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J1030Bast KOMIIEHCAIIMS TEHOB XapaKTepHa JJIsl Pa3IMUYHbIX TAKCOHOB, MIPEJACTABUTEIN KOTOPHIX HMEIOT I'e-
TepOMOP(HBIE MOJOBBIE XPOMOCOMBL. CUUTAETCS, YTO MEXAHU3MBI JI030BO KOMITCHCALIMH TTOSIBUIIUCH U3-3a
HEOOXOMUMOCTH YCTPAHUTh PA3JIMUKs B 103€ TEHOB MEXK/IY IT0JIAMH, BO3HUKAOIIKE B XOJI€ DBOJIFOIIUH T10JI0-
BBIX XpoMocoM. MccerienoBanus Ha IpuMepe MoJIoBbIX XpoMocoM Drosophila melanogaster, Caenorhabditis
elegans W MJIEKOIIMTAIOIINX MMOKA3BIBAIOT, YTO, HECMOTPS Ha OOIILYI0 MPUYMHY BOSHUKHOBEHHUS JJ030BOM
KOMITEHCAIMH, [JIs PETYIILIMU YPOBHS SKCIIPECCHUH F'€HOB X-XPOMOCOMBI MOTYT HCITIOJIB30BATHCS COBEPIICHHO
pasHbIe PUHIKIIBL. BBUIO TakKe 0OGHAPYKEHO, YTO 3HAYEHHE UMEET HE TOJILKO PAaBHBIN YPOBEHD IKCIIPECCHU
reHOB X-XPOMOCOMBI MEXLy TOJIaMH, HO U TPAHCKPHUIIIMOHHBIN OalaHC MEXTy X-XpPOMOCOMOU U ayTOCO-
Mamu. bojiee aeTanbHoe H3ydeHnEe MEXaHU3MOB J030BOM KOMIIEHCAIIUH MTO3BOJIMIIO YCTAHOBUTD, YTO TCHBI
X-XpOMOCOMBI B Pa3IM4HOMN CTENCHH MTOABEPKEHBI UX BIUSHUIO. [T0X0Kast 3aKOHOMEPHOCTH Oblja BBISBJIEHA
U TIPU U3YyUYCHHUHU JI030BOI KOMIICHCAIIUM T€HOB Z-XPOMOCOMBI Y IITHIL 1 6a0ouek. B 0030pe cymMmmupoBaHbI
HMEIOIIHUECS HA CETOAHSIHUM J€Hb JAHHBIE O MPOIIECCE JJO30BOM KOMIIEHCAIIUH U €r0 MEXaHU3MaX.

KamoueBbie ciioBa: JA030Basl KOMIICHCALHWA, MMOJOBBIE XPOMOCOMBI, 3KCIIPECCUA T'CHOB, MO,I[I/I(i)I/II(aL[I/II/I

XpoMaruHa.

3BOJIIOLUA MTOJOBBIX XPOMOCOM
U BOSBHUKHOBEHUE MEXAHH3MOB
JIO30BOM KOMITEHCAIIUA

SlBnenue 1030BOM KOMIIEHCAIIUU XapaKTEPHO
JUTSE OPTAaHU3MOB C TETePOMOP(MHBIMH TTOJIOBBIMHU
xpomocomamu. [Ipumepom XpoMOoCOM Takoro Tuma
SIBJISIFOTCS TIOJIOBBIE XPOMOCOMBI X U Y, KOTOpbIE
3HAYUTENHLHO OTAMYAIOTCS OAPYr OT Apyra Io
pasmepy, MOp(OJIOTHH U TeHETHYECKOMY COAEp-
’)KaHuto. HecMOTpst Ha CTONb CUIIBHOE pa3ivyue,
X-1 Y-XpOMOCOMBI BEYT CBOE MTPOUCXOKICHUE OT
apbl TOMOJIOTMYHBIX ayTocoM. [IpuHATO cunTars,
YTO JUBEpPreHnust X- U Y-XpOMOCOM Haudajach C
BO3HUKHOBEHHS B MOMYJSIIMU TepMadpOIuTHBIX
ocobelt umu 0co0eid, Mo KOTOPBIX ONpeaessics
YCJIOBHUSIMU OKPYXKAIOLIEH cpefibl, FTeHETHUECKOU
CHUCTEMBI ompefnesenus noya. Ha ocHoBaHUM
SMIIMPUYECKUX JAHHBIX U TEOPETUYECKOIO aHa-

nu3a OBLII0 BBICKA3aHO MPEOI0KEHNE O TOM, YTO
HMMEJIU MECTO JIB€ MyTaIlUH, B PE3yIbTaTe KOTOPBIX
cHavasia Ha Oymytei X-XpoMocoMe MOSIBHIICS pe-
LIECCUBHBIN T€H MY>KCKOH CTEpUIIBHOCTH, a 3aTeM
Ha Oymymieil Y-xpomMocoMe — JTOMHHAHTHBIA TeH
YKeHCKoH cTepuiibHOCTH. [lonaBnenne pekombnHa-
LIUH TI0 IAHHBIM JIOKycaM MeXy Oynymumu X- 1
Y-xpoMocomMamMu 00ECTIEUHIIO CLETJICHHE TeHOB,
OTBETCTBEHHBIX 32 Pa3BUTHE 0COOH 10 KEHCKOMY U
MyKcKoMy TuIy. Ha Y-xpomocome cTaimi Hakarm-
BaThCS TeHBI, JTAIOIIHNE TPEUMYIIIECTBO CaMIaM, HO
IIPH 9TOM CHIOKAIOIITHE KU3HECTIOCOOHOCTH CAMOK.
Heo0xoauMocTh TECHOTO CHETUIEHUS TAKUX TEHOB
¢ Y-XpoMOCOMO# CIOCOOCTBOBAJIA MO/IABICHUIO
peKoMOMHAIUU MEXAy X- U Y-XPOMOCOMaMH B
HOBBIX JIOKYCaxX W IOCTEHNEHHOMY PaCIIUPEHHIO
HepeKOMOWHHUPYIOMIETo paifoHa. B pesynsrare B
reHax HePeKOMOWHHUPYIOUIETO pailoHa Y-XpOMO-
COMBI, HE CBSI3aHHBIX C (POPMUPOBAHUEM MY>KCKUX

!
- Crarbs HanMcaHa Ha OCHOBE JoKJana, npountanHoro B M ul" CO PAH.



AOSOBaH KOMIIEHCALVIAL: PETYASILINA SKCIIPECCUN T€HOB ITIOAOBbIX XPOMOCOM

903

MPU3HAKOB, CTAJIM HAKAIJIUBATHCS MYTallMU H
JIEJIeIINH, YTO TPUBEIIO K UX Jerpaganuu. Koneu-
HBIM PE3YJIbTaTOM JIaHHOTO TIPOIIecca MOXKET CTaTh
oTepst BCe Y-XpOMOCOMBI, YTO, TO-BUANMOMY, U
npousonuio y caMuoB C. elegans, KOTOPbIE IMEIOT
TobK0 X-xpomocomy (Charlesworth, 1991).

OnHUM U3 CHENCTBUI TUBEPICHIMH TTOJIOBBIX
XPOMOCOM CTajl0 TO, YTO T€HBI X-XPOMOCOMBI
OKa3aJICh MPEACTABICHHBIMU B OIHOM KOMUHU y
CaMIIOB U B IByX KOIUSX Y CaMOK. B cBs3H ¢ 3THM
OBUIO BBICKA3aHO MPEIIOIOKEHHE, YTO HMEHHO
JUTsl BOCCTAHOBJIEHUS PAaBHOTO YPOBHSI 9KCIIPECCUU
TEHOB X-XPOMOCOMBI MEXK/1y MOJIaMU U BOSHUKIIH
MEXaHH3MBI J1030BOI KoMIleHcanuu. B HacTo-
sIIee BpeMsi U3BECTHBI TPH CHUCTEMBI J030BOU
KOMIICHCAIINA TeHOB X-XpoMocombl (puc. 1). ¥V
camuoB D. melanogaster TpOUCXOOUT ABYKpaT-
HOE YBEJIMYCHHE YPOBHS TPaHCKPUIIUH T'€HOB
Ha X-xpoMocome. Y repmadponutos C. elegans B
JIBA pasza CHIDKAETCS YPOBEHb SKCIIPECCHH T€HOB
OIHOBPEMEHHO Ha 00enx X-XpoMocoMax. Y caMoK
MJIEKOTTUTAIOIIMX ITOJTHOCTHIO TIOAABIISIETCS TPAHC-
KpUIIMS T€HOB Ha OJHOW M3 JABYX X-XpPOMOCOM
(uHAKTHBALUS X-XPOMOCOMBI).

MEXAHMW3MbI I[O3OBOfI
KOMIIEHCALIMU Y CAMIIOB
D. MELANOGASTER

Borsee BBICOKUMI yPOBEHB IKCIIPECCUU T'E€HOB HA
X-xpomocome camoB D. melanogaster nocturaert-
Cs1 32 CUET JIeMCTBHS KOMILIEKCA T030BOI KOMIICH-
caIy Tak HaspiBaeMoro MSL-komrutekca (puc. 2).
YeTaHOoBIEHO, YTO JaHHBIM KOMILJIEKC COCTOUT U3 6
oenxoB (MSL1, MSL2, MSL3, MOF, MLE u JIL1)
u 1Byx Hexoaupytomux PHK: roX1 u roX2 (RNA
on the X). Baxxnoe 3nauenue 7151 pyHKIHOHUPOBA-
Hust MSL-komiutekca numeer MSL2 (male-specific
lethal 2). ¥V camok curTe3 MSL2 monasinsercs, B
€ro OTCYTCTBHE OCTaJbHBIC YYaCTHUKU HE MOTYT
00pa30BBIBaTh KOMIUIEKC J1030BOM KOMITEHCAIHH.
VYV camnoB MSL2 cunTe3upyercs U B3auMOJIeH-
ctByeT ¢ MSL1, obecrieunBas qanbpHEHIIIYIO cCOOp-
Ky MSL-kommekca (Straub, Becker, 2007). MOF
(males absent on the first) m JIL1 (Janus kinase 1)
OTBEUAIOT HEMOCPEJACTBEHHO 3a aKTHBAIHIO
TPAaHCKPUNIIUU TeHOB X-Xpomocombl. MOF sB-
JsieTCS THCTOH-aleTHITpancepa3oit, KoTopas
anetunupyet ructon H4 no nmusuny B 16-M nosto-
skennn (H4K16) (Akhtar, Becker, 2000; Lucchesi

D. melanogaster C. elegans MnekonuTtatowine
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Puc. 1. CriocoObI 1030B0O#1 KOMITEHCAIMH FeHOB X-XPO-
MOCOMBI MEKY TOJIAMHU.
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Puc. 2. Komiieke 1030B0i koMmmencauu D. melano-
gaster (Straub, Becker, 2007).

et al., 2005). JIL1 — cBOOOHO acCOIMUPOBAHHAS
¢ MSL-kxoMIieKcoM KHHa3a, OCYIIEeCTBISIOMAs
(hochoprmmposanne rucrona H3 mo cepuny B 10-m
nonmokerwnw (H3S10) (Jin et al., 2000; Lerach et al.,
2005). Kpome toro, hochopunupoBanubiii H3S10
CIOCOOCTBYET MOSIBJICHHIO €IIIE OJHON Mo (UKa-
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[IUU TPAHCKPUIIIMOHHO aKTUBHOTO XPOMAaTHHA —
«aneTunMpoBaHHoro rucrona H3 no nusuny B 9-m
nonoxennu (H3K9)» u mpenstcTByeT yctaHOBIIE-
HUTO0 MOIU(DUKATIHIA, XapaKTEPHBIX JIJIS TETEPOXPO-
MaruHa, quMeTruposanHoro H3K9 u HP1 (Zhang
et al., 2006; Deng et al., 2008). Takum 00pazom,
MOBBIIICHHAS SKCIIPECCHUSI TEHOB X-XPOMOCOMBI Y
D. melanogaster mocturaercs 3a CUeT CO3IaHUS
«OTKPBITOM», TEKOMIAKTU30BAHHOM, NOCTYNHOMI
st GaKTOPOB TPAHCKPHUIIIUH CTPYKTYPBI XPO-
matuHa (Park, Kuroda, 2001). MLE (maleless)
apnsercss PHK-JIHK renuka3oii, koropasi, mo-Bu-
JUMOMY, CIIOCOOCTBYeT nHTerpauuu 70X1 u roX2
PHK B MSL-xommiekc (Straub, Becker, 2007).
Janubie PHK sBisroTcs B3anMo3aMEHIEMBIMHA U
HEOOXOIMMBI JUUTS CBSI3BIBAHMST KOMIUIEKCA I030BOM
koMmrieHcaruu ¢ X-xpomocomoit (Li et al., 2008).

Oxka3anock, 4to MOF BXOAUT B COCTaB HE TOJIb-
ko MSL-koMIekca, HO U Tak Ha3piBaeMoro NSL
(nonspecific lethal)-kommiekca, B cocTaBe KOTOpo-
ro anerunupyetr H4K16 B npoMOTOpHBIX paiioHax
TEHOB Ha ayTocoMax y 00OHWX IOJIOB, a TaKXKe Ha
X-xpomocome y camok. Cienosarensno, MOF B
COCTaBE Pa3HBIX KOMILJICKCOB MIPUHUMACT YYACTHE
B JIByX IpoLECcCax: J030BOM KOMIIEHCALIUU TCHOB
X-XpOMOCOMBI ¥ O0IIEH PETYISAINN TPAHCKPHUITIIAH
reroB (Prestel et al., 2010; Raja et al., 2010). Y
MJICKOTIUTAIOMHNX OBUTH OOHAPYKEHBI OPTOJIOTH
MSL- u NSL-KOMIIJIEKCOB, BBITIOJIHSIONINAE TY
ke camyro (DYHKIIHIO — alleTHIIMPOBaHUE TUCTOHA
H4 (Taipale et al., 2005; Cai et al., 2010). Dt
(haKkThI yKa3bIBAFOT HA TO, YTO MEXaHU3M JI030BOU
KoMmIieHcanuu y D. melanogaster He BO3HHK de
novo, a ToJ ATy IeNb ObUTH aTanTHPOBAHBI YXKE
CyIIECTBYIONINE OCIKU, KOTOPhIE MOTYT COXpa-
HSTh CBOIO NIEPBOHAYAIbHYIO QyHKIKI0. OpTOnor
MSL-komIuIeKkca y MAICKOMUTAIOIINX HE COACPIKUT
roX1 n roX2 PHK. Tlo Bcelt BHAIUMOCTH, IMEHHO
BKitoueHue Hekoaupyroumx PHK B cocraB MSL-
KoMIuiekca y D. melanogaster v cTajio KIIFOYEBBIM
COOBITHEM TSI BOSHUKHOBEHHUSI MEXaHH3Ma [030-
Boit komrieHcaruu (Vicoso, Bachtrog, 2009).

Jnst cienuUIHOTO CBSA3BIBAHMS KOMILICKCA
JI030BOI KOMITeHcalnu Ha X-xpomocome D. mela-
nogaster CymiecTByIOT 0COOBIE ITOCIIEIOBATEIHHO-
CTH: CalTBI C BHICOKOM M HU3KOHM apPUHHOCTHIO K
MSL-xommnekcy (puc. 3). HacuntsiBaeTcst okoso
150 caiitoB ¢ Bbicokoi adduHHOCTBIO (chromatin
entry sites, CES). /[Ba 13 HUX SIBJISIFOTCSI TeHaMU 70X
PHK, a ocranbHbie congep:xar ono3zHaBaembie MSL-

komruiekcoM GA/TC Gorarsle Hocea0BaTeIbHOCTH,
MSL recognition elements (MRE) (Alekseyenko et
al., 2008). JlanabIe caiiTbl HEOOXOAUMBI IS Y3HA-
BaHusT MSL-komriekcoM X-XpOMOCOMEI, KOTOPOE
OCYIIECTBIISIETCS TIOCPEICTBOM COOPKH KOMILJIEKCa B
camrax cunresa roX PHK u ero B3anmoneiicTBus ¢
MRE. [lanee npoucxomut pacripoctpanenne MSL-
KOMILJIEKCA B OKpY>Karolue pailoHbl. BonbIIMHCTBO
[O/IBEPraloIUXCsl JO30BOM KOMIIEHCALIUU I€HOB
COZIEPYKHT CalTHI C HU3KOH ah(pMHHOCTHIO, KOTOPhIE
MOT'YT Y3HaBaTh 1 CTAOUITLHO CBSI3BIBATD TIOJTHOCTHIO
chopmupoBaHHbIi MSL-KOMIUIEKC TOJIBKO B TOM
Clly4ae, €ClIi TeHbl TPAHCKPUIIIMOHHO aKTHUBHBI
U, KaK CIIE/ICTBHE, 00OTaIleHbl TPUMETHIIUPOBaH-
HBIM TI0 JIU3UHY B 36-M MoJI0keHUH ructoHoM H3
(Larschan et al., 2007; Bell et al., 2008). Tem He
MeHee He BCE TPAHCKPUIIIMOHHO aKTUBHBIE T'€HBI
X-xpomocombl camuoB D. melanogaster cBsi3biBa-
FOTCSI C KOMITJIEKCOM JI030BOM KoMIeHcalnu. bornee
TOrO, CBs3bIBaHUE ¢ MSL-KOMILJIEKCOM JaleKo He
BCerja MNPUBOAUT UMEHHO K JABYKPATHOMY YBEIIU-
YEHHUIO YPOBHS SKCIPECCHH T€HOB X-XPOMOCOMEI,
MIpUYeM B pAZAE CIy4aeB YPOBEHb TPAHCKPUIIIIIH
npaktuuecku He Mensiercst (Hamada er al., 2005;
Gilfillan et al., 2006; Legube et al., 2006). Tak
YTO CIOCO0 PEryNsiuu YpOBHS SKCIPECCHUU WH-
JUBUAYAJbHBIX T€HOB X-XPOMOCOMBI CaMLOB
D. melanogaster ete IpeICTONUT BBISICHUTb.

MEXAHU3MBbI 1030BOM
KOMIEHCALIUHU Y TEPMA®POIUTOB
C. ELEGANS

s nIBYKpaTHOIrO NOJABJIEHUSI YPOBHS JKC-
MPECCUH TEHOB X-XPOMOCOMBI y TepMa(pOaUTOB
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Puc. 3. CBsa3piBanme KOMILIEKCA JO30BOI KOMIIEHCAIINH
¢ X-xpomocomoii camiioB D. melanogaster.
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a Komnnekc nososon 0
KoMMeHcaLmm I

DPY-27

MIX-1
SDC-2
DPY-30 DPY-26
SDC-3 DPY-26
DPY-28 CAPG-1 DPY-28 CAPG-1

C. elegans Taxxe CymiecTByeT KOMILIEKC J[030-
Boil koMneHcauuu (puc. 4, a). On Bkiroyaer 10
oenkoB: Tpu SDC (sex determination and dosage
compensation) 6enka (SDC-1, SDC-2, SDC-3),
DPY-21 (dumpy), DPY-30 u 5 6enkoB, TOMOJIOTHY-
HBIX OeJIKaM KOH/JIEHCHHOBBIX KoMIiekcoB (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). Baxxayro pons B cOopke u hyHK-
[TUOHUPOBAHUY KOMILIEKCA JJ030BOI KOMITEHCAIIH
urpaet SDC-2. B T0 BpeMs kaKk ocTajbHbIE OCJIKH
KOMIUIEKCa JJ030BOM KOMITEHCAIMH MTOCTYIAIOT 13
OOITUTOB U IPUCYTCTBYIOT B IMOPHUOHAX 00OUX I10-
1108, skcnpeccus SDC-2 nHuIMupyeTcs TOIbKO y
repmadpoauto. SDC-2 B3anmozetictyet ¢ SDC-3
n DPY-30, dopmupyst OCHOBY IJIsl maimbHEHTIIEH
cOOpKHU KOMIUIEKCA J030BOW KoMIieHcaruu. VH-
tepecHo, uTo SDC-2 crnocoOeH CBSI3BIBATHCS C
X-XpoMOCOMO# HE3aBUCHUMO OT APYTUX y4acT-
HUKOB KOMILIEKCA, BEPOSATHO, OOecIeyrBas Crie-
MU(UIHOCTD JEHCTBUS JTaHHOTO KOMIIJIEKCa Ha
X-xpomocomy (Chuang et al., 1996; Davis, Meyer,
1997; Dawes et al., 1999; Yonker, Meyer, 2003).
YacTb KOMIUIEKca JJ030BOM KOMIIEHCAIUH 10 CTPYK-
Type OYEHb CXOAHA C KOHJCHCUHOBBIMU KOMILJICK-
camu [ u II (Csankovszki et al., 2009; Mets, Meyer,
2009) (puc. 4, 6). KonnencnHoBbIH KOMIUTEKC |
OTBEYAET 32 KOHTPOIIb YHCIIA U PACTIONOKEHNUS JBY-
LIETIOYCYHBIX PA3PHIBOB B MEHO03€ M UMEET 4 00IINX
0erka ¢ KOMIIEKCOM J1030BOM kommneHcannu. Kon-
JIEHCUHOBBIN KoMIUIeke I ocylecTBiseT KoMIak-
THU3AIUI0 XPOMOCOM B MUTO3€ U MEH03€ U UMEET
TOJIHKO OIMH OOIIHH OEJI0K C KOMILTIEKCOM JI030BOI
rxommercaruu (MIX-1, mitosis and X-associated
protein 1). HexoTtopsie npyrue Oeiku KOMILIeKca
JI030BOM KOMIIEHCALMM TaKXe MOTYT BBINOJ-
HATH JononHuTeNnbHble QyHkuuu. Tak, DPY-30

KoHAeHCHHOBbLIE KOMMMEKChI

Puc. 4. KonieHCHMHOBBIE KOMIUIEKCHI
C. elegans (Meyer, 2010).

a — KOMIIJIEKC J030BOM KOMIICHCALIHH;
0 — KOH/ICHCMHOBBIC KoMILIeKChI | u I1.

HCP-6 CAPG-2

BXoIuT B cocTaB Komiuiekca COMPASS, kotopsrit
OCYUIECTBIISIET TPUMETHIUPOBaHHe ructoHa H3
0 JIN3MHY B 4-M TOJIOKEHUH, Y4acCTBYs TaKHM
00pa3oM elLie U B 00LIeH peryssiuyuy TPAaHCKPHITLIUI
reroB (Nagy et al., 2002; Meyer, 2005). [1o Bceit
BUJIMMOCTH, KOMIUIEKC H030BOW KOMIIEHCAITMHU
C. elegans BO3HUK Ha OCHOBE KOHJEHCHHOBOTO
KOMIIJIEKCa 33 CUET MPUCOSANHCHUS JIOTIOTHUTEIb-
HBIX OEJIKOB, 00ECIIEUMBAIOIIUX MOJI- K XPOMOCO-
MocnenuduuHOCTh ero neiicteus (Meyer, 2010).

Ha X-xpomocome C. elegans Takxe CyIIeCTBYIOT
CIIeITHATbHBIE TIOCTIeIoBaTeIbHOCTH (0Koto 1500),
MpeHa3HadYeHHbBIE JJIs1 OTIO3HABAHUS KOMILIIEKCOM
JI030BOM KOMIICHCAIIMU U B3aUMOJICHCTBHUS C HUM
(puc. 5). B Hacrosiee Bpemsi BBIIETSIOT ABa TUIIA
TaKUX MOCJIEJOBATEIbHOCTEH: reX- U doX-CalThI.
Rex (recruitment elements on X) caliThI CITOCOOHBI
CBSI3BIBATHCS C KOMILIEKCOM JI030BOH KOMIIEHCA-
LMW HE3aBHCHMO OT TOTO, JIOKAIHU3YIOTCSI OHHU Ha
X-xpomocoMe Wi Ha aytocoMmax. Ha X-xpomo-
coMme ux HacuuThiBaeTcs: okoio 200. Rex-caiiTer
BBISIBIISIFOTCSI IPEUMYIIECTBEHHO B MEXI'CHHBIX
paiionax u cogepxxar MEX (motif enriched on X)
MOTHUB pazmMepoM 12 M.H., KOTOPbIA SBJIsAETCA
KITFOYEBBIM JUIA Y3HaBaHUS KOMILJIEKCOM JI030BOit

. KOMMNEKC A030BOI KOMMNeHcaumm

E rex cant

dox cant

Puc. 5. Cs3pIBaHNE KOMILIEKCA JI030BOM KOMIICHCAITUI
¢ X-xpomocomamu repmadponutos C. elegans.
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koMneHcauuu. OcraabHble MOCIECIOBATEIbHO-
CTH TIPUXOATCS Ha TaK Ha3biBaeMble dOX-CalThI
(dependent on X)), KOTOpbie MOTYT B3aUMOJICHCTBO-
BaTh C KOMIJIEKCOM JI030BOM KOMIICHCAITUH, TOIHKO
HaxoJsich Ha X-xpoMocoMe. OHM JIOKATU3YyIOTCA
[JIaBHBIM 00pa3oM B MPOMOTOpPAX TPAHCKPHIILU-
OHHO aKTUBHBIX FeHOB U He uMeroT MEX-moTuBa.
Dox-caifTbl ctocOOHBI B HEOOIBIIIOM KOJIIMYECTBE
CBSI3BIBATh KOMITJIEKC JI030BOH KOMIIEHCAIIMH, HO
3¢ ($eKTUBHO AaHHBIN MPOIECC OCYIIECTBISIETCS
TOJILKO TIOCJIE CBSI3BIBAHMSI KOMILJIEKCOB JT030BOM
KOMIIEHCaluu ¢ rex-caramu. Ilpenmnonaraercs,
4TO IeX-CalThl UTPAIOT POJbh B MEPBOHAYAIEHOM
y3HaBaHUHM X-XPOMOCOMBI KOMIUIEKCOM JI030BOM
KOMITEHCAIINH, TOT/1a KaKk d0X-CaifThl y4acCTBYIOT B
pacripesieieHny KOMITIIEKca J030BO KOMITEHCAIINH
o X-xpomocome (Jans et al., 2009).

MexaHu3M, TOCPEICTBOM KOTOPOI'O KOMILIEKC
JTI030BOM KOMIICHCAIIUU YaCTUYHO MOAABIISET IKC-
MPECCHI0 TEHOB Ha X-XpoMocoMax repmadpou-
TOB, JI0 CHX TIOp He M3BecTeH. CXOICTBO KOMILIIEKCA
no30Boi komrieHcanwu C. elegans ¢ KOHACHCHHO-
BBIMH KOMIUTIEKCAMU [TO3BOJISIET IPEIOIararb, 4To
MEXaHH3M PEIPECCUU TPAHCKPUIIIINK HE CBSI3aH C
MoAH(DUKAIMSIMU TUCTOHOB B HYKJIEOCOMaX, a, CKO-
pee, IelCTBYEeT Ha OTHOCUTENBHO yAaJIeHHbIE paiio-
HBI X-XpOMOCOMBI, N3MEHSS €€ KOH(UTYpaIHIo.
B pesymprare MOXKET MPOUCXOAUTH COJMIKCHHE
PETYIATOPHBIX 3JIEMEHTOB ¥ TEHOB, YPOBEHB JKC-
MPECCHUU KOTOPBIX HEOOX0IMMO MOHM3UTH (Meyer,
2010). HTepecHO, YTO CBS3BIBAHME KOMILIEKCA
JT030BOI KOMITEHCAITH C COOTBETCTBYIOIIUM Caii-
ToM X-XpOMOCOMEI HE BCET/a BHI3BIBAET perpec-
CHIO TPAHCKPHIIINN OIH3IIeKAINX TeHOB, Oojee
TOTO, YPOBEHB IKCIIPECCHH HE BCET/IA MOABIISETCS
UMEHHO B 2 pa3a (Jans et al., 2009). BeposiTHo, ele
KaKHe-TO HeM3BECTHBIC HA CETOTHSAIIHIN JCHb (haK-
TOPBI OTIPEIEIISIOT CTETIEHb JI030BOM KOMIIEHCAITUT
T€HOB X-XPOMOCOMBI.

MEXAHM3MBbI J030BO
KOMIIEHCALIMU Y CAMOK
MJIEKOITUTAIOIIUX

V MIICKOTTUTAOIINX YPOBEHB SKCIPECCUH TCHOB
X-XpOMOCOMBI MEKy I0JJaMU BBIPABHUBAETCS C
TMMOMOIIBIO MHAKTUBALIMU TPAHCKPUIIIIUN I'CHOB Ha
OZIHO U3 IBYX X-XpoMocoM y camok (Lyon, 1961).
HM3BecTHBI 1Ba THITa MHAKTUBAIIUH X-XPOMOCOMBI:
UMIPHUHTHPOBAHHAS U CiTy4yaiiHas. IMOpUHTHPO-

BaHHAs WHAKTHBAIlUs MMEET MECTO Y CyMYaThIX
MJIEKOTIUTAIONINX, & TaKXKe Ha MpPeIbIMILUIaHTa-
[MOHHBIX CTA/IUAX PA3BUTHSA U B DKCTPA’IMOpPHO-
HaJIbHBIX TKAaHSAX HEKOTOPBIX IIAlCHTaPHBIX.
WMHakTuBaIuu moaBepraeTcs MPeuMyIIeCTBEHHO
X-XpoMocoma, yHacjae[0BaHHas oT oTua. B coma-
TUYECKUX TKaHSX IUTAICHTAPHBIX MIICKOTUTAOIINX
HMHAKTUBAIMSI X-XPOMOCOMBI SIBIISIETCS CITy4aiiHOM,
T. €. OTIIOBCKAs © MaTePUHCKasl X-XPOMOCOMBI FIMe-
10T paBHBIE IAHCH cTarh HeakTuBHBIMK (Heard,
Disteche, 2006).

Ha X-xpomocome miareHTapHbIX MIEKOITUTa-
IOIUX CYIIECTBYET OCOOBIN JIOKYC, HAa3bIBAEMBII
LEHTPOM HMHAKTHBAIH. OCHOBHBIMHU YYaCTHHKaMHU
MpoIecca HHAKTHBAIINH B IAHHOM JIOKYCE SIBIISTIOT-
cs1 reHsl Xist (X inactive-specific transcript) u 75ix.
I'en Xist sxcripeccupyercs Ha Oyty1iiei HeaKTHBHOM
X-xpomocome. C Hero TpaHCKPUOUPYETCS HEKOIU-
pyromast PHK, xoTopast pacipoctpaHsieTcs BIOIb
WHAKTUBUPYEMOH X-XpPOMOCOMBI, UTO MPUBOAMT K
TPAHCKPUILIMOHHOMY CalJICHCUHTY TeHOB. [ eH T3ix
TPaHCKPUOUPYETCS C KOMITIEMEHTAPHOU TeHy Xist
uenu JJHK u gBnsieTcs HeraTuBHBIM PEryasaTOpoOM
ero skcnpeccud (puc. 6). Jlo Hauana mpoiiecca MHAK-
THUBaIUU Ha 00enx X-XpOMOCOMax HaOIHONACTCs
IKCTIpeccHsi TeHa 73ix 1 Ha HEBBICOKOM YPOBHE KC-
npeccus rena Xist (Heard, Disteche, 2006; Wutz,
Gribnau, 2007; Erwin, Lee, 2008). Mannnamms
WHAKTUBAIUY HAYMHACTCS CO COMMKESHHUSI IICHTPOB
WHAKTUBAINH ABYX X-XxpoMocoM. CuuTaercs, 4to
9TO CONMMKEHHE HEOOXOANMO ISl B3aUMOUCKITIO-
Yaromiero BpIOOpa OyIyIInX aKTUBHOM 1 HEAKTHB-
Holt X-xpomocoM (Bacher et al., 2006; Xu et al.,
2006). Ha axtuBHON X-XpOMOCOME COXpaHSIETCS
JKCIpeccus TeHa 75ix U OAABIAETCS SKCIIPECCHS
reHa Xist. Ha unaktuBupyemoi X-xpomocome,
HAaIPOTHB, JKCIpeccHs reHa T¥ix BBIKIIFOYACTCH,

Xist Xist

Xic
Xa 1
Tsix
—

Xist — Xist
Xa i Xi
o Tsix Xie - i

Puc. 6. Perynsauus skcnpeccuu reHoB Xist u Isix
B MPOIECCE MHAKTUBAIUU X-XPOMOCOMBI Yy CaMOK
MJIEKOMUTAIOIINX.

Xic — IEeHTp MHAKTHBALUU X-XpOMOCOMBI; Xa U Xi — aK-
THUBHAsI 1 HEAKTHBHAs X-XpoMocoMbl. CTpeaKaMu MoKazaHa
TPaHCKPUIILHUS, & JIMHUSMU C TYNBIMH OKOHYAHHUSIMH — €€
OTCYTCTBHE.
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YTO BBI3BIBACT aKTUBAIMIO TeHa Xist. [lanee Xist
PHK pacnpocrtpansiercs u3 ueHTpa HHAaKTUBALIUU,
BBI3BIBAET PETMPECCHIO TPAHCKPHUTIIIH T€HOB U B3a-
UMOJICHCTBYET C MOAU(PUIMPYIONUMHI XPOMAaTHH
0erKaMu, YTO MPUBOJIUT K 1IEJIOH CeprH SITUTEHETH-
YECKUX UBMEHEHUI Ha HEAKTUBHOM X-XpOMOCOME
(Heard, 2005; Heard, Disteche, 2006; LlleBuenko u
Ip., 2006; Wutz, Gribnau, 2007) (puc. 7). Mnaktu-
BHpyeMast X-XpOMOCOMa yTPauHUBAET ACCOITHAIIIIO
¢ PHK-nonmumepasoti I1. ITporcxoaut uckioueHue
MOIU(PUKAIIHN, XapaKTePHBIX JUISI TPAHCKPHUIIIH-
OHHO aKTHBHOTO XpOMaTHHa, TUMETHINPOBAHHOTO
10 TM3uHY B 4-M nojoxxeHnn rucrona H3 (H3K4)
W alleTUINPOBaHHKIX ¢opm ructoHoB H3 u H4. B
TO K€ BpeMsl Ha HEAKTUBHON X-XpOMOCOME yCTa-
HaABJIMBAIOTCS MOAU(MUKAINN TPAHCKPHUIIIIHOHHO
HEaKTHBHOTO XpOMaTHHA: TPUMETHIMPOBAHHBIN MO
mu3uHy B 27-M nonoxenun ructon H3 (H3K27),
MOHOYOMKBUTHHUPOBAHHBIN 10 JU3UHY B 119-M
nonoxennu ructoH H2A (uH2A), mumernnupo-
BaHHBII 10 JIM3UHY B 9-M MoiokeHUuu ructon H3
(H3K9) 1 MOHOMETHIIMPOBAHHBIN 10 JTU3HUHY B
20-m monoxkenuu ructon H4 (H4K20). Kpome
TOro, HEaKTHUBHasA X-XpOMOCOMa CTaHOBUTCS

Xist PHK

PHK Pol Il —»

auetTunuposaHue H3/H4
anvetunupoBaHne H3K4
TpumeTunvpoBaHve H3K4
meTunuposaHne H3K36
TpumeTunuposaHune H3K27
ybukBUTUHMpPOBaHe H2A

MoHomeTunuposaHune H4K20
avmeTtunuposaHue H3K9

meTtunuposanve JHK
Xist PHK

HYKNeocoMmbl C MakpoH2A

B 000U Qe~

MO3HO PEIUTMLHPYIOMEHCS U aCCOLMUPYETCS C
BapuaHToM ructoHa H2A (makpoH2A), conepika-
IIMM HETUCTOHOBBIN AoMeH. Ilocnennum smure-
HETHYECKHM COOBITHEM B MPOIIECCE MHAKTHBAITUI
sBisieTca metunuposanue JJHK mpomoropnbIx
o0nacTeil TeHOB, YTO MO3BOJISIET CTAOMIBHO MOJ-
JIEP’)KUBATh HEAKTUBHOE COCTOSIHHE X-XpOMOCO-
Mbl. B otmnume ot D. melanogaster n C. elegans
Y MJICKOIIUTAIOLINX HE CYILECTBYET «KOMILJIEKCa
JI030BOM KOMITEHCAITNI, 1 BCE BBIIIIETIEPEYUCIICH-
HbIe MOAH(UKAIIMH XpOMATHHA YCTaHABINBAIOTCS
C TIOMOIIBIO Pa3JIMYHBIX OEIKOBBIX KOMIUIECKCOB.
[Tokazano, uTo KomIIeKcs polycomb OenkoB
PRC1 (polycomb repressive complex 1) u PRC2
otBeyarotT 3a UH2A u TpumeTmimpoBanue H3K27
cootBeTcTBeHHO (Silva et al., 2003; Cao, Zhang,
2004; de Napoles et al., 2004; Fang et al., 2004)
(puc. 7). laHHbIC KOMIUICKCHI SIBJSIOTCS YHUBEP-
CaJIbHBIMU U yYacTBYIOT B PETIPECCHUHU IT'€HOB KaK Ha
X-XpoMocoMe, TaK 1 Ha ayTOCOMax y 00OMX HOJIOB.
Kak ny D. melanogaster, B 1030BO¥ KOMIIEHCAITUT
TeHOB X-XPOMOCOMBI Y CaMOK MJICKOMUTAIOIINX
3aneirictBoBaHbl Hekoaupytomas PHK u monndu-
LUPYIOIINE XPOMATHH KOMITJIEKCHI, HO UX BIUSHHUE

[Mpouecc nHakTnBaumm X-xpoMOCOMbI:

1

. Hakonnenwue Xist PHK n ee pacnpoctpaHeHune

BOONb VIHaKTMBVIpyeMOVI X-XpOMOCOMBbI

. Ncknioyenne PHK-nonumepass! 1

. MoTepsa mogudmkauunn

TPaHCKPUNLUMOHHO aKTUBHOIO XpomMaTtuHa

. MpunobpeteHne moamdmrkaummn

TPAHCKPUMNUMOHHO HEAKTUBHOIO XpoMaTuHa

. YcTaHOBRNeHWe no3gHen pennvkaumm
. OboralleHne Hykneocomamu ¢ MakpoH2A

. Metunuposanne OHK

B MPOMOTOPHBIX palioHax reHoB

Puc. 7. Jlnnamyka SHUreHeTHUECKUX COOBITHH B ITPOIIECCE MHAKTHBAIIMHI X-XPOMOCOMBI Y CAMOK MIICKOTIUTAIOIINX
(ITo: Escamilla-Del-Arenal et al., 2011, ¢ Mmoqudukaunsmmn).
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E.B. AemenTbeBa

Ha SKCIPECCHUIO TEHOB OKA3bIBACTCS JUAMETPAITLHO
MIPOTHBOMOIOKHBIM. OHAKO JT0 CUX TIOP OCTAeTCA
OTKPBITBIM BOIIPOC O TOM, B3aUMOJICHCTBYET JIH
Xist PHK ¢ mopndunmpyommmn XpoMaTiH KOM-
TUIEKCaMH HAIPSIMYIO HITH TIOCPEACTBOM KaKHX-TO
HEU3BECTHBIX HAa HACTOSIIUNA MOMEHT (DAaKTOPOB.

He Bce reHbl HeaKTUBHOW X-XPOMOCOMBI TIOI-
BepraroTcs nHakTuBauu. [Ipu uzyuenunn craryca
HKCTIPECCHH T€HOB X-XPOMOCOMBI YeJI0BEKa ObLIO
obHapyxeHo, uto 15 % reHoB n3beraroT HHAKTH-
Banuu U eme 10 % reHoB UMEIOT TeTePOreHHYI0
9KCIIPECCHIO, T. €. MOJIBEPraloTCsi NHAKTUBALUH
Yy OJIHHMX JKCHIIUH W W30eraroT WHAKTHUBAIUU Y
npyrux (Carrel, Willard, 2005). M306erarommue
WHAKTHBAITH TeHBI ObLTH HAWCHBI TAK)KE Y MBIIIH
(3,3 %) ¥ HEKOTOPBIX APYTUX TUIAIEHTapPHBIX
miekonuraromux (Yen et al., 2007; Yang et al.,
2010). B Tom ciydae, Korja TeHbl X-XpOMOCOMBI
COXpPaHSIOT TOMOJIOTH Ha Y-XpOMOCOME, 30eranue
WHAKTUBAIUU TIO3BOJISIET BOCCTAHOBHUTH PABHBIN
YPOBEHB SKCIPECCHUU T€HOB Mex Ty noiamu. Of-
HAaKO MHOT'HE M30€rarline WHAKTHBAI[UH TCHBI
HE UMEIOT Y-roMoJIoTOB (AHONpHEHKO, 3aKusH,
2004). Bo3mokHO, uTO Go0Jice BHICOKMI YPOBEHb
HKCIIPECCUH 3TUX FEHOB Y CAMOK JIM0O OTBEYAeT 3a
(dhopmupoBaHHe CrIeNU()UIHBIX M1 )KEHCKOTO TI0JIa
MIPU3HAKOB, JINOO HE UTPAET CYIIECTBEHHOW POJIH
(Disteche, 1995; Brown, Greally, 2003). B moms3y
MOCJIETHETO MPEANOJIOKEHUS CBUACTEIbCTBYET
TOT (aKT, YTO YPOBEHB IKCIPECCUU OOJIBIINHCTBA
n30eraronux WHAKTUBAIMKM T€HOB YelIOBEKa Ha
HEaKTUBHOW X-Xpomocome He mpesbimaeTr 10 %
OT YPOBHSI PKCIIPECCUU Ha AKTUBHOH X-XpOMOCOME
(Carrel, Willard, 2005; Nguyen, Disteche, 2006;
Johnston et al., 2008). He uckiI04YeHO TaKKe,
YTO pa3HHLA B YPOBHE IKCIIPECCHU TEHOB X-XPO-
MOCOMBI MEXJTy TIOJIAMH MOXKET YCTPaHSThCS Ha
nocTTpaHcKpUIuoHHbIX cTaausx (Disteche, 1995;
Brown, Greally, 2003).

[Mpearnonaraercs, 4TO CyMECTBYIOT CIICIHAITh-
HBIC 3JIEMEHTHI (Way stations), crioCOOCTBYIOIIHE
3¢ dextuBHOMY pacnpocrpanenuto Xist PHK u
B3aMMOJICHCTBYIOIHNX C HEl (DaKTOPOB OT IIEHTpa
WHaKTUBAIlUU TI0 Bceil X-xpomocome (puc. 8).
OmHAaKo YTO ATO 32 TTOCIEI0BATEIFHOCTH U KAKOBBI
MEXaHU3MbI UX JICHCTBHUS — JI0 CHX IOP HE SICHO.
Haubosnee BepOsSTHBIMH KaHAMIATAaMU Ha POIb
TaKMUX MociaenoBareabHocTed cunrtaroT LINE-3ie-
MeHTHI (Lyon, 1998). B monb3y qaHHOTO Mpenoo-
JKEHHsI CBUJICTEIILCTBYIOT J1Ba (pakTa. Bo-mepBrix,

y 4eJOBEKa U MbIHU 4uciao LINE-31eMeHTOB Ha
X-XpOMOCOME B JIBa Pa3a BbIIIE, YEM Ha ayTOCOMAX.
Bo-Bropbix, LINE-31€MeHTHI paciipeiesieHbl o X-
XPOMOCOME HECITYIalHBIM 00pa30M: HanOOJIbITIas
UX IUIOTHOCTD XapaKTepHa MJIsl [ICHTpa HHAKTHUBA-
LU U pailOHOB X-XpOMOCOMBI, TOIBEPratOIINXCs
HWHAKTHUBAIIMH, B TO BpeMs KaK pailoHbl X-XpOMO-
COMBI, U30€TafoI1e HHAKTUBAIINT, HIMEIOT HU3KYIO
mwiotHocTh (Bailey ef al., 2000; Carrel, Willard,
2005; Ross et al., 2005).

MexaHu3M HMHAKTHUBALUMU X-XPOMOCOMBI 11O
CBOUM NPUHIHIIAM CXOJCH C UMIPUHTUHIOM
ayTOCOMHBIX I'eHOB. B 00oux mporieccax nmpuHu-
MaroT yuyactue Hekopupyromue PHK, skcnpec-
CHSl KOTOPBIX TMPUBOINUT K yTpare MOAU(PUKAIHA
TPAHCKPUILMOHHO aKTUBHOI'O XpOMaTHHA U
MIPUOOPETEHUIO MOU(PUKAIIAN TPAHCKPHUITIIUOHHO
HEAKTUBHOTO XpOMAaTHHA (TPUMETHUIUPOBAHHOTO
H3K27,uH2A, numerunupoBannoro H3K9, metu-
mupoBanust JJHK) (Reik, Lewis, 2005; Zakharova
et al., 2009). Pe3zynpraToM CTaHOBUTCS MOHOAI-
JIEJIbHAST OKCIPECCHSI T€HOB LEJI0M XPOMOCOMBI
(vHAKTHBAIMS X-XPOMOCOMBI) MJIH KJIacTepa TeHOB
(MMITPUHTHUHT ayTOCOMHBIX T€HOB). O4eBHTHO, YTO
U Y MJICKOTIUTAIOIINX MEXaHU3MBI, HCTIOIb3yEeMbIe
JUTSL TO30BOM KOMITEHCAIIMH T€HOB X-XPOMOCOMBI,
HE SIBJISIFOTCS YHUKAJIbHBIMU U 33/1€HCTBOBAHbI
B JAPYTHUX MPOLECCAX, CBSI3aHHBIX C PEryJsIueil
TPAHCKPHUTIIIUU TCHOB.

MPUHIUIIBI JO30BOI KOMIIEHCALIUU
T'EHOB X-XPOMOCOMBbI

Heo0xonnumocTh 7030B0OM KOMIIEHCALINHA TEHOB
X-XpOMOCOMBI MKy ToJlaMu Oblila HE €IMHCT-
BC€HHbLIM CJICACTBUEM I3BOJIIOIIUHN ITOJIOBBIX XpO-

\QA\,A\”\ Va2
IEEEE R

\”\ Xist PHK n B3aumopgencTsytoLme ¢ Hew hakTopbl

a
Lt 22

EE UeHTp nHakTuBauun
3 LINE -3nemMeHTbl

Puc. 8. PacipocTpanenrne HEaKTHBHOTO COCTOSIHHSI B
MpoIiecce MHAKTUBAIIMH X-XPOMOCOMBI y CAaMOK MJIe-
KOTTUTAIOIINX.
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MocoM. [locrenennas gerpaganus reHoB Ha Y-
XPOMOCOME B TIEPBYIO OUepelh CTajla IPUIHHON
MOHOCOMUH TI0 HECKOJIBKIM COTHSIM T€HOB X-XpO-
MOCOMBI Y T€TeporaMeTHOro rosa (camron). CTomib
3Ha4YMUTENIbHAsA MOTEeps T€HOB HE MOIJIa OCTaThCs
0e3 MoCIeCTBUI ISl OpraHn3ma, IoATOMY, CKopee
BCEro, 0TOOp OJIaronpusATCTBOBAT MEXaHH3MaM,
YBEIMYMBAIOIIAM YPOBEHB SKCIIPECCHU T€HOB Ha
X-xpomocome camiioB (Dementyeva et al., 2009).
DTO O3HAYAET, YTO YBOCHHE YPOBHS DKCIIPECCHH
TFE€HOB Ha €JUHCTBEHHON X-XpOMOCOME CaMIOB
JIOJKHO OBLJIO MTPOUCXOIUTD HE TONbKO y D. mela-
nogaster, Ho Takxke y C. elegans n MiekonuTa-
rormx. [ mmoTesa 00 yABOSHUN YPOBHS 3KCIIPECCHH
TeHOB X-XPOMOCOMBI y CaMIIOB MIIEKOTTUTAIOIINX
u C. elegans Oblna BbICKa3aHa TOCTATOYHO JABHO
(Ohno, 1967). Tem He MeHee yOenuTelbHBIC €€
JIOKa3aTesIbCTBa yAal10Ch MOIYYUTh JIUIIb B I0-
CJIETHUE TO/Ibl, KOT/ia IIMPOKOE pacpoCTpaHEHHE
TIOJTYY/II METOJT MUKPOYHITOB, OJIarosiapst KOTOpoOMy
OBLT M3MEPEH CPEAHNH YPOBEHB IKCIIPECCHUH TEHOB
X-XpoMocoMbI 1 ayTocoM. OKa3anoch, 9YTO T'eHbI
X-XpOMOCOMBI U ayTOCOM, ACUCTBUTENBHO, IKC-
MIPECCUPYIOTCS HA OJJMHAKOBOM YPOBHE Yy CaMIIOB
C. elegans v mnexonuratrouux (Gupta et al., 2006;
Nguyen, Disteche, 2006; Johnston et al., 2008).
MexaHu3wm, Jexaluil B OCHOBE YIBOCHUS YPOBHSI
SKCTIPECCUHU TEHOB X-XPOMOCOMBI Y 3TUX BH/IOB,
MOKa 4TO HEe yCTaHOBIJIEH. BO3M0OHO, 4TO BO3pac-
TaHUE YPOBHA IKCIPECCHU T€HOB X-XPOMOCOMBI
JOCTUTACTCS TaK ke, Kak u'y D. melanogaster, 3a
CYET JICUCTBUS SMUTCHETUIECKUX MeXaHN3MoB. C
JIPyTOi CTOPOHEI, TTOBBIIIIEHUE YPOBHS DKCIIPECCHHI
MOYET OBITH CBA3aHO C IBOJIOIHMEN HYKICOTHTHBIX
MOCJIE0BATEIbHOCTEH PEryasSsTOPHBIX PailoOHOB
reHoB X-xpomocoMmbl (Heard, Disteche, 2006;
Nguyen, Disteche, 2006).

Y D. melanogaster ynBoeHUs yPOBHS SKCITPEC-
CHU T€HOB Ha X-XpPOMOCOME Yy CaMI[OB 0Ka3ajoCh
JTIOCTATOYHO KaK ISl TPAHCKPUTIIIHOHHOTO OaaHca
MeXJly TeHaMH X-XPOMOCOMBI U ayTOCOM, TaK H
JUI PAaBHOM JKCIPECCUU I'€HOB X-XPOMOCOMBI
MEXIy MOJaMH, U y CAMOK HET MEXaHU3MOB
nmo3oBoil komneHcaruu. Y C. elegans M Miexo-
MUTAIONINX, TT0-BUANMOMY, BO3pacTaHUE YPOBHSA
SKCIPECCHH TEHOB Ha X-XpPOMOCOME 3aTPOHYJIO
HE TOJIbKO T€T€pOraMeTHBIN, HO U TOMOTaMETHbBIN
rros1. COOTBETCTBEHHO, ISl TOTO YTOOBI M30€KaTh
M30BITOYHON AKCIPECCHH T€HOB X-XPOMOCOMBI,
Yy TOMOTaMETHOTO T0JIa JIOJDKHBI OBLTH TIOSBUTH-

Csl JIOTIOTHUTEIbHBIC (BTOPUYHBIE) MEXaHU3MBI
JI030BOM KOMIIEHCAIMH, BOCCTAHABIMBAIONIHE
TPAHCKPHUIITHOHHEIN OajaHC MEXIy TeHaMH X-
XPOMOCOMBI U ayTOCOM, a TAK)KE PaBHBIH YPOBCHb
3KCIPECCUU TeHOB X-XPOMOCOMBI MEXTy MOJIaMH
(Charlesworth, 1991; Lin et al., 2007). Takumu
MEXaHU3MaMU | SBIISIOTCS YaCTUYHAS PETIPECCHS
reHOB X-XpoMocoMbl y repmadpoautos C. elegans
Y WHAKTHUBAIHS X-XPOMOCOMBI Y CAMOK MJICKOTTH-
Tafomux (puc. 9, a).

Pa3nble criocoObl 1030BOM KOMIICHCAIUU Y
D. melanogaster, C. elegans v MICKOTIUTAIOIIUX,
BEPOSITHO, SIBIISIIOTCS CJICJCTBHEM HE3aBHCHMOTO
MPOUCXOXKJCHUS TIOJOBBIX XPOMOCOM M MeXa-
HU3MOB, HAMPaBICHHBIX HA PETYISIUIO SKCIPEC-
cuu ux reHoB. OJHAKO J030Basi KOMIICHCAIUS Y
D. melanogaster, C. elegans u MIEKOTIUTAIOIINX,
[IOMHUMO YJABOCHUS YPOBHS SKCIIPECCUU TCHOB Ha
€IMHCTBEHHON X-XpOMOCOME CaMIIOB, IMEET €IlIe
HECKOJIbKO 001X nmpuHIumoB (Vicoso, Bachtrog,
2009). MexaHu3MBI T030BOM KOMITCHCAIIUH JCH-
CTBYIOT Ha XpOMOCOMHOM ypoBHe. bojee Toro,
OHHU HE BO3HUKAIOT de novo, U JUIsl PETyJIsSIUuU IKC-
IIPECCHUU TEHOB X-XPOMOCOMBI HCIIOJIB3YIOTCS YIKE
CYIIECTBYIOIINE OCIKU U OEITKOBBIC KOMIUICKCHI.
Heo0xomuMblil ypOBEHb SKCIIPECCHUU TEHOB 00ec-
MEYUBACTCS TIOCPEACTBOM U3MECHEHHSI CTPYKTYPhI
XpoMaTrHa X-XPOMOCOMBI C IMOMOIIBIO MOIH-
(GUIEPYIOIIUX XPOMATHH KOMILJICKCOB, a TaKKe
nexoaupytroumx PHK. Kpome Toro, X-xpomocoma
COJICPKUT CIEIUANIbHBIE IT0CIEA0BATeILHOCTH,
OTBETCTBEHHBIC 32 CBA3BIBAHUC U PACIPOCTpPaHe-
HUE MOIUQDUIHMPYIONINX XPOMATHH KOMIUIEKCOB,
OCYIIECTBIISIOIINX J030BYI0 KOMIICHCAIIHIO.

JAO30BASA KOMIIEHCALIUsA 'EHOB
B CUCTEME I10JIOBBIX XPOMOCOM ZW

VY nTun, 6a0o4ek, a TakKe HEKOTOPBIX BUIOB
MIPECMBIKAIOTITNXCS, 36MHOBOJIHBIX U PHIO TeTe-
pOTraMeTHBIM TIOJIOM SIBJISIOTCS caMKH (Z- u W-
XPOMOCOMBI), CaMIIbl TOMOTAMETHBI M UMEIOT JBE
Z-XpoMOCOMBI. B TO BpeMs Kak B CCTEME MOJIOBBIX
xpomocoM XY MeXaHU3Mbl 030BOM KOMIIEHCALIUU
JIOCTATOYHO XOPOILIO U3BECTHBI, UX CYILIECTBOBAHUE
B CUCTEME IOJIOBBIX XpoMocoM ZW nonroe Bpemst
OBLIIO TI0/T BOIIPOCOM.

PemuTh naHHBIM BONPOC MO3BOJIUI METOA
MUKPOUHIIOB. BBUT U3MEpEH ypOBEHDb IKCIIPECCUU
FEHOB Z-XpOMOCOMBI U ayTOCOM Yy JIBYX BHUIOB
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a D. melanogaster C. elegans MnekonuTtatowime
A X Y A A X Y
1 WA 1 1 1 WA
9 I
A A
A A
A X X A A X X
6 TMTtuubl n 6aboykn
A zZ Z
[] ayTocomHbiit ypoBeHs akcnpeccum
[l yABOEHHbIN ypOBEHb BKCMpeccui
1 YacTuuyHasi pernpeccus
][] A [] wraktmBaums Puc. 9. MexaHu3MblI 1030BOM KOMIICHCA-
VA
W Bj vactuuHas gosoeas komneHcauusi MU B CUCTEME TTOJIOBBIX XpoMocoM XY (a)
VAA
A Y(W) -xpomocoma u ZW (0).
S Iy - A — Habop aytocom; X, Y, Z, W — momnoBsie
A zZ W XPOMOCOMBI.

nTHL (KypHLBI U 3¢0pOBOH aMaMHBI) H TYTOBOTO
LIENKOMNpPsiAa. 3HAUEHUsI COOTHOLICHUN YpOBHEH
HKCTIPECCUU TEHOB Z-XpPOMOCOMBI MEXKITy camIla-
MU ¥ CaMKaMH Y TITHI[ U TYTOBOTO HICTKOMPsiIa
BapbupoBanu mexnay 1 u 2 (Ellegren et al., 2007;
Itoh et al., 2007; Zha et al., 2009). Takum obpa-
30M, IO YPOBHIO IKCIIPECCUH T€HOB Z-XpoMocoMa
3aHUMaeT MPOMEKYTOUYHOE TOJIOKEHHE MEXKITY
JI030BO KOMIIEHCAIIMEN Ha XpOMOCOMHOM YPOBHE
Y TIOJTHBIM OTCYTCTBHEM JI030BOW KOMIIEHCAIINH. Y
3e0pOBOI aMaIMHBI HA Z-XPOMOCOME BBISIBIISIIIHCH
JIBE IPYIITBI F€HOB: OTHU F'€HBI DKCIPECCUPOBAIUCH
Ha OJMHAKOBBIX YPOBHSIX Y 000HMX IOJIOB, TOT/Ia KaK
OCTaJIbHBIE KCIIPECCUPOBAIINCH Ha 0oJiee BBICO-
koM ypoBHe y cam1ioB (Itoh et al., 2007). IToxoxe,
YTO y NTHI U 6ab04YeK OTCYTCTBYIOT MEXaHHU3MEI,
PErylupyomye 3KCIpecCcrto TeHOB Ha Bcel Z-Xpo-
MOCOME, OJJHAKO YacTh T€HOB Z-XPOMOCOMBI CAMOK
BCE-TaKM TOJBEPraeTcs 1030BOW KOMIICHCALUU
(puc. 9, 6). MexaHU3MBI 3TOTO SBJICHHS MTOKA EIIe
HE yCTaHOBJIEHbI. HeKoTopble JaHHbIE TTO3BOJISIOT
MpeIoiIararb, 9To J030Bask KOMIICHCAINS Y TITHIL
OCYIIECTBIIsIETCA TaK Xe, Kak u'y D. melanogaster:
Hexoaupytomas PHK u anernnuposanne H4K16
OPUHUMAIOT Yy9acTHE B YCHJIGHUU YPOBHS JKC-

MIPECCHU TEeHOB Z-XpOMOCOMEI y caMok (Melamed,
Arnold, 2007).

[Toka O4eBWIHO JIUIIB TO, YTO JIOKAIBHAS JIO-
30Basi KOMIICHCAMsT OOHapyKeHa Y OpraHu3MOB,
y KOTOPBIX T'€TepOTaMETHBIM MOJIOM SIBISIOTCS
camk# (ZW). IockonbKy ObUT IpOaHATU3UPOBAH
YPOBEHB HKCIIPECCUH TCHOB Z-XPOMOCOMBI TOJIBKO
y HpeAcTaBuTeNeil AByX TAKCOHOB, TO OCTaeTCs
HESICHBIM, SIBJISIETCS JIM TaKO#M CII0CO0 1030BOi
KOMIICHCAIIIH 0COOCHHOCTBIO OPTaHU3MOB C CHC-
TEMOH IOJIOBBIX XpoMocoM ZW unu 3To MpocCTo
ciiydaiiHoe coBrniajienne. OTBETUTDH Ha 3TOT BOIPOC,
BEPOSITHO, TOMOXKET U3yUCHHE JPYTHX TAKCOHOB C
rereporaMeTHOCTEI0 y camok (Mank, 2009; Vicoso,
Bachtrog, 2009).

3AKIIOYEHUE

Takum 00pazoM, HCCIIeTOBAaHNS MEXaHU3MOB JI0-
30BO¥ KoMITeHCcarn y D. melanogaster, C. elegans,
MJICKOIIMTAFOIIMX, IITHI] M 0a00Y€EK IIOKA3bIBAIOT, YTO
TCHBI MOJIOBBIX XPOMOCOM B PA3IUYHOU CTEMCHU
BOBJICUCHBI B JaHHBIA mporecc. Ha X(Z)-xpomo-
COME MOXXHO BBIIEIUTH TpU TUma reHoB. OgHu
TEHBI JJOJLKHBI AKCIPECCUPOBATHCS HA OMHAKOBOM
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YpOBHE Yy 000MX TIOJIOB U 00s13aTEIIHHO ITOJIBEpTra-
FOTCS JI030BOM KOMIIEHCAIIMHU. | €HbI BTOPOTO THTIA,
HAITPOTHB, JOJDKHBI SKCITPECCUPOBATHCS Ha PA3HBIX
YPOBHAX Yy caMOK/TepMadpOIUTOB M CaMIIOB W,
CJIeIOBATENILHO, N30ETAI0T JI030BOH KOMIICHCAIIUH.
J1J1s1 OCTaIbHBIX TEHOB TIOJIOBBIX XPOMOCOM pa3HHUIIA
B YPOBHE 3KCIIPECCUH MEXK]Ty IMOJaMH, BEPOSTHO,
He nMeeT 3HavyeHus. JlanpHelme uccnenoBanus,
M0 BCEH BUIMMOCTH, OyAyT HalpaBlIeHBI HA BbI-
SICHEHHE TOTO, KaKHEe I'€HbI HY)KIalOTCS B JI030BOKM
KOMIICHCAIIMH U YTO ONPEIENISIeT CTEICHb JI030BOM
KOMITCHCAITH UHIMBUyaJIbHBIX TeHOB. EIlle oiHuM
Ba)KHBIM HAIPABJICHUEM B HCCIICIOBAHUH JI030BOM
KOMIIEHCAIIUH T€HOB TOJOBBIX XPOMOCOM MOXKET
CTaTh YCTaHOBIJICHHE MEXaHU3MOB, JICKAIIUX B
OCHOBE YJBOCHHSI YPOBHSI 3KCIIPECCHHM T'€HOB Ha
X-xpomocomax y C. elegans 1 MICKOTIUTAIOIIINX.
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DOSAGE COMPENSATION:
REGULATION OF SEX CHROMOSOME GENE EXPRESSION

E.V. Dementyeva
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e-mail: dementyeva@bionet.nsc.ru

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.



