OB30OPHI

YK 575.18:577.218:576.316

Ho3oBasa KoMneHcaums reHoB NOMNoOBbIX
XPOMOCOM Y 3yKapmoT

E. B. DemenTtbesa'?, C. M. 3akuan'?3*

"YupeskaeHnue Poccurickol akagemmum Hayk MHCTUTy T uptonorim u redetukn CO PAH, 630090,
Hoeocubupck, npocn. ak. Jlaspextbesa, 10

2YuperkpeHne Poccuickon akagemmun Hayk MHCTUTYT xumuueckomn 6ruonorum n doyHaaMeHTanbHoM
mepuumHbl CO PAH, 630090, Hosocubupck, npocn. ak. JlaBpeHTbesa, 8

3HayuHbIM LEHTP KNMMHMYECKOM U aKCnepumeHTansHomn meguumHsl CO PAMH, 630117,
Hoeocubupck, yn. ak. Tumakosa, 2

*E-mail: zakian@bionet.nsc.ru

MocTtynuna B pepakumro 24.09.2010 r.

PEMEPAT 9BoJIIOLISA IIOJIOBBIX XPOMOCOM, COIIPOBOKIAIONIASICS X 3HAYNTEIbHOI AVBEPreHIieii mo Mmopdpoarornm
¥ TEHHOMY COCTaBY, IPUBEJA K TOMY, 4YTO OOJbIINHCTBO F€HOB OHOI 13 MOJIOBBIX XPOMOCOM OKAa3aJICh IIPEACTAB-
JIEHHBIMU B ABYX /J03aX Yy OJHOTO I10JIa I B OJIHOI1 J03e y Apyroro. /IJs Toro 4Todbl ycTpaHUTh Pa3janudiis B ypOBHE
SKCIIPECCUN ITUX T€HOB MEKAY MOJIAMU ¥ BOCCTAHOBUTH OJMHAKOBBI YPOBEHD SKCIPECCUN T€HOB Ha MOJIOBBIX
XpoMocoMax M ayTOCOMaX, BO3HUKJIU MEeXaHU3MbI 030B0i1 Komnencauun. VceaemoBauus Tpex yske cTaBIINX
RJaccuueckumu o0bekToB: Drosophila melanogaster, Caenorhabditis elegans v MIEKONMTAIOIINX — MOKa3bIBA -
IOT, YTO A030Basi KOMIIEHCAIIS reHOB X-XPOMOCOMBI MOKET OCYIIECTBISITHCS € IMIOMOIIBIO COBEPIIIEHHO Pa3HBIX
MEeXaHU3MOB, AEeMCTBYIOIIX HA XPOMOCOMHOM ypoBHE. OHAKO CPAaBHUTEJILHO HEJABHO ObLIN IMOJIy4E€HbI JaHHbIE
00 BKcIpeccu TeHOB MOJIOBBIX XPOMOCOM y NTUIL 1 0a00Y€eK, 113 KOTOPBIX CJIEAYET, YTO MHOTIIE I'eHbI MOJIOBBIX
XPOMOCOM MOTYT 3KCIIPECCUPOBATHCS Ha PAa3HBIX YPOBHAX y caMOK 1 caMI0B. B 0030pe npenacrasiena nadpopmanms
0 MexXaHI3MaXx JA030Boii kommeHcaruu y D. melanogaster, C. elegans u MI€KONMTAIOIINX, a TaKKe 00CYKIAIOTCA
HOBbI€E JJaHHbIE 00 SKCIIPECCUN F€HOB MOJIOBBIX XPOMOCOM Yy IITHUIL M 0a004YeK 1 X BJINMSHIE HA HAIIIE IIPeICTaBJIEHIIEe
0 JI030BOIT KOMII€HCAIMIL

KJTFOYEBBIE CJIOBA pozoBasi KoMmeHcalus, MOJOBbIe XPOMOCOMbBI, DKcIpeccus reHOB, MHAKTUBAIUA
X-XpoMOCOMBI.

KO3BOJIFOLMUA NOJIOBbIX XPOMOCOM U JO30BOH
KOMMNEHCALIMH

Y 1meJioro pAma OPTaHM3MOB IIOJOBaA MPUHALJIENK-
HOCTb KOPpPEeJUpPYyeT C ONpedeJeHHBIM COUYeTaHUEeM
I0JIOBBIX XpoMocoM. Tak, y Drosophila melanogaster
U pAa MJIEKOMMTAIONINX [I0JOBbIE XPOMOCOMBI CaMOK
IIpeACcTaBJIeHBl IBYMsA X-XpOMOCOMaMM, B TO BpeMsd
KaK CaMIIbl ABJAKTCA reTeporaMeTHBIM II0JIOM U MMe-
IOT JIBe pal3JIMYHbIe [10JI0Bble XpoMocoMbl: X 1 Y. Tem
He MeHee CHUCTeMBbl olpeneseHnd noja y D. melano-
gaster 1 MJIEKONMTAIOINX IIPMHIMIIMAJIBHO pa3anda-
oTca. ¥ D. melanogaster TI0JI 3aBUCUT OT COOTHOIIIEHA
JI03BI TeHOB X-XPOMOCOMEI 1 ayTocoM [1], B To Bpema
KaK JJIA MJIEKOIUTAIUX KJIUYEBbIM MOMEHTOM ABJIA-
eTcs HaJmu4re Y-XPOMOCOMBI, TOYHee reHa STy, OTBET-
CTBEHHOTO 33 Pa3BUTHLE 10 MYyKCKOMY Tuny [2]. ¥ oruir,
0aboueKr ¥ HEKOTOPBIX BIUAOB ITPECMBIKAIONINXCA, Ha-
IIPOTUB, T€TEPOTaMETHLIM II0JIOM ABJIAITCA CAMKU (Z-
1 W-XpOMOCOMBI), & CaMI[bl MUMEIOT ABe Z-XPOMOCOMEL

40| ACTANATURAE | TOM 2 Ne 4 (7) 2010

ITosnoBbie xpomocomel X n Y, a Takke Z u W 3HaUM-
TeJbHO OTJIMYAITCA APYT OT ApyTa 10 pasMepy, Mop-
doJorumy u reHeTUUYECKOMY conepskanui (puc. 1).
Y- 1 W-XpoMOCOMBI COCTOAT B OCHOBHOM 13 (POPMU-
PYIOLINX TeTEePOXPOMATHUH IIOBTOPAMIMXCA [IOCE-
noBateabHocTeir JHK u comepskaT He3HAUUTEJIHLHOE
II0 CPaBHEHUIO ¢ X- 1 Z-XPOMOCOMaMM YYCJIO T€HOB.
IIpenmomaraercsa, uto X- 1 Y-XpOMOCOMEI B pa3-
JMYHBIX TAKCOHAX BO3HUKAJIM HE3aBUCUMBIM 00pas3om
U BEIyT CBOE IIPOVCXOMKIEHNE OT ITapPhbl TOMOJIOTMYHBIX

XY X X Z W

Camupl  Camku Camkm

Puc. 1. Cucrtemsli
MONOBbIX XPOMO-
com XY nZW.

Camupl
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ayTtocoM. IIepBBIM HIATOM B HBOJIIOLIMM IIOJIOBBIX XPO-
MOCOM CTaJIO0 (pOpPMUPOBaHYE TeHEeTUYECKOI CYCTEeMbI
oIlpesieJIeHUA I0Ja Y HOMyJIANNUM TepMa(POAUTHBIX
ocobeit naM ocobeil, M0J KOTOPBIX OIpPeesAeTCA TeM-
nepatypHbIMu ycyoBuaMn. Cuuraercs, 4To HauboJiee
JIOTMYHO ABJISETCS II0CJIeIOBATEJbHOCTh COOBITUIA,
IpM KOTOPOJ cCHaYaJjla B pe3yabTaTe MyTaluy [IOABUII-
Cs PEeleCCUBHBIN I'eH MYKCKOII CTepUJILHOCTI Ha Oy ay-
et X-XpoMocoMe, a 3aTeM JOMVHAHTHBIN I'eH KeHCKO
CTepUJIbHOCTH Ha Oyxayiein Y-xpomocome. CiencTBu-
eM BTOTO ObLJIO TOJABJIEHME PEKOMOMHAIIUY MEKIY X-
1 Y-XpoMocoMaMH I10 JaHHBIM JIOKYCaM, UTO II03BOJIVIIO
obecIieunTh CleNJIeHIe I'eHOB, OTBETCTBEHHBIX 3a pa3-
BUTME OCOOM 10 KEHCKOMY U MYysKCKOoMy Tuny. Jajee
Ha Y-XpoMocoMe CTaJii HaKallJIMBaTbCA FeHbl, TaI0Iye
IPEeMYIIeCTBO CaMIlaM, HO IIPY 9TOM CHUIKAIOIIE SKI3-
HecItocoOHOCTb caMOK. HeobxoqmuMoceTs TecHOro crerie-
HUA TaKUX M'eHOB C Y-XPOMOCOMOJ IIPMUBOANJIA K II0Ja-
BJIEHMIO PEKOMOMHAIIMY MEXAY X- U Y-XpOoMOCOMaMM
B HOBBIX JIOKYCaX M IIOCTEII€HHOMY PaCIIMPEHNIO He-
pexoMOMHMpYOIIero pajiona. IlogaBiaenne pekomOmHa -
UM CIIOCOOCTBOBAJIO HAKOILJIEHNIO MYTaLUIt U TeJIeInit
B He CBABAHHBIX ¢ (DOPMUPOBAHMEM MYKCKIUX IIPU3HAKOB
reHax Y-XPOMOCOMBI, YTO CTAJO IPUUMHON X IIOCTe-
nyromen gerpaganyy. KoHeYHbIM pPe3yJIbTaTOM JaHHOTO
IIporiecca MOKeT CTaTh II0TePs Beell Y-XPOMOCOMBI, 4TO,
o-BUAVMOMY, 1 IIpon3ouwuio y camioB Caenorhabditis
elegans, KOTOpbIe UMEIOT TOJBKO X-XpoMocoMy. AHa-
JIOTMYHBIN IIPOIeCC, BePOATHO, IIPUBeJI K IMBEePTreHIN
Z- n W-xpomocowM [3, 4].

Jly1g Toro 9YTOOBI KOMIIEHCHPOBATE CTOJb CYIIIEeCTBEH-
HYIO IIOTEPIO0 FeHOB Ha Y-XpoMocoMme, 0TOOp, 110 BCeit
BUIOVMMOCTMN, 6JIaI‘OHpI/IHTCTBOBaJI MeXaHl3MaM, ITIOBbI-
LIAIOIMM YPOBEHDb DKCIIPECCUM T€HOB Ha X-XpPOMOCOMe
caMI[oB [H]. YaBoeHMEe YPOBHA DKCIPECCUNM TEHOB
Ha eJMHCTBEHHOI X-XPOMOCOME CaMI[OB OBLIO JOCTa-
TOYHO JaBHO M3BECTHO U XOpPOIIOo ndydeHo y D. mela-
nogaster [6]. AHajgorn4HbI c10c00 BOCCTAHOBJIEHUA
YPOBHSA DKCIIPECCUY TEHOB X-XPOMOCOMBI (JJ030BOM KOM-
TIeHCAI[MM) IIPEAIIOJIarajcsa TakKe IJIA CaMI[0OB MJIEKO-
muratomux u C. elegans, Ho yOenuTesbHbIE JOKa3aTeb-
CTBa ero CyIIeCTBOBAHUSA JOJIOe BpeMs He yAaBaJioch
noJy4dnuTh. I'nnoresa 00 yaBOEHUN YPOBHA SKCIIPECCUN
reHoB X-XpOMOCOMBI y caMI[OB MJekoruraommx u C.
elegans oKOHYATEJBHO MOATBEPANIIACH CPABHUTEIBHO
HeIaBHO, KOTJAa UIMPOKOE PacCIpPOCTPaHEHYE IOy YN
MeTOoJ MUKPOYUIOB. VIcmosab30BaHME BTOTO0 METOLA I10-
3BOJINJIO UBMEPUTH CPENHNI YPOBEHD KCIIPECCUY [€HOB
X-XPOMOCOMBI 1 2y TOCOM ¥ IIOKa3aTh, YTO Y CAMI[OB MJIe-
rormraomux u C. elegans ressl 0HOM X-XPOMOCOMBI
IeTICTBUTEJIHHO DKCIIPECCUPYIOTCA Ha OOVHAKOBOM YPOB-
He C ayTOCOMHBIMYU [7—9].

Bospacranue ypoBHSA TpaHCKPUIIIUK T€HOB Ha
X-XpoMOCOMe MOTJIO IIPUBECTU K M30OBITKY MX IIPO-

D. melanogaster  C. elegans MnekonuTtatoLpme
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[[] aKCcnpeccus reHoB Ha ayTOCOMHOM YPOBHE
B ynsoeHHas skcnpeccHs reHos

[] uHakTMBaUMS reHOoB

I vyacTuuHas penpeccus TPaHCKPHMMLMK

B Y-xpomocoma

Puc. 2. PazHoobpasmne cnocoboB [,030BOM KOMMNEHCALMM
reHoe X-xpomocomsbl. A — Habop aytocom, X u Y — no-
NOBbIE XPOMOCOMbI.

IYKTOB y caMoK. OIHAKO MCCJIeJOBAHUSA DKCIIPECCUN
T€HOB METOJOM MUKPOUYUIIOB IIOKA3aJy, YTO y CAMOK
D. melanogaster, C. elegans 1 MJIE€KOIUTAIOIINX T€HBI
X-XpOMOCOMBI TaKyKe DKCIIPECCUPYIOTCSA Ha OIHOM
ypoBHe ¢ ayTocoMubIMU [7—9]. CrenoBaTesbHO, 1 y ca-
MOK JIOJIKHBI ObLJIY IOABUTHCA MEXaHU3MEI, 103BO-
JAIIIVE HOAEPKUBATh TPAHCKPUIILIIMOHHBIN OastaHe
MesKIy reHaMy X-XpPOMOCOMBI M ayTOCOM, & TaKiKe paB-
HBIJl YPOBEHb DKCIIPECCUY TEHOB X-XPOMOCOMBI MEKIY
nosamu. HecMoTpsa Ha OOITHOCTH IPUYMH BO3SHUKHO-
BEeHNdA, N030Bas KOMIEHCAIUA F'eHOB X-XPOMOCOMEI
y D. melanogaster, C. elegans 11 MJIE€KOIUTAIOINX OCY-
LIeCTBJIAETCA Pa3JUYHbIMU criocobamu (puc. 2). Taxk,
y D. melanogaster no3oBas KoMIIeHCAlMA IeHOB IIPO-
JMICXOIUT TOJIBKO Yy CaMIIOB, a reHbl 06enx X-XpoMOCOM
CaMOK DKCIIPECCUPYIOTCA Ha OJHOM YPOBHE C ayTOCOM-
ueiMu [7]. Y C. elegans yaBoeHUe YPOBHA SKCIIPECCUN
reHoB HabJiofaeTca KaK Ha X-XPOMOCOME Y CaMIIOB,
Tak 1 Ha 00eumx X-XpomMocoMax y repmMadpoanuTOB.
BoccraHoBIIeHNE TpaHCKPUIIIMOHHOTO HaJjlaHca y rep-
MapPOOUTOB NOCTUTAETCHA 3a CUET CHeluUIecKoro
MeXaHM3Ma, YaCTUYHO [IOJABJIAIIEr0 YPOBEHDb DKC-
[Ipeccuy reHoB OJHOBPEMEHHO Ha 00enx X-XpoMocoMax
[7]. ¥ maexkonmmMTaIONIMX MTOBBINIIEHHAA DKCIIPECCUA Te-
HOB IIPOMICXOAUT Ha X-XPOMOCOME CaMIIOB, a TaKiKe
Ha ONHOM ;M3 ABYyX X-xpoMmocoM caMok. Ha BTopoii
X-XpoMocoMe TPAHCKPUMIIMA OOJIBIINHCTBA T€HOB I10-
JIaBJisieTcs, T.e. X-XpPOMOCOMa II0ABEPraeTcA MHAKTIBA -
1 [7, 8]. Ha MmexaHmnaMax, JiesKalx B OCHOBE TaHHBIX
IIPOI[eCCOB, CTOMUT OCTAHOBUTLCA HoJiee TOAPOOHO.
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AO30BAA KOMMEHCALMA TEHOB X-XPOMOCOMDbI

Y D. melanogaster

IloBbpIIeHHBII yPOBEHb BJKCIPECCUUM TE€HOB
Ha X-xpomocoMe caMI[oB D. melanogaster obecneun-
BAeTCHA C IIOMOIIBI0 KOMILJIEKCA, COCTOAIErO U3 IIIECTU
oeskoB: MSL1 (male-specific lethal 1), MSL2, MSL3,
MOF (males absent on the first), MLE (maleless), JIL1
(Janus kinase 1) — u gByx Heronupyromnx PHE: roX1
n roX2 (RNA on the X). KiroueBbiM 1151 cOOPKU JaHHOTO
KOMILJIeKca ABJigeTca 0esox MSL2, KoTopbIii CMHTE3M-
pyeTrcsa ToJabKo y caMIloB. ¥ camok MSL2 oTrcyTcTByerT,
U B Pe3yJIbTaTe OCTaJIbHble KOMIIOHEHTBI He CIIOCOOHBI
cobupaTbcA B KOMILIEKC J030BOJ kKoMmneHcarym. Corac-
HO o01enpuaATo Mones MSL2 rmocpencTBOM IpsAMOro
B3amumogeiicTBuA crabunmsupyer MSL1, Takum obpa-
30M popMUPyA NIaTPOPMY AJA NaJibHeNen cOOpKmu
KOMILJIEKCca 030Boi KoMmmeHcalmu [10]. 3a akTUBaIMIO
TPaHCKPUNIUY reHOB X-XpoMocoMbl camMioB B MSL-
romiekce orBevatoT Oesiky MOF u JIL1. Besox MOF
anetTnnypyet ructod H4 o nmuanny B 16-M nososkeHnn
(H4K16). Ora moguduranma XxapakTepHa IJdA TpaHC-
KPUIIIMOHHO aKTUBHOTO XpPOMAaTMUHA U cHenuduyHa
ns X-xpomocoMbl caMioB [11, 12]. OxHako B riocsenHee
BpeMsA CTaJI OABJIATbCA JaHHbIe 0 ToM, 4To MOF mo-
sket anetunpoBaTb H4K16 He ToIbKO Ha X-XpPOMOCOME,
HO I Ha ayTocoMax, ImpuieM y oboux moJjos [13]. B mox-
TBEpIKJEeHNEe DTUX IPEeAIoJoKeHult 6b1y10 0O0HAPY-
skeHo, uTo MOF BzaumopericTByeT He TOJbKO ¢ MSL-
KOMILJIIEKCOM, HO 1 ¢ Tak HadbiBaeMbIM NSL(nonspecific
lethal)-kKoMIIeKCOM, KOTOPBIN CBA3BIBAETCA C IIPOMOTO-
paMy TPaHCKPUIIIIMOHHO aKTVBHBIX TeHOB Ha ayTOCOMaX
Yy CaMIIOB, a TaKsKe Ha ayTOCOMax M IOJOBBIX XPOMO-
comax y camok. CyiejoBaTesbHO, IIOCPEACTBOM B3aM-
MOﬂef/'ICTBI/IH C pa3JIMYHbIMM 6eJIKOBbIMI/I KOMIIJIEKCaMI
MOF npunuMaeT y4yacTue B JBYX IIpOIleccax: I030BO
KOMIIEHCAIINY TeHOB X-XPOMOCOMEBI y CAMIIOB 1 OO0IIeit
peryaanuy TpaHcKpuniuy reHoB y D. melanogaster
[14, 15]. Bosiee Toro, romosiorn MOF n NSL-kommiekca
CYLIECTBYIOT TaKiKe Y MJIEKOIINTAIOIINX U BBIITOJHAIOT
Ty 3Ke caMyIio (PYHKITMIO — alleTUJINMpoBaHme ructona H4
[16, 17]. OTu paKThl yKa3bIBAIOT HA TO, YTO MEXAHU3M
J1030BOJ KoMIteHcalnuu y D. melanogaster He BOBHUK
de novo, a 1107 ATy 11eJb ObLIM aalITUPOBAHBI YIKe Cy-
LIeCTBYIOIMe DEJIKY, KOTOPbIE MOTYT COXPaHATDH CBOIO
nmepBoHavasbHylo pyHKIM0. KnHaza JIL1 cBobonHO
accounupoBana ¢ MSL-KOMIIJIEKCOM U OCYIIIECTBJIA-
etr pocpopunuposanue ructona H3 no cepuny B 10-m
ronosxkeHnu. JJanHaa Moauduranua TaksKe ydacTBY-
eT B POPMUPOBAHNY TPAHCKPUIIMOHHO aKTUBHOIO
XpOMaTHHA, BEPOATHO, IPENATCTBYA CBA3BIBAHUIO I'e-
TepoxpomaTuHoBoro Oeska HP1 [18, 19]. Takum obpa-
30M, IOBBIIIEHHAA DKCIPECCUA FeHOB X-XPOMOCOMBI
y D. melanogaster mocturaercs 3a c4eT CO3LAHUA «OT-
KPBITOI», IEKOMITAKTM30BaAHHOI, JOCTYIIHOM 1A paK-
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TOPOB TPAHCKPUNIUM CTPYKTYpPhI XpoMmaTuHa [20]. Cun-
taercd, ytro PHK-JTHK-renmkaza MLE criocobeTByeT
naTerpaim roX 1 u roX2 PHK B KoMIIJIEKC 1030BOI KOM-
nencarmu [10]. lanusie PHK HeoOXoaMMbI 17151 CBA3bIBA -
HIA KOMILIeKca T030BOM KoMIeHcauuy ¢ X-XpoMOCOMO
[21] n aBnAoTCA B3anMo3aMeHAeMbIMU. VIHTepecHO,
4TO yeJioBeueckuii romoJsior MSL-koMmmiekca He comep-
sxkuT roX1 u roX2 PHK. OTo o3HavyaeT, 4TO BKJIOYEHNE
sTux Heronupytomux PHK B cocra MSL-koMmmiekca
MOTJIO CTaTh KJIIOYEBBIM MOMEHTOM B (DOPMMPOBAHNY Me-
XaHM3Ma J030BOi KoMreHcauun y D. melanogaster [22].

Jlo1a crienpuYHOTO CBA3BIBAHNMA KOMILJIIEKCA 1030~
BOJI KOoMITeHcaluy Ha X-xpomocome D. melanogaster
cyllecTByeT He MeHee 150 0coObIX caiiTOB, TaK Ha3bI-
BaeMbIX chromatin entry sites, koTopsle comepsxat
onos3HaBaemble MSL-KOMIIJIEKCOM IIOCJIEN0BaTEJIbHO-
ctu — MSL recognition elements. Ilocse cBaseBanmMsA
MSL-KoMIIIIEeKCca C JaHHBIMM caiTaMy Ha4YMHAETCS ero
pacmpocTpaHeHye BIOJIb X-XPOMOCOMBI 1 B3aUMOZel-
CTBME C aKTVBHO TPAHCKPUOUpPYOMUMMCA TeHaMu [23].
Ha aTo01 cTanum 3HaYeHNEe, CKOpee BCETO, IMEIOT He Hy-
KJIEOTVHBIE TIOCIIESOBATEIJILHOCTH, & DIIUTeHETYeCKIe
XapaKTEepPUCTUKY, B YACTHOCTU TPUMETUINPOBAHHBIN
110 IM3UHY B 36-M noJsioskeHnu ructoH H3, oromuanress-
HBIJ IPU3HAK TPAHCKpUOUpyomuxcsa reHos [24]. Tem
He MeHee He BCe TPAaHCKPUIIIMOHHO aKTVMBHBIEC I'€Hbl
X-xpomocoMsl caMioB D. melanogaster cBA3BIBAIOTCA
€ KOMILJIEKCOM JI030BOJi KoMIleHcanuu. Bojee Toro, cBA-
3pIBaHMe ¢ MSL-koMIJIeKCOM AaJjieKo He Bcerjaa Mpu-
BOAUT MMEHHO K JIBYKPaTHOMY yBeJIMYEHUIO YPOBHSA
BKCIIpeccuy reHoB X-XPOMOCOMBI, IIPUYEM B PAJLE CIY-
JaeB yPOBEHb TPAHCKPUIILINY TPAKTUYECKN He MeHAETCA
[25—27]. Tak yTO MeXaHMU3M, C IIOMOII[bI0 KOTOPOTO pery-
JMPYeTCs YPOBEHb DKCIIPECCU MHAMBUYAJIbHBIX T€HOB
X-xpomocoMsbl caMIioB D. melanogaster, eltje npeacToUT
BBIACHUTD.

Mexannsm, JesKalnuii B OCHOBE yIBOEHUA YPOBHA
BKCIpeccuy reHOB X-XPOMOCOMBI ¥ CAMIIOB MJIEKOIIUTA -
romyx u C. elegans, B HacToAIee BpeM He 3BeCTeH. Be-
POATHO, MOBBIIIIEHHA DKCIIPECCHUA I'eHOB X -XPOMOCOMBI
obecneunBaercd, Kak u y D. melanogaster, suureHeTn-
JyecKuMM MexaHuaMaMmu. [IpaBza, cienyer oTMETUTD,
4TO IIOKa He ObLJI0 06HAPYIKEHO KaKUX-JINO0 IPUHIN-
NMAJbHBIX Pa3JIMuMil B CTPYKTYPE XPOMaTIHA MEXKIY
X-xpomocoMmoii 1 ayrocomamu. I1oaToMy HOBBIIIIEHHAA
BKCIIPeCcCHs TeHOB X-XPOMOCOMBI Yy CAaMIIOB MOSKET ObITh
0bycJyoBIeHA M3MEHEHUAMN HYKJIEOTUAHBIX I10CIIe0-
BaTeJIbHOCTEN UX PeryJIATOPHBIX PAailOHOB B XOJie 3BO-
gonuuu (8, 28]. Kpome Toro, y MIeKOIMUTAIOIINX BO3-
MOJKEH ellle OAVH CIIOC00 yCHJIeHN S SKCIIPEeCCU TeHOB
X-xpomocomel. J[eJio B TOM, 4TO I'eHbl aKTUBHON U He-
aKTUBHOI X-XpPOMOCOM CaMOK MJIEKOIUTAINX IMEIOT
PasJIMYHBI XapaKTep METUINPOBAHMA. AJljenn Heak-
TUBHOI X-XPOMOCOMBI runepMmeTuanposansl 1o GpG-
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IMHYKJIEOTUAAM IPOMOTOPHBIX 00JIacTel, YTO COTJa-
cyeTcdA C UX MHaKTMUBalMell. B To ske Bpema aJsienn
aKTUBHOI X-XPOMOCOMBI I F'eHbl X-XPOMOCOMBI CaMIIOB
runepMeTuaInpoBanel 1o GpG-auHyKIeoTHIaM B CTPYK-
TypHOM yacTtu [29]. OgHako TO, KaKMM 00pa30M MeTU-
JVIPOBAHME CTPYKTYPHOM YAaCTU TeHOB X-XPOMOCOMBI
MOJXKET IIPUBOINUTDL K DoJiee BBICOKOMY YPOBHIO UX DKC-
peccun y MJIIEKONUTAOIINX, OCTAeTCs COBEPIIEHHO He-
IIOHATHBIM.

AO30BAA KOMMNMEHCALMA TEHOB X-XPOMOCOMDbI

Y C. elegans

Kax ysxe yrommHasock paHee, 030BasA KOMIIEHCAINA T'e-
HOB X-xpomocomebl y C. elegans BKJIIOUaET [IBa IIPOIleCcca:
YIABOEHNE YPOBHSA DKCIIPECCUM M€HOB Ha X-XPOMOCOME
Yy CaMIIOB U YaCTUYHOE IIOJIaBJIeHIE DKCIIPECCUY TeHOB
Ha obenx X-xpomocoMax y repmadgponutos. B To Bpe-
MA KaK MEeXaHN3M IIePBOro IpOoIlecca COBEPIIEHHO He-
UB3BECTEH, IOKa3aHo, 4To y repmadpoautos C. elegans
CYII[ECTBYET KOMILJIEKC JJO30BOJ KOMIIEHCAIVN, COCTOS-
it u3 gessatu deaxos: SDC-1, SDC-2, SDC-3, DPY-
21, DPY-26, DPY-27, DPY-28, DPY-30, MIX1 [30]. Tpnu
beska (DPY-26, DPY-27, DPY-28) ouenb cXOOHBI C OeJI-
kaMM 13S KOHJIEHCMHOBOI'O KOMILJIEKCca, KOTOPbI OTBe-
JaeT 3a KOMIAKTU3AI[MI0 XPOMOCOM B MIUTO3€ U Melio3e
He TosbKO y C. elegans, HO 1 y OCTaJIBHBIX BYyKapuUOT,
a eme oguu 6esox — MIXI1 (mitosis and X-associated
protein 1) — ABageTcA obUIMM 115 000UX KOMIIJIEKCOB
[31—34]. Oguako He ToabKO MIX]1 BBIIOJIHAET JBOMHYIO
¢pyurimo. Tak, DPY-28 peryaupyet umcJo u pacipese-
JIeHVe KPOCCOBEPOB MESK Iy TOMOJIOTMYHBIMM XPOMOCOMAa -
Mu B Meiiose [35]. DPY-30 BxoauT B cOCTaB KOMILIEKCA,
romoJgornaHoro komiiekey Setl /COMPASS nposkoxeis,
KOTOPBII OCYIIIEeCTBJIAET MEeTUIMPOBaHNue rucToHa H3.
OueBnugno, uro DPY-30 mprHuMMaeT y4yactue Kak B JO-
30BOJI KOMIIEHCAIMM, TaK U B 00I11el PeryJIdimmy TpaHC-
KPUIIINY TeHOB y caMIoB u repMmacpoautoB C. elegans
[36, 37]. Baskuyto posb B cOopKe 1 (PYHKIMOHUPOBAHUN
KOMILJIEKCa JO30BOI KoMIleHcauy urpaet 6esox SDC-2
(sex determination and dosage compensation 2). B or-
Ju4re OT OCTaJbHBIX OesnkoB, SDC-2 sxcnpeccupyercsa
TOJBKO ¥ TepMapPOAUTOB U, IO-BUAUMOMY, OTBEYaET
3a CIlenPUYIHOe JeICTBYE KOMILIEKCa JO30BOI KOMIIEH-
canmy Ha X-XPOMOCOMY, ITOCKOJIbKY MOKET CBA3bIBATh-
¢ ¢ X-XpOMOCOMOI HE3aBUCUMO OT JPYTUX YUACTHUKOB
romILtekca [38]. Cbopka KoMILIeKca HauMHAeTCA ¢ B3au-
mognerictBusa SDC-2, SDC-3 n DPY-30, koTopsle co3aa-
0T IJIAI[apM 1A CBA3BIBAHUA BCEX OCTAJIbLHBIX OEJIKOB
¢ X-xpomocomoii [39—41]. IuTepecHO, 4TO TOT sKe ca-
MBIJI KOMILJIEKC (3a uckiaroueHrueM DPY-21) yuyacTByeT
B 20-KpaTHOI pernpeccuy TPAHCKPUIIINY ayTOCOMHOTO
rena her-1 (hermaphrodization of XO animals), koTo-
PBIE OTBEYaAET 3a Pa3BUTME 10 MYyKCKOMY Tuiry [38, 41],
T.€. JaHHBI KOMILJIEKC 3aJ1e/ICTBOBaH HEe TOJIBKO B J1030-

BOII KOMIIEHCAIUM I'€HOB X-XPOMOCOMBI, HO U B CUCTEME
OIIpeIeJIEHNS T10J1A.

s cBA3BIBAHMA KOMILIEKCa JO30BOM KOMIIEHCAIINN
na X-xpomocome C. elegans CyliecTBYIOT Clel/aIbHbIE
II0CJIeIOBATEJIbHOCTHY, HO UX IIJIOTHOCTb 3HAUUTEJIBLHO
HIDKe, ueM y D. melanogaster (=40 npotus 150). Otn
[10CJIeJOBATEJIbHOCTY MOYKHO Pas3[esuTh Ha JBa TUIA:
rex- u dox-caiiTel. Rex(recruitment elements on X)-
CamMThI CIIOCOOHBI CBA3BIBATHCA C KOMILJIEKCOM J030BOI
KOMIIeHCAllVML HE3ABVUCUMO OT TOTO, JIOKAJIN3YIOTCA OHU
Ha X-XpOMOCOME MJIM ayTOCOMax, 1, CKOpee BCEro, OT-
BEYAIOT 3a EPBMUYHOE y3HABaHME KOMILJIEKCA JO30BOII
romreHncanyn. Dox(dependent on X)-caitTsl B3auMoei-
CTBYIOT C KOMILIEKCOM JI030BO KOMIIEHCAIINY, TOJBKO
HaXO04sACh Ha X-XPOMOCOME, U YUaCTBYIOT, IJIAaBHBIM 00-
pasoM, B pacrpocTpaHeHur KOMILJIEKCa JO30BOI KOM-
eHcaIMM BOOJIb X-xpoMmocoM repmacppoautos C. ele-
gans [42].

MexaHn3M, C IOMOII[bIO KOTOPOTO KOMILJIEKC T030BOIL
KOMIIEHCAI[MY YaCTUYHO OJABJIAET DKCIIPECCUI0 T€HOB
X-XpOMOCOMBI ¥ repMappoOANTOB, [IOKa ellle He ycTa-
HOBJIEH, HO CXOZCTBO KOMILJIEKCA JIO30BOI KOMITEHCAIN
C. elegans c 13S KOHIEHCMHOBLIM KOMITJIEKCOM TT03BOJIA-
eT MpeAIoJiaraThb, YTO AJIA Pepeccuy TPAHCKPUIII[UA
reHoB X-XPOMOCOM MCIIOJIb3YeTCA TOT 3Ke IPUHIINII,
4TO U IIPY KOHIEHCAIUM XPOMOCOM B MUTO3€ U Meo-

e [37]. CxopmeTBo ¢ 13S KOHIEHCUHOBBIM KOMITJIEKCOM
” [BOHAA (DYHKIMA HEKOTOPBIX DEJIKOB KOMILIEKCa J[0-
30BOII KOMIIEHCALIVM CBUAETEJbCTBYIOT B IIOJIb3Y TOTO,
uro y C. elegans, kak u'y D. melanogaster, 1o3oBas KOM-
[eHcauysa BOBHUKJA He 3a CYeT CO3JaHUA COBEPIIeH-
HO HOBOT'O MEeXaHN3Ma, a 3a CYeT IprodpeTeHNnsa HOBBIX
pyHKUMI yore cylecTByoOIMMY Oenkamu. Henszsect-
HBIM TaK’Ke OCTAeTCsd U TO, KaKle MeHbl X-XPOMOCOMbI
U B KaKOJ CTeIleH) II0JIBePyKeHbl JIeVICTBIUI0 MeXaHN3MOB
JI030BOIT KoMIIeHca1mm y repmadpponutos C. elegans.

AO30BAS KOMIMEHCALLMA TEHOB X-XPOMOCOMbI

Y MJIEKOINMHATAROLLIUX

Kaxk u B caryuae ¢ C. elegans, y MIEKONUTAIOIINX yIBOE-
HJEe YPOBHA DKCIIPECcCU reHOB X-XPOMOCOMBI ITPOVIC-
xoauT y 0bomx 1mosioB. BoccTaHOBIIEHNE TPAHCKPUIIIIN-
OHHOTO DaJIaHCa T€HOB Y CAMOK JIOCTUTAeTCsA C IIOMOIIIHI0
TPaHCKPUIIIMOHHOI perpeccuy (MHAKTUBALNM) OOJIb-
IIMHCTBA ['eHOB Ha OJHOM M3 ABYX X-xpomocoMm [43].
VInaxkTyBanmsa X-XpoOMOCOMBI ObIBAET CIIyJaifHON 1 VM-
npuHTUpPOoBaHHO [28]. IIpy MMIPUHTUPOBAHHOI MHAK-
TUBaLVY TPAHCKPUIILIVIOHHO perpeccuy mogBepraer-
cA IpeuMyllecTBeHHO X-XPOMOCOMa, yHacjlefJoBaHHAA
OT oTHa. OTOT BapMaHT MHAKTMUBALUY BCTPedaeTCA
Y CyMYaTBIX MJIEKONMTAIONNX, & TAKKEe B DKCTPadM-
OpPMOHAJIBHBIX TKAHAX HEKOTOPBIX IJIAI[eHTaPHBIX MJIe-
KomuTarux. [Ipn ciy4daiHoi MHAKTUBALINY OTI[OBCKA A
¥ MaTepMuHCKad X-XPOMOCOMBI UMEIOT paBHBIE IIaHCHI
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CTaTh HEAKTUBHBIMI. TaKO0l TUII MHAKTUBAIUY XapaK-
TepeH JJIA COMAaTUYEeCKNX TKaHell IJIalleHTaPHbIX MJie-
KOIIUTAIOIINX.

Ha X-xpomocome nialieHTapHBIX MJIEKONMTAIOIINX
cyliecTByeT O0COOBIN JIOKYC, Ha3bIBAEMBIl IIEHTPOM
MHaKTUBauuy. KirodeBbIM I MHNIMAIMY IIpoIlecca
MHAKTUBAIUY ABJIAETCA OOUH U3 F€HOB I[eHTpa MHAK-
TuBanuy — Xist. C Hero cuuThiBaeTCA HEKOOUPYIOIIad
PHEK, koTopas 3aTeMm pacupocTpaHseTcA BIOJb Oy ay-
1eil HeaKTUBHOM X-XPOMOCOMBI, YTO IIPUBOAUT K Ie-
JOMY PAAY BIUTEHEeTUUYECKUX u3MeHeHmit [28, 44—46].
Bceuen 3a pacnipoctpanennem Xist PHK ¢ nHakTuBupy-
emolt X-xpomocoMsl uckiaougaerca PHR-nonmmepasa
IT u moaByAOTCA MOAUPUIIMPYIONE XPOMATUH KOM-
nJeKchl. B pe3yJsbTaTe HeaKTUBHAA X-XpoMocoMa
yTpaunBaeT MOAMQPUKALINY, XapaKTepHble AJIA TPaHC-
KPUIIMOHHO aKTVBHOIO XPOMaTIHA, TaKMe KaK JuMe-
TUJIMPOBAHHBIN 110 JIU3UHY B 4-M MOJIOKeHNM TucToH H3
(H3K4) 1 aneTunuposasHble hopMbl rucToHoB H3 1 H4.
BMmecTo HMX HeakTHBHaA X-XpoMocoMa npuobperaer
MOAM(PUKAIINY, CBOJICTBEHHbIE TPAHCKPUIIIIVIOHHO He-
aKTUBHOMY XPOMAaTUHY: TPUMETUINPOBAHHBIN 110 JIM-
3uHy B 27-M nosioskeHuu ructon H3 (H3K27), youksu-
TUHUPOBAHHBII 110 JIN3UHY B 119-M OJI0KeHNM I’UCTOH
H2A (uH2A), nuMeTUIMPOBAHHEI 10 JU3UHY B 9-M
nogyoskenun ructod H3 (H3K9) u moHOMeTHIMPOBaH-
HbIN 110 3Ry B 20-M nostosxkeruy ructod H4 (H4K20).
Kpome Toro, HeakTuBHaA X-XpoMocOoMa CTaHOBUTCHA
MIO3THO PEeNNINIMPYIOILIEecA U acCOUUpPyeTcsa ¢ Bapu-
anToM ructoHa H2A (makpoH2A), comepskanium HETU-
CTOHOBBII ToMeH. ITocyie THUM B I[eIM SIUTEeHe TUYeCKUX
cOOBITHI IIpOIlecca MHAKTYBALMY ABJIAETCA METUINPO-
Bauye JHK npomoTopHBIX 06J1acTel T€HOB, YTO II03BO-
JAeT cTabuIbHO IOANEPIKMBATE HEAKTVBHOE COCTOSHIIE
X-xpomocombl. B ycTaHOBJIEHNM HEAKTUBHOI'O COCTO-
AHUA T€HOB X-XPOMOCOMBI CAMOK MJEKOINUTAIIINX
NPUHUMAIOT y4dacTye KOMIIJIeKchl polycomb 6eskos.
Taxk, PRC1 (polycomb repressor complex 1) orBeuaer
3a yOMKBUTHMHMpPOBaHMe rucToHa H2A [47, 48], a PRC2 —
3a TpuMmetuaupoBauue H3K27 [49, 50]. OgHako gaHHBIE
OeJIKOBble KOMIIJIEKCHI He ABJIAITCA CIIeNU(PUIHBIMA
LISl CAMOK M y4acTBYIOT y 000MX IIOJIOB B peIrpeccun
reHOB He TOJIbKO Ha X-XPOMOCOMe, HO I Ha ayTOCOMaXxX
[22]. ©epMmeHTEI, OCYIIIECTBIAINE IUMETUINPOBAHNE
H3K9 1 monomeTnnnposanue H4K20, TouHo Hem3BeCT-
bl CKOpee Bcero, 3T MOOU(PUKAINN XPOMAT/HA yCTa-
HaBJIMBAIOT COOTBETCTBEHHO MeTuiTpaHcgepasa G9a
u 6esoxk PR-Set7 [51, 52]. IIpumeuaTenabHO, 9TO y MJe-
KOIMTAIOMMX, Kak 1y D. melanogaster, B 1030BOJI KOM-
eHcaIy TeHoB X-XPOMOCOMBI IIPMHMMAIOT ydacTue
Hexkogupytoaa PHK n mogudnunnpyommne xpoMaTUH
KOMILJIEKCHI, HO UX BJIMAHME Ha HKCIIPECCUIO TeHOB OKa-
3BIBaeTCA AMaMeTPaJbHO IIPOTUBOIIOJIOKHBIM. Bompoc
o ToM, kakuM obpasom Xist PHK B3aumoneiicTByeT
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¢ MOAU(MPUIMPYIOINUMY XPOMAaTUH (paKTOpaMu, A0 CUX
II0p OCTaeTCcA OTKPBLITHIM. Bojee Toro, y cymMuaThIX
MJIEKOTIMTAIOIMX red Xist Tak 1 He ObLI HameH [53],
HO CIIEKTP MOAM(UKAINI XPOMAaTHHA Ha HEAKTUBHO
X-XpoMOCOMe OUYeHb CXOZEH C TAKOBBIM Y ILJIalleHTap-
HBIX. CTAaHOBUTCA MOHATHBIM, YTO LIEHTP MHAKTUBALIUN
X-XpOMOCOMBI, KaK U cJydaliHad MHaKTUBAalIMs, BO3-
HYK JIAIB y TIJIAlleHTaPHBIX MJIEKOTUTAIOMNX [53, 54],
a mpollecc MHAKTUBAIUN Yy CYMYaThIX U I1JIaIleHTaPHbBIX
MJIEKOIIMTAIOINX NOJIPKEeH Pas3ndaThCH.

ITo cBoemMy MexaHU3MY MHAKTUBAIMA X-XPOMOCOMBI
OYEeHb II0OXO0Ma Ha MMIIPMHTHMHI ayTOCOMHBIX T'€HOB.
B 0boux ciayuaax 3anmericTBoBaHbI Hekoaupytomnme PHE
BKCIIpeccysa KOTOPBIX NIPUBOANUT K YCTAHOBJIEHUIO 0NN~
HaKOBBIX MOAM(PUKAIVI XPOMATHHA : TUIIOMETUIVPOBaH-
Horo H3K4, runoanetnamposansoro H3K9, rpumernm-
poBanuoro H3K27, uH2A, numernnuposanuoro H3K9
u metuaupoBanua JHEK [55, 56]. Koueunbim pe3ysb-
TaTOM 000MX IIPOI[ECCOB ABJIAETCH IIOJABJIEHNE TPAHC-
KpUINuy ofHOro u3 aJieseil. CienoBaTesbHO, criocob
TPAHCKPUIIIMOHHO PEeIIPeccu FeHOB 1PV MHAKTUBAI[ANA
X-XpOMOCOMBI ¥ CAMOK MJIEKOIINTAIOINX He ABJIAETCA
YHMKAQJBHBIM: TOT YK€ CaMblil MeXaHNU3M JICIIOIb3yeTCA
U JJIA YCTAHOBJIEHNA MOHOAJLJIEJIbHOI DKCIPEeCCUn He-
KOTOPBIX ayTOCOMHBIX I'€HOB.

CyenyeT OTMETUTD, UYTO He BCe TeHbl HEAKTUBHON
X-XpoMOCOMEI IToABepramTca nHaKkTuBanuu. Viceaeno-
BaHMA CTATyCa DKCIPECCUY I'eHOB X-XPOMOCOMBI He-
JIOBeKa IoKasamy, 94To 15% reHoB cTabuiabHO n36eramoT
nHakTuBauumn u erie 10% reHoB UMEIOT TeTePOTeHHYIO
SKCIPECCHUIO, T.€. IOABEPraloTCsa NHAKTUBALIUI ¥ OJ-
HUX JKEHIMH 1 130eraioT MHAKTUBAIUU y APYTUX [57].
ITommmo sTOrO M30ETaOIIe MHAKTUBAIUY TeHbl ObLIN
00HApPYIKEHBI y MBIIIM U HEKOTOPBIX APYTUX I1JIalleH-
TapHBIX MJekonuTaomux [58, 59]. OgHako IPUYINHEI,
II0 KOTOPBIM T€ VJIM MHbIE I'eHbI X-XPOMOCOMBI 130eraroT
VHAKTUBAIMN, HA CETONHAITHNI IeHb TaK U He yCTAHOB-
JeHbl B pazne coyuyaeB nzberanne MHAKTUBALNN MOYKHO
00BbACHUTD HAJIMYNEM Yy T€HOB X-XPOMOCOMBI TOMOJIOTOB
Ha Y-xpomocome. B aToMm corydae m3beraHne MHaKTU-
BallMM ITI03BOJIAET BOCCTAHOBUTD PaBHBIN YPOBEHb DKC-
IIpeccuy TeHOB MesKy Inosiamu. TeM He MeHee MHOTUe
n3berarIiye MHAKTUBAIVY I'eHbl He MMEIOT Y -TOMOJIOTOB.
BosmoskHO, uTO G0JI€E BBICOKMII YPOBEHD DKCIIPECCUN
STUX F€HOB Y CaMOK CBfA3aH C (DOPMMPOBAHMEM CIIEIN-
(PUYHBIX AJIA YKEHCKOTO IToJ1a pn3HakoB [60, 61]. Vure-
PEeCHO, YTO YPOBEHb dKCIIPEeCcCUM MHOTUX M30eraiomnms
VHAKTUBAI[MM TeHOB Ha HEaKTUBHOI X-XpoMocoMe 3Ha-
YUTeJIbHO HUKe, YeM Ha aKTUBHOI X-xpomocoMe [8, 9,
57]. 9to nmpexnosaraeT, 4To 60J€ee BBICOKUI YPOBEHD
SKCIIPECCUM JaHHBIX TeHOB Y CAMOK MOSKET I He UTPaTh
KaKoii-y100 cylecTBeHHON pos. He nckiroueno Taksxe,
uT0 qucbajiaHc reHoB X-XPOMOCOMBI MOYKET YCTPaHATb-
cd yske nocJjie Tpauckpumimy [60, 61].
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Br1y10 BRICKa3aHO MPEAIIONIOMKEeHNe, UTO AJA dd-
PeKTUBHOTO pacnpocTpaHeHUA HEAKTUBHOIO CO-
CTOAHMUSA Ha X-XPOMOCOME JOJKHBI CyLIeCTBOBAaTH
BCIIOMOTaTeJibHble dyieMeHThl. Hanbojsiee BepoATHBI-
MI KaHAnagaTaMIM Ha POJIb TaKUX 3JIEMEHTOB CUHNMTA-
1oT LINE-ssnemenTs! [62]. B mosnb3y aTOTO ITpenmo-
JIOKEHUA CBULETEJbCTBYET TO, YTO X-XPOMOCOMBI
YeJIOBEKa ¥ MBIIIM UMEIT ABYKpPaTHoe oboralieHue
LINE-snemenTamu 1o cpaBHeHMIo ¢ ayrocomamn. Cto-
UT OTMETUTDb TaKsKe U TO, 4YTO pacnpegesernne LINE-
BJIEMEHTOB Ha X-XPOMOCOME YeJIOBEKA KOPPEJNPYyeT CO
CTaTyCcoM BKcIpeccuy reHoB. HaubosbIasa mIoTHOCTD
LINE-s1eMeHTOB BBIABJIAETCA B [JeHTPe MHAKTUBA-
MM U palioHaxX TeHOB, II0IBePralolixcsa MHAKTUBALIVIN.
B paritonax, oboraiieHHbBIX N30€TraoIMy MHAKTIBA -
muy resamu, na0oTHOCTh LINE-s1emeHnTOB, HATPOTUBE,
cHImpKeHa [57, 63, 64]. OqHako, Kakue MMEHHO ITOCJIe0-
BaTeJIbHOCTY HYKHBI 118 9(P(PeKTUBHOIO pacrpocTpa-
HEHUA HeaKTUBHOTO COCTOAHUSA BJIOJb X-XPOMOCOMBI
I KaKOBBbI MeXaHV3MbI HeﬁCTBI/IH OTUX II0oCJeaoBaTeJIb-
HOCTeM, Ha TaHHBIVI MOMEHT HEM3BECTHO.

OBLUME CBOMCTBA JO30OBOM KOMMEHCALMMU
FEHOB X-XPOMOCOMbI

VlccnenoBannusa Tpex MomesbHBIX 00BbeKTOB (D. mela-
nogaster, C. elegans 1 MJIEKONIMTAIONNX ) TIOKA3bIBAIOT,
YTO J030BasdA KOMIIEHCAIUA I'eHOB X-XPOMOCOMBI MO-
JKET OCYLIECTBJATHCA C IOMOUIBIO Pa3JIMUHBIX MeXa-
HU3MOB. Pasanuns B criocobax J030BO KOMIIEHCAINH,
O-BUAMMOMY, ABJAIOTCA OTPAKEHVEM HE3aBUCUMOTO
MIPOMICXOXKIEHNA IIOJIOBBIX XPOMOCOM JaHHBIX BUJOB
1, KaK CJIeICTBYE, HE3aBUCUMOTO BOBHIUKHOBEHUA Me-
XaHM3MOB, HAIIPABJIEHHbIX Ha PETYJALNI0 DKCIPECCUN
reHoB X-xpomocoMbl. HecMmoTpsa Ha OoToM4nsA, B C10CO-
0ax JT030BOII KOMIIEHCAIIMY T€HOB X-XpPOMOCOMEBI y D.
melanogaster, C. elegans 1 MJIEKOIUTAIOIINX MOMKHO
BBIIEJUTb HECKOJBKO 001X uyepT. Bo-mepBrIx, 1030-
Bas KOMIEHCAI[UA JOCTUTAETCH 3a CUYET MEXAHU3MOB,
OEeMCTBYIOIIMX Ha XPOMOCOMHOM YPOBHEe, IPUYEM 3TU
MeXaHM3Mbl HE BOBHMUKAIT de novo, IJs PeryJsainmumn
YPOBHSA BKCIIPECCUY TeHOB X-XPOMOCOMBI aJalITUPYIOT-
cd yoKe cyllecTByoIne 6esKn 1 6eIKOBble KOMILIEK-
cbl. Bo-BTOPBIX, 00IIMM JJIA BCEX TPEX CUCTEM JO30BOI
KOMITEHCAIIUM ABJIAETCA YABOEHNE YPOBHSA DKCIIPECCUN
TeHOB Ha €JMHCTBEHHOM X-XpOMOCOME CaMIIOB, XOTSA
MeXaHI3MEI, JIeKalllyle B OCHOBe 3TOr0 (peHOMeHa, MO-
IyT oTaAn4YaThcA. B-TpeTbux, HEOOXOAUMBII YPOBEHb
SKCIIpeccuy reHOB o0ecIieunBaeTCa IOCPEICTBOM U3~
MeHeHUsA CTPYKTYPbl XpoMaTHa X-XPOMOCOMBI C I10-
MOIIIBI0 MOAMMPUIMPYIOIINKX XPOMATUH KOMILJIEKCOB.
Y D. melanogaster 1 MJIIEKOIUTAIINX NelICTBUE MO-
IU(PUUIUPYIOUINX XPOMaTUH KOMIIJIEKCOB B IIpoIjecce
J030BOJ KOMIIEHCAI[UM ['€HOB X-XPOMOCOMBI CBA3aHO
¢ sxcnpeccueilt Hekonupyomnux PHK. TecHaa cBa3b

Mesxny HekoaupyromuMy PHR u perynamnuei skernpec-
CHUM TEeHOB IpearoJiaraet, 4to Hekogupytomasa PHE co
BpeMeHeM MOKeT OBITh HajiJleHa U B CHCTEMe JO30BOIL
rommeHcaiuu C. elegans. B-ueTBepThix, X-Xxpomocoma
cozepsKUT HabOp IocJIe[oBaTEIbHOCTEN, KOTOPbIE OT-
BEYAIOT 3a CBA3bIBaHME U d3(PPEKTUBHOE PACIPOCTPa-
HeHJe KOMILJIEKCOB, Y4aCTBYIOINX B J030BO KOMIIEH-
canuy reHoB. Takum oOpasom, MeXaHU3MBI JJ030BOL
KOMIIEHCAI[Y IT03BOJIAIOT JOCTUTATh PABHOTO YPOBHA
DKCIIPECCUY TeHOB X-XPOMOCOMBI I ayTOCOM y 000MX
II0JIOB, & TaKyKe PaBHOTO YPOBHA DKCIPECCUM T€HOB
X-XpOMOCOMBI MEKIY IoJaMy. TpaHCKPUIIMOHHBIN
basanc reHOB X-XPOMOCOMBI IOAEPIKMUBAETCA B Pas3-
JIMYHBIX TUIIAX COMAaTUYECKNX TKAHEeN U repMUHAJIbHBIX
KJIeTKax y o6oux nmosos D. melanogaster u Miekonmra-
omux [7, 8], 4To cCBUIETENbCTBYET O €r0 HECOMHEHHO
BAYKHOCTY JJI OPTaHM3Ma.

AO30BAS KOMIMEHCALMSA TEHOB Z-XPOMOCOMBbI

Y NTULL U BABOYEK

ITo anasormm ¢ cucteMort oJIoBeIX XpomocoM XY cieno-
BaJIO 6]31 OKMIOATh, 9TO M B CHICTEMeE II0JIOBBIX XPOMOCOM
ZW [OJI3KHO IIPOMICXOINTD YBOEHNE YPOBHSA 3KCIIPECCUN
TeHOB y TeTepOoraMeTHOrO I10J1a (CaMOK) Ha eIMHCTBEeH-
HOIT Z-xpomocome. OTHAKO ITePBbIE UCCJIEIOBAHNA DKC-
npeccun HeGOJIBIIIOTO KOJIMNYECTBa I€HOB Z-XPOMOCOMbBI
y it 1 6ab0UeK 1oKas3aJi, YT 4acTh T€HOB DKCIIPECCH-
poBaJsiack Ha 60Jiee BBICOKOM YPOBHE y CaMIIOB II0 CpaB-
HeHUIO ¢ caMkaMu [65—68]. Tak ¥To cyliecTBOBaHME JI0-
30BOJI KOMIIEHCAIINY T€HOB Z-XPOMOCOMBI J0JITO€ BpeMA
OBIJIO TI0Z COMHEHVIEM.

JVlcnonb3oBaHMe MeTOAa MUKPOUMIIOB O3BOJIMIIO
U3MEepPUTb YPOBEHDb BKCIPECCUM FeHOB Z-XPOMOCOMBI
¥ ayTOCOM y IBYX BMUIOB ITuUI| (Kypuusl u 3ebpo-
BOIT aMaJqMHbBI) U TyTOBOTO Iesakonpana. OKasaJiocs,
YTO 3HAYEHNA COOTHOIIIEHUN YPOBHEN DKCIIPEeCCUn re-
HOB Z-XPOMOCOMbBI MEXKAY cCaMIlaMM ¥ CaMKaMM IITHUI]
BapbMpOBaJy MeXay 1 u 2, T.e. co3gaeTcsa BIedaTe-
HIeE, YTO II0 YPOBHIO DKCIPECCUM T€HOB Z-XpOMOCOMa
3aHUMAaEeT IIPOMEKYTOYHOE IIOJIOMKEHVIE MEKY 1030~
BOJI KOMIIEHCAI[MEl Ha XPOMOCOMHOM YPOBHE U IIOJIHBIM
OTCYTCTBMEM [030BO¥ KoMmmeHcaimu [69, 70]. Arajo-
ITMYHAA CUTyalnsa Oblaa OOHApPYKeHa U IPU UBYUEHUN
SKCIPECCUNU TEHOB Z-XPOMOCOMBI ¥ TYTOBOTO IIIEJIKO-
npaga [71]. Bosee Toro, y 3e6poBoil aMagUHBI T€HbI
Z-XPOMOCOMBI YE€TKO Pa3[eJisAiCh Ha JBE I'PYIIIbI:
YacTh I€HOB DKCIIPECCUPOBAJIACH HA OIHAKOBBIX YPOB-
HAX y 000MX IIOJIOB, B TO BpeMsA KaK OCTaJbHbIe T€HbI
SKCIIPECCUPOBAJIMChL Ha D0JIee BHICOKOM YPOBHE y CaM-
oB [69]. ITo Bceit BugnmocTn, y ntull 1 6abouex HeT
MeXaHM3MOB, KOTOPbIE PEryJINPOBaJu Obl DKCIIPECCUIO
TeHOB BCell Z-XpOMOCOMBI, HO TeM He MeHee YaCTh ['eHOB
Z-XpOMOCOMBI CAMOK IIOZBEPraeTcA J030BOI KOMIIEH-
caruu (puc. 3). MexaHU3MBI 3TOr'0 ABJIEHUA [IOKA ellle
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Camupl Camkmn

[[] axcnpeccus reHos Ha ayTocomHoMm ypoBHe
B uvacTmunas pososas kKomneHcauus

. W-xpomocoma

Puc. 3. JlozoBas koMneHcaLms FeHOB Z-XpOMOCOMbI
y nt1y, u 6abouek. A — Habop ayTocom, Z u W — nonosble
XPOMOCOMBI.

He ycTaHoBJIeHbL. OgHAKO OBLIO ITIOKa3aHO, YTO y IITUI]
Ha Z-XpPOMOCOME CYIIlecTBYyeT 0co0bIit Jjokyc — MHM
(male hypermethylated). 3Tor sokyc runepmeTman-
POBaH y caMIIOB, a Y CAMOK C HEro TpaHCKpuUOuUpyer-
ca Hekogupylomaa PHE, koropasa HakanamuBaeTcs
B okpyskaroiem MHM paiione. Y caMOK JTaHHBINI paioH
aleTUJINPOBAH I10 JIM3UHY B 16-M II0JIOKEHUM TMCTOHA
H4 (H4K16). KEpome Toro, 661710 00HAPYIKEHO, YTO XOTA
TeHBI, II0JIBepTaIlyecd 1030BOI KOMIIEHCALIUN, Pac-
IIpesieJieHbl BIOJb BCeil Z-XPOMOCOMBI, 60JbIIaA UX
4acThb COCpeJoTOYeHa MMEHHO Bo3Je Jokyca MHM.
BosmoskHO, 4TO y ITUIT T030BasA KOMIIEHCAIIMA T€HOB
Z-XPpOMOCOMBI OCYII[ECTBJIAETCA I10 TOMY K€ IIPUHITUITY,
uto n 'y D. melanogaster: Hekonupytomaa PHE u ane-
TunupoBannue H4K16 obecrieunBaioT IOBBIIIEHHBIN YPO-
BEHb DKCIIPECCUY TeHOB Z-XPOMOCOMEBI y CaMOK [72].
PasHuna B creneHn 1030BOY KOMIIEHCAIIN MEKAY X-
u Z~-XpoMOCcOMaMM MOrJia ObI 00 bACHATHCA VX BO3PACTOM.
B caydae MOJIOZBIX TTOJIOBBIX XPOMOCOM MEXaHU3MBL, KO-
TOPBIE PETYJIMPOBAJIY ObI DKCIIPECCUIO T€HOB Ha XPOMO-
COMHOM yPOBHE, MOTJIM IIPOCTO eIIle He YCIIeTb chopMm-
poBaTbcA. BblI0 yCTAHOBJIEHO, YTO IIOJIOBBIE XPOMOCOMBI
nTut] (He MeHee 150 MJIH JieT) oYeHb OJIM3KY 110 BO3pa-
CTY K IIOJIOBBIM XPOMOCOMaM MJEKOIUTAIINX (He Me-
Hee 166 muH JeT). B To Ke BpeMsa II0JOBbIE XPOMOCOMBI
D. melanogaster ABJISIOTCS OTHOCUTEJIBHO MOJIOIBIMU
(~65 MJIH JeT), HO 5TOr0 CpoOKa OKas3aJoCh JOCTATOYHO
I3 POPMUPOBAHNUA XPOMOCOMHOI'O MeXaHM3Ma 4030~
BOI KoMmmeHcanuy. CyenoBaTeabHO, BOBPACT IIOJIOBBIX
XPOMOCOM HE BJIMAET HA CTENEHb J030BO KOMIIEHCAIIAN
[22, 73]. VIzBeCcTHO, YTO T€EMU3UTOTHOCTD 10 HECKOJIb-
KM reHaM MM HeOOJIBIINM pajioHaM reHOMa MOXKeT
U He UMeTb KaKUX-JI100 IOCJIe[CTBUI IJIA OpraHu3Ma.
Z-xpoMocoMbI ITull 1 6abouek comepsxat mopanka 340
1 600 reHOB COOTBETCTBEHHO, YTO 3aMETHO MEHbIIIe, YEM
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Ha X-xpomocomax D. melanogaster, C. elegans n gejo-
Beka (2300, 3100 1 1100 renoB). BodaM0:kHO, YTO MMEHHO
MEeHbIIIEe YICJIO TE€HOB Ha IT0JIOBBIX XPOMOCOMAaX I103BO-
JsdeT nturaM 1 6aboukam o0xoanThCA 6€3 XPOMOCOM-
HBIX MEeXaHM3MOB J030BOI KoMIeHcaluu. OgHaKO re-
MMBUTOTHOCTD 110 HECKOJIBKMM COTHAM I'€HOB BCE PaBHO
JIOJI?KHA IIPUBOIUTH K JIETAJIBHOMY MUCXONY, & 3HAUUT,
OorpaHMYEHHAasA J030BaA KOMIIEHCAIVA Y IITUIL 1 6aboueKr
He MOKeT OBbITb Pe3yJIbTaToOM 00Jiee HM3KO IIJIOTHOCTU
TeHOB Ha II0JIOBBIX XpoMocoMax [22, 73] IToka oueBuz-
HO JIMIIb TO, YTO JIOKAJIbHAA [030Bas KOMIIEHcaImsa 06-
Hapy’KeHa Y OPraHn3MOB, Y KOTOPhIX reTeporaMeTHbIM
r1oJioM ABJIATCA caMky (ZW). IlockosbKy ObLI IIpoaHa-
JIV3MPOBAH YPOBEHBb DKCIIPECCUY T€HOB Z-XPOMOCOMBI
TOJIBKO y IIPEACTaBUTEJel IBYX TaKCOHOB, TO OCTAETCA
HEeSICHBIM, ABJIAETCA JIM TaKoii criocob JJ030BOI KOMIIEH-
caimy 0COOEHHOCTBIO OPTaHM3MOB C CHUCTEMOI ITOJIOBBIX
xpomocoM ZW mJii 8TO IPOCTO CJIydYaliHOE COBIIAEHIIE.
OTBeTUTH Ha BTOT BOIIPOC, BEPOATHO, IIOMOKET U3yde-
HIE OPYTUX TAKCOHOB C TeTePOraMeTHOCTBHI0 ¥ CaMOK [22,
73].

3AKJNKOYEHME

JaHHBIE 10 DKCIpeccUy I'eHOB IIOJOBBIX XPOMOCOM
y nTuif 1 6abouek 3aCcTaBJIAIT HAC [I0-HOBOMY B3TJIA-
HYTb Ha IIpobJieMy [030BOJ KoMIleHcalmy reHoB. Cra-
HOBUTCA O4YE€BUIOHBIM, 9YTO I'€HbI ITOJOBBIX XPOMOCOM
B Pa3HOJ CTeleHY IMOJABEePsKeHbl NeICTBUIO CHMCTEeMbI
JI030BOJ KOMITeHcAluM (BIJIOTH JIO IIOJIHOTO M3bera-
HIA [1030BOI koMneHcalun). Iloxoixe, 4TO MeXaHU3MBbI
J030BOJ KOMIIeHCAlMM BO3HMKAJN B XOJl€ 3BOJIIOINN
JIJIS PeTyJIALNY YPOBHA 9KCIIPeCCUN JIMIIb OlIpeieseH-
HOrO Habopa reHoB, a He I1eJI0l IT0JIOBO XPOMOCOMBL.
OTO IpennoJosKeHNe, I0-BUAMMOMY, CIIPaBeaJINBO
He TOJIBKO JJIA Z-XPOMOCOMBI, HO 1 AJ1s1 X-XPOMOCOMEI.
06 3TOM CBUETEJbCTBYET Hajuume 130eramiinx 10-
30BOJI KOMIIEHCAlIMM FeHOB y MJEKONUTaIMux u D.
melanogaster. JlasnpHelime nccjaef0BaHNsA, BEPOATHO,
OyZIyT HampaBJIEHbI HA TO, YTOOBLI ITOHATDH, KaKJe TeHbI
IIOJIOBBIX XPOMOCOM JEeMCTBUTEJIbHO HYKJAIOTCS B JO-
30BOJI KOMIIEHCcaluM, a TaKyKe KaKM 00pas3oM ompese-
JIIeTCs CTelleHb J030BOJ KOMIIeHCAllY MHAVBUYaJIb-
HBIX T€HOB II0JIOBBIX XpoMocoM. E1lle 0IHMM BasKHBIM
HaIIpaBJIeHMEM B MCCJeL0BaHUN J030BOY KOMIIEHCALIIN
TeHOB II0JIOBBIX XPOMOCOM MOYKET CTaTh yCTaHOBJIEHNIE
MeXaHIM3MOB, JIesKalllX B OCHOBe yJBOEHUSA YPOBHA
SKCIIpeccuy reHoB Ha X-XPOMOCOMaXxX CaMI[OB M CaMOK
(repmacpponuroB) y C. elegans u maexonuraromux. Or-
BETUTDb Ha BCe 3TY BOIPOCH! NOJKHO IIOMOUYb U3yUeHYe
reTepOMOP(HBIX ITOJIOBBIX XPOMOCOM B HOBBIX TaKCO-
HaX. ®

Paboma noddepacara IIpozpammoni I[Ipesuduyma PAH
«Monexyaaprasi u K1emounas GUOA0LUAY.
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