI KOMIIEHCALIUSI TEHOB
B CUCTEME I10JIOBBIX XPOMOCOM ZW

VY nrun, 6abo4ek, a Takke HEKOTOPBIX BUIOB
MIPECMBIKAIOIINXCS, 3eMHOBOJIHBIX M PBIO TeTe-
pOTaMETHBIM TIOJIOM SIBIISTFOTCSI caMKu (Z- u W-
XPOMOCOMBI), CAMITBl TOMOTAMETHBI 1 UMEIOT JBE
Z-XpoMOCOMBIL. B TO BpeMs1 Kak B CUCTEME TOJIOBBIX
XpoMocoM XY MeXaHU3Mbl J030BOM KOMIIEHCALIUH
JIOCTATOYHO XOPOILIO U3BECTHBI, UX CYILIECTBOBAHUE
B CUCTEME IOJIOBBIX XpoMocoM ZW nonroe Bpemst
OBLJIO TTOZT BOIIPOCOM.

Pemnts naHHBIA BONPOC MO3BOJUI METOJ
MHKpPOYHUIIOB. BbUT U3MEPEH YPOBEHb IKCIIPECCUU
F€HOB Z-XpOMOCOMBI U ayTOCOM Y JABYX BHUJIOB
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a D. melanogaster C. elegans MnekonuTatowme
A X Y A X A X Y
][] A ] 9
A A
A X X A A X X
© TMTtuubl u 6aboykn
A zZ Z
[] ayTocomHbIit yposeHs akcnpeccum
[l YZBOEHHBIN ypOBEHb JKCTPeccum
Sy YacTuyHas penpeccus
1 [] A [ wwaktveauns Puc. 9. MexaHU3MBI 1030BO# KOMITEHCa-
RN
% BY vactnunas nososasi komneHcaums LIMU B CUCTEME MOJIOBBIX XpoMOcoM XY (a)
M Y(W) -xpomocoma 1 ZW (6).
I Iy A — Habop aytocom; X, Y, Z, W — mooBsie
A zZ W XPOMOCOMBI.

OTHI (KypHUIBl 1 3¢0pOBOM aMaJlHBI) H TYTOBOTO
nIeJKonpsaa. 3HauyeHus COOTHOUICHUH ypOBHEH
9KCIPECCUU TEHOB Z-XpOMOCOMBI MEX]Ty camIia-
MU U CaMKaMH y TTHI[ U TyTOBOTO IIEJKOTIPSAa
BaprupoBanu Mexay 1 u 2 (Ellegren ef al., 2007;
Itoh et al., 2007; Zha et al., 2009). Takum o0Opa-
30M, TI0 YPOBHIO 3KCIIPECCHH T€HOB Z-XpoMOocoMa
3aHUMaeT MPOMEKYTOUHOE MOJIOKEHHE MEXKITY
JI030BOM KOMITEHCAITEH Ha XpPOMOCOMHOM YPOBHE
Y TIOJTHBIM OTCYTCTBHEM JI030BOW KOMIIEHCAIINH. Y
3e0pOBOI aMaTUHEI Ha Z-XPOMOCOME BBISBIISITUCH
JIBE TPYTIITHI TEHOB: OJTHH TeHbI SKCIIPECCUPOBAIIUCH
Ha O/IMHAKOBBIX YPOBHSIX Y 000MX IOJIOB, TOT/IA Kak
OCTaJbHbIE IKCIPECCUPOBAINCH Ha Ooiee BBICO-
KoM ypoBHe y camuoB (Itoh et al., 2007). [Toxoxe,
YTO y ITHIl U 0a00YEK OTCYTCTBYIOT MEXaHHU3MBEI,
PEryIHpPYIOIIME SKCTIPECCHIO TEHOB Ha BCe Z-Xpo-
MOCOME, OZJHAKO YaCTh T€HOB Z-XPOMOCOMBI CAMOK
BCE-TAKHU TO/IBEPTaeTcs J030BOH KOMIEHCAIUU
(puc. 9, 6). MexaHU3MBI 3TOTO ABJICHUS MOKA EIIe
HE yCTaHOBJIEHBI. HEeKOTOpbIC JaHHBIE TIO3BOJISIFOT
MIPEe/Ioiararb, 9To J030Bask KOMIICHCAIIUS Y TITHII
OCYIIECTBIISIETCA TaK e, Kak u'y D. melanogaster:
nexomnupytomas PHK n anernnmuposanue H4K16
NPUHUMAIOT y4acTHe B YCHJIEHUU YPOBHS JKC-

MIPECCHH F'eHOB Z-XpoMocoMbl y camok (Melamed,
Arnold, 2007).

[Toka o4eBHAHO JTUIIb TO, YTO JIOKAJIBHAS JI0-
30Basi KOMIICHCAIMs 00HapyKeHa Y OpraHu3MOB,
Y KOTOPBIX I'€TEPOTaMETHBIM IOJIOM SIBJISHOTCS
camku (ZW). [TockoiibKy ObLI ITpOaHAIN3UPOBAH
YPOBEHbB 3KCIPECCHH F'€HOB Z-XPOMOCOMBI TOJIBKO
y TpEICTAaBUTENEH JIByX TaKCOHOB, TO OCTAaeTCs
HESICHBIM, SIBJISIETCS JIM TAKOHM CIIOCOO 1030BOM
KOMTICHCAIIMHA 0COOCHHOCTHIO OPTaHU3MOB C CHC-
TEMOH IOJIOBBIX XpoMocoM ZW uiu 3TO MpOCTO
ciyvaiiHoe coBrnajienne. OTBETUTH Ha ATOT BOIPOC,
BEPOSITHO, IOMOYXKET U3yUCHHE JPYTHX TAKCOHOB C
reTeporaMeTHOCThI0 y camMok (Mank, 2009; Vicoso,
Bachtrog, 2009).

3AKJIIOYEHUE

Takum 00pazom, uccreIOBaHUS MEXaHU3MOB JI0-
30BOH KomIieHcarn y D. melanogaster, C. elegans,
MJIEKOITUTAFOIIMX, IITHI] ¥ 0a00Y€EK ITOKA3LIBAIOT, YTO
TeHBI TTOJIOBBIX XPOMOCOM B Pa3iUYHON CTENEHH
BOBJICUCHBI B MaHHBIN mporecc. Ha X(Z)-xpomo-
COME€ MOXHO BBIJIEJIUTH TpU TUNA reHoB. OnHU
TE€HBI IOJDKHBI 3KCIIPECCUPOBATHCS Ha OTMHAKOBOM



A030Bas KOMIIEHCALVS: PEI'YASALMS SKCIIPECCUY T€HOB HOAOBLIX XPOMOCOM 911

YpOBHE y 000HX TMOJIOB U 00sI3aTEIIBHO TOJIBEPTra-
I0TCS TO30BOM KOMITEHCAlUH. [ eHbl BTOPOTO THIIA,
HAITPOTHB, JIOJHKHBI DKCIIPECCUPOBATHCS HA PA3HBIX
YPOBHSIX Y caMOK/repMadpoUTOB U CAMIOB H,
CJIENIOBATENILHO, N30ETaroT JJ030BOH KOMIICHCAITUH.
21.]'[51 OCTaAJIbHBIX I'€HOB ITOJIOBBIX XPOMOCOM pasHULla
B YPOBHE DKCIPECCUH MEXKAY MOJIaMH, BEPOSITHO,
He uMeeT 3HaueHus. JlanpHeme nceieIoBanus,
Mo BCeil BUIUMOCTH, Oy/IyT HAMPaBICHBI HA BbI-
SICHEHHE TOTO, KaKKe T'eHbl HY)K/AI0TCS B I030BOM
KOMITCHCAIIMY ¥ YTO ONpENelsieT CTeNeHb J030BOH
KOMIICHCAIM MHAVBUAYaJIbHBIX TCHOB. Eme OIHUM
Ba)KHBIM HalpaBJICHUEM B UCCIICIOBAHUM J030BOM
KOMITICHCAIIUY TEHOB MOJIOBBIX XPOMOCOM MOJKET
CTaTh YCTAHOBJICHHE MEXaHU3MOB, JICKAIIUX B
OCHOBE YJIBOCHUSI YPOBHS IKCIPECCHU TCHOB Ha
X-xpomocomax y C. elegans v MICKOTIUTAOIITHX.
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DOSAGE COMPENSATION:
REGULATION OF SEX CHROMOSOME GENE EXPRESSION

E.V. Dementyeva
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Summary

Dosage compensation is observed in various taxa of organisms with heteromorphic sex chromosomes. Dosage
compensation mechanisms are thought to have arisen to eliminate differences in gene dosage between sexes
that appeared in the course of sex chromosome evolution. Study of this process in the sex chromosomes
of Drosophila melanogaster, Caenorhabditis elegans, and mammals has shown that, despite the common
reason of dosage compensation origin, entirely different ways were elaborated to regulate X-linked gene
expression level. It has also been found that not only equal levels of X-linked gene expression between
sexes but also the transcription balance between the X chromosome and autosomes is important. Detailed
examination of dosage compensation mechanisms demonstrates that X-linked genes are differently involved
in the dosage compensation system. A similar trend is observed in studies of dosage compensation of
Z-linked genes in birds and butterflies. Current data on the dosage compensation process and mechanisms
governing it are summarized.

Key words: dosage compensation, sex chromosomes, gene expression, chromatin modifications.



