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B 0630pe nmpencTaBiaeHbl HAKOIIJICHHBIE K HACTOSAIEMY MOMEHTY JaHHBIE O POJIM JTMHKEPHBIX THCTOHOB
cemerictBa H1 B cTpykTypHO# opranu3ainuu 1 pyHKIMOHUPOBaHHHM XpOMaTHHA. PaccMoTpeHa CTpyK-
Typa rucroHa H1 u ero mocrrpancnsunonnsie Monupukanuu. Ocoboe BHUMAaHHE YAEIEHO POJIH
ructoHa H1 B ¢opMupoBannm xpomMaTuHa B TPAHCKPUIILIMOHHO HEAKTHBHOM COCTOSIHUHM C BBICOKOH

crenenplo kommaktuzanuu JIHK.
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XpoMaTuH DJYKapUOTHYECKHUX KIETOK TIpea-
CTaBlsgeT co0Oi NOCTAaTOYHO CIOXHO OPTaHH30-
BaHHBIA BbICOKO auHamuuHbiii JIHK-OGenkoBeiit
KOMIUIEKC, (DYHKIIMOHHPOBaHUE KOTOPOTO TECHO
CBSI3aHO C €r0 MHOTOYPOBHEBOW CTPYKTYpHOU Op-
ranu3anueii. OOpaTuMble CTPYKTYpHBIE TIpeoOpa-
30BaHHUSI B XpPOMAaTHHE IO3BOJISIIOT PEryJIUPOBaTh
CTeNeHb €ro KOMIIAKTHOCTH W HE TOJBKO obecte-
gyuBaOT Oojee mIoTHyo ymakoBky JIHK B xire-
TOYHOM Spe, HO M JIeKaT B OCHOBE (PYHKIHOHH-
poBaHus reHoma B menom [1-8]. JInuHA MOIEKYIIBI
JHK B kaxaoit U3 XpOMOCOM B TBHICAYH pa3s
MpEeBBIIAeT pa3Mephl KJIETOYHOTO sApa, COCTaB-
JISIOIIETO BCETO HECKOJBKO MHUKPOHOB, a CIENO-
BaTenbHO, ymakoBka JHK B sape HeBo3MoXXHa
0e3 CHUJIBHOW KOMITAaKTHU3allMM MOJIEKYNIbl. B mep-
Byto ouepenp nnuHa JIHK cunpHO yMeHbimaercs
3a CYET €€ B3aUMOJEUCTBUS C THCTOHAMHU WU He-
rucToHoBeRIMU Oenkamu. [locnemyromue d3tambl
komnaktuzanuu JIHK cBs3aHbel ¢ HM3MEHEHUSIMHU
CTPYKTYpPBl XpoMmaTwHa. B pesymbTaTe 3THX mpe-
00pa3oBaHMI JOCTUTAETCAd BBICOKAS IUIOTHOCTH
ynakoBku JHK B xnerounom sigpe. Xapaktep
ynakoBku JJHK B xpomMocomax urpaer BaXHYIO
poJib, TaK KaK OT HEro 3aBHUCUT HE TOJBKO CTPYK-
Typa XpOMaTHHAa, HO M BO3MOXHOCTH (YHKIIHO-
HUPOBAaHMS T'€HETUYECKOr0 amnmaparta KIETKH.

l'ucronsl — Genku ocHOBHOro xapakrtepa. Ilo
MOJICKYJIIPHOMY BECy U [0 aMHHOKHUCIOTHOMY CO-
CTaBy pasinyaroT ATk (Qpakmuii ructoHos — H1,
H2A, H2B, H3 u H4. Yernipe u3z nux (H2A,

H2B, H3 u H4) oOpa3yior OenKoByIO 4YacTHUILY,
BOKpyr kotopoi 3akpydeHa JHK. [Iatsiif ructon
H1 (B xpoMaTuHEe 3pUTPOLUTOB MNTHI] CYIIECTBYET
BapuaHT, Ha3BaHHbI HS) csassiBaer 3tu JHK-
OenkoBbIE YacCTULBI MexXAy coOoi. MmeHHo 3TOT
0enoK Urpaer KJIIYEBYIO POJb IPpH GOPMHUPOBAHUU
BBICIIMX YPOBHEH CTPYKTYPHOU OpraHu3aluu Xpo-
MaTHHA, KOTOpBIe OyAyT MOAPOOHO paccMOTPEHBI
B OTACNBHOW myOnukanuu [9].

CTPYKTYPA JIMHKEPHLIX IT'MCTOHOB
CEMENUCTBA HI1

Monekymna rucroHna H1 ycioBHO MOXET OBIThH
pa3zeneHa Ha TpH OOJAacCTH: HENMOJSAPHBIA IIeH-
TpajbHbId AOMEH (mopsaka ~80 a.0.) U HOJIOXKHU-
TEIPHO 3apsDKCHHBIC HEYMOPSIOYCeHHBIE N- H
C-xonnesnsie ydactku (~20 m ~100 a.o. coorBer-
ctBeHHO) (puc. 1) [10-12]. LlenTpanbHBIil ydacTOK
Oclika B pacTBOpax C BBICOKOW HOHHOW CHIIOH
crocoOeH 00pa3oBBIBaTh IIO0YIY, CTPYKTypa KO-
Topoill Oblna pemieHa cHavana s TuctoHa HS c
MOMOIIBIO PEHTTEHOCTPYKTYPHOTO aHau3a
(puc. 2) [13], a 3atem u nns rucroHa H1 meromom
SIMP [14]. Ha ocHOBaHMH MOJYyYEHHBIX JaHHBIX
OBLIIO YCTAaHOBJIEHO, YTO TIOOYIAPHBIN TOMEH CO-
CTOUT M3 TPEeX (-CIHPaJbHBIX Y4ACTKOB, 00pa3yro-
IIUX KIACCHYECKHMH MOTHB «CIHPaIb—TIOBOPOT—
cnupaib» [11,12]. Belio Takxke MOKa3aHO, YTO
CTPYKTypa TIOOYISIPHOTO JOMEHa OTINYAeTCs BBI-
COKOW MEXBHUJOBOW KOHCEPBATUBHOCTHIO [15].
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HykneonporenHoBbIi
KOMILJIEKC
(AHK + 6enkn)

OCHOBHBbIE O€JIKH — THCTOHBI

H1 (wnm HS B xgomamne NTHLL)
H2A, H2B, H3, H4

HeruncroHoBbie OenKku

High Mobility Group:
MGB (HMG 1/2)
HMGN (HMG 14/17)
HMGA (HMG I(Y));
(epMeHTHI;
TPAHCKPHUMLMOHHbIE (GaKTOPbI

Puc. 1. OcHOBHBIE COCTaBHBIE DIIEMEHTH XpOMAaTHHA.

Heynopsgouennslii N-KoHUIEBOW ¢parMeHT
Moinekynsl H1 cocroutr mpubnusurensHo u3z 20—
35 a.0. YcimoBHO 3TOT (hparMeHT MOXKET OBITH pas-
JIeJIeH Ha JIBEe YaCTH, CYI[ECTBEHHO Pa3IMYaionnecs
M0 CBOEMY aMHUHOKHCIOTHOMY cocTaBy. OnmHa w3
Hux (N-xkoHIeBasg) oOoraieHa OCTaTKaMH ajaHH-
Ha, MPOJUHA U TUAPOPOOHBIMH aMUHOKHCIOTHBI-
Mu octraTkaMu. Kak crnencrsue, 3Ta 4yacTh MOJIH-
MENTUAHOM Lenu JUIIeHa MOJI0KUTEIbHOT0 3apsaa
U HEe IPUHUMAET aKTUBHOTO Y4acTHs B CBA3BIBAHUU
¢ IHK [16]. B oTnuumne ot Hee, BTopas 00JacTh,
pacroJiokeHHas: ONrKe K TIOOYISAPHON 4acTh MO-
JEKYJIbl, COAEPXHUT OAMH OCTaTOK apTHHHHA U
IATh OCTAaTKOB JIM3MHA, YeM HalOMHHAaeT Iocie-
JIoBaTelbHOCTh THcToHa H3 [16]. Bricokas miort-
HOCTH TIOJIOKHTENBHO 3apSKEHHBIX aMHUHOKHCIOT
n OJM3KOE pacloJIOKEHHWE ITOT0 y4acTKa K TJIO-
OynsipHOMY AOMEHY O0ecreynBaioT 0oJjiee MPOYHOE
cBsa3piBanue nocineanero ¢ JIHK wa Bxone/Beixone
Hykieocombl [17,18]. Cam mo cebe N-koHIeBo#
nomeH rucroHa H1 B BomHOM pacTBope He o0na-
JaeT BTOPUYHOU cTpyKTypoil [19]. Onnako B Tpud-
TOpP3TaHOJIe YacTh JIOMEHa MPUHUMAET O-CIUpaJIb-
HyI0 koHpopmanuio [18]. B Heckonmbkux padoTax
OBLIO MOKAa3aHO, YTO NpU B3auMmojedcTteuu H1 ¢
JHK nabnronaercs ctpykrypuszauns N-KOHIIEBOTO
yuactka Oenka [18,20], 4To, MO MHEHHIO aBTOPOB,
MOXET BIUATH Ha XapaKTep B3aUMOJICHCTBHUS THUC-
toHa H1 ¢ JIHK.

C-xkoHI1IeBOH (parMeHT MoJeKynbl TuctoHa H 1
conepkut okoiao 100 aMUHOKHUCIOTHBIX OCTaTKOB
(c 122 mo 215 a.o.), oTaAWYaeTCs MO COCTaBy ¥y
pa3HBIX moATHNOB Oenka [21,22] © B OCHOBHOM
COCTOUT W3 YEepPenylIUuXcs OCTaTKOB JIHM3WHA
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Puc. 2. [IpocrpaHcTBeHHAs opraHu3anus TI00YISIPHOTO
nomeHa juHKepHOTO THcToHa HS (PDB:1HST). Jomen
COCTOUT M3 TpeX O-CHpaibHbIX ydacTkoB (I (5-16 a.o.),
II (24-34 a.0.) u III (42-56 a.0.)) U Tpex Y4YacTKOB C
koH(popmarmen B-mosopora (S (HaXxoaUTCS 3a TUIOCKO-
cTpi0 pucyHka), S2 u S3). o-Crupanu I u Il coenunenst
uyepe3 B-moBopor Sl. Vuactkm S2 u S3 obpasyior
B-mmunbky u coBmectHO ¢ S1 dopmupyror B-cTpykTypy
U3 TPeX aHTHIAapaJUIeIbHBIX croeB. I1pu B3anmoaeiicTBun
S2 u S3 o6pasyercs BeITsHyTas mnerns W. PucyHok
chopMupoBaH Ha OCHOBE CTPYKTYpHI, IpeICTaBICHHON
B 6a3ze mamueix PDB (IGHC Protein data Bank).

(~40%), amanmna (~20-35%) w TpoiHHA
(~15%) [23]. UccnemoBanus pa3HBIX aBTOPOB IO-
Ka3alah, 4TO HMMEHHO 3TOT YYacTOK OTBedYaeT 3a
criocobHoCcTh Oenka kommaktu3zoBats JJHK [5,6,17,
24-29].

B nocnennee necsitunerne OBLIO yCTaHOBIEHO,
yto C- u N-xoHueBnle nomeHbl rucroHa H1 sB-
JIAIOTCAd BHYTPCHHC HEYNOPAAOUYCHHBIMH O6J'I3CT$I-
MH, KoTopble npu B3aumoneiictsuu ¢ JHK mnpu-
HAMAIT omnpeneneaHyr0 koHhGopmanuio [30]. Kpo-
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M€ TOTO, BTOpUYHas cTpykTypa C-KOHIIEBOTO Cer-
MEHTa MOJXKET MOAYIUpOBaThcs myTeMm ¢ochopu-
JUpOBaHUS a.0. B ero cocrtase [31]. BHyTpeHH:s
HEYMOPSIOYEHHOCTh OEITKOBOW MOJIEKYJBI JOBOJIb-
HO pacmpoctpaHeHa y sykapuoT [32-34], ocobernno
B apXUTEKTYPHBIX Oe€lKax XpOMaTHHA, TaKHX Kak
ructoHbl, 6enku cemeiictea HMG (High Mobility
Group) [35-37], npoTaMUHBI U HEKOTOPBIE JPYyTHE.
BapuabenbHOCTh MPOCTPAHCTBEHHOW CTPYKTYpPHI
JIMHKEPHBIX OENKOB MPUBOJUT K HEKOTOPHIM (PyHK-
MUOHATBHBIM MPEUMYIIECTBAM, TAKHM KaK CII0CO0-
HOCTHh Oe€llka B3aMMOJEHCTBOBATH C pPa3IHMYHBIMHU
nmapTHEpaMH W YBEITHYEHHE CKOPOCTH B3aWMOJIEH-
cTtBug [23,38,32], yTO UrpaeT Ba)KHYI poOJb B pe-
TYIAIUN CTPYKTYPBl XpOMaTHHA. OJTO CBOMCTBO
MOJUTENTHIHON e MOXKET HTPaTh BAXXHYIO POJIb
B pEryJislHH JWHAMUKU XpPOMATHHA.

CHEPMHﬁ—CHEHIﬂ@HQECKHE BEJIKHN
CEMEUCTBA HI1

B oTamume oT Apyrux THCTOHOB OEIKH CeMeii-
ctBa H1 xapakTepusyroTcs BBICOKOU CTENEHBIO BHU-
oBO# u TKkaHeBoU cnenuduaaoctu. OcobeHHo sp-
KO CTPYKTypHBIE ¥ (YHKUHOHAJIbHBIE DPa3IHIHSI
MEXIy OelKamMu 3TOTO CeMeWCTBa MPOABISAIOTCS B
CIepMaTOTeHHBIX KJIETKaX. B mpoiecce cepmaro-
reHe3a KJIETKH MPeTepleBaloT psax OMOXUMHUYECKUX
1 MOpPQOJIIOTUYECKUX U3MECHEHUH, B pe3ysbTaTe KO-
topsix IHK B sape oueHp mioTHO ymakoBaHa, a
XpOMaTHH HaXOAUTCA B TPAHCKPHUIIMOHHO HEAK-
THBHOM COCTOsSHHH [5,6,7,39]. B oTimume oT co-
MAaTHYECKHX KJIETOK C OTHOCHTEIBHO MOCTOSHHBIM
Ha0OpOM ueThIpeX KOPOBBIX I'MCTOHOB M JIMHKEp-
Horo ructoHa H1 B kieTkax cepMUEB INPUCYTCT-
Bytor u npyrue JHK-cBaspiBatomue Oenku. VY
MpeACTaBUTENEH MHOTHX BHJOB MHOTOKJIETOYHBIX
opranu3mMoB ructoHsl H1 coxpaHsgioTca Ha mpo-
TSDKEHUM BCEro Ipoliecca crepMaToreHes3a, M 3TH
OenKM CTPYKTYPHO MPaKTUYECKH HE OTIMYAIOTCS
oT comatuyeckoro H1. ¥V muekonuTaromux mexa-
HU3M Ooiiee crnoxHbli. Ha HawaiapHBIX cTagusax
criepMaToTeHe3a B KJIEeTKax MPUCYTCTBYIOT THCTOHBI
H1, xoTopble NOCTENEHHO 3aMEIAOTC MPOTaMU-
HaMH, U Ha IOCIEOHUX CTaAMiIX B CIEPMUAX OC-
TAalOTCS TOJNBKO NpoTaMHuHBIL. Bce pasznooOpasme
M3MEHEeHUs OETKOBOTO COCTaBa CHEPMAaTOTEHHBIX
KJIETOK MOYXHO CBECTH K HECKOJIBKHM OCHOBHBIM
Bapuantam (puc. 3): 1) 3amena rucrona H1 Ha
MPOTaMHUHBI WIH 2) THOIPOTAMUHBI, 3) MOSBIEHUE
JIOIOJHUTEIBHBIX S-OenkoB u 4) 3amena H1 Ha
cnepMuii-cequpuieckue BapHaHTHI.

[IpoTamMuHBl TpencTaBISIIOT cO0OH 0COOBIi
kiacc Hebombmux (4-12 kJla) TUHKEpPHBIX OEITKOB,
00HapyKEHHBIX B CHEPMATO30HMAaX MIIEKOMHUTAIO-
IIUX, @ TakK)Xe HEKOTOPBIX PBIO, NMTHUI[ U TOJIOBO-
HOTUX MOJUTIOCKOB [39,40]. OTH HU3KOMOJIEKYNISp-

UNUXUPXKXUHA u np.

Hble Oenku He 00pa3yloT riao0yJspHBIX Y4acTKOB
B IEHTPaJIbHOW 4acTH MoJekyl. [locnennee Mmoxer
OBITH CBSI3aHO C OTCYTCTBHEM OCTATKOB LIMCTEHHA
M C JOBOJBHO PaBHOMEPHBIM pacHpeneeHueM I0-
JIOKUTENBHOTO 3apsijla Mo BCEH MNOJUNENTHIAHOU
uenu. B pactBope sTH O€nkKM XapaKTepU3YyIOTCS
KoHpopMmanued Tuna mnosunpoiuH-II, koTopas
Haubonee OyarompusiTHAa [IJs B3aHUMOJACHCTBUA
npotamuHoB ¢ JHK u npu ¢opmupoBanum mex-
MonekynsapHbeix cmuBok B JHK cnepmaroson-
noB [41]. B knerkax HekoTOphIXx ampuOuil u Ha-
ceKOMBIX TUCTOH H1 3aMemeH Ha THONPOTaMHUHBI
UM NPOTAMHUH-NIONO00HBIE OEIKM, 3aHMMAIOLIUE B
9BOJIIOLMOHHOM IUIaHE IMPOMEXYTOYHOE IIOJIOXKeE-
Hue Mexnay rucroHamu H1 n mporamunamu [7,39].
Onu mpexacraBisioT coboit kopoTtkue (50-60 a.o.)
OoraTple apruHUHOM O€NKH, CcoJaepXKamue I
HIECThb—/IEBSTh OCTAaTKOB LHCTEHMHA Ha MOJEKYIy
[42]. B xpomaTuHe ciepMueB HEKOTOPHIX OpTaHU3-
MOB [43] moMuMoO moJIHOTO Habopa THUCTOHOB 00-
HapyXeHbl TaK Ha3blBaeMble S-O€lIKH — CHepMuil-
cnenuduieckrue OETKH C BBICOKUM COJIEp>KaHHEM
apruHUHA, JU3WHA, CEPUHA U allaHMHA. JTH OEIKH
XapaKTepHU3yIOTCsl BBICOKOHW IUIOTHOCTBIO IOJIOXKH-
TEIBHOI'0 3apsiia, 4TO CIIOCOOCTBYET UX CUIBHOMY
B3aumozeiicteuo ¢ JITHK. B xpomatune Mopckux
0eCr03BOHOYHBIX, HEKOTOPHIX aMpuOuii u pbId
ructoH H1 [39,44], a uHOTIa 1 KOPOBBIE THCTOHBI
H2A u H2B [45,46], 3amemaroTcss Ha CIEPMUU-
cnenuduueckue BapUaHTHI.

N3 onunHanuatu BapuaHToB rucroHa H1 mie-
KOTIMTAIONINX, OMHCAHHBIX B JIUTEPAType, YeThIpe
BCTPEYAIOTCS. TOJBKO B IOJOBBIX KieTkax — HIt,
H1T2, Hloo u HILSI [47]. 3aMeHa cOMaTUYECKHX
ructoHoB H1 Ha Oenku, cnenuuuHbIe IS OMpe-
JIEJIEHHBIX KJETOK, YKa3blBaeT Ha TO, YTO OHH
UTparoT KPUTHYECKYIO POJb B Pa3BUTHU U CO3pe-
BAHWM CIEPMATO30HMJI0OB U OOIUTOB. Tak, CHHXKe-
Hue skcnpeccun HILS1 B cnepmato3zommax kop-
penupyer ¢ NOHWKEHHEM MX MOJBHIKHOCTH Y MYXK-
9UH, YTO HANPSAMYIO CBS3aHO C MYXKCKOH (hepTHiIb-
HocThio [48]. 3amenma H1 ma Hl,, B oonwurax,
BEPOSITHO, UTPaeT BaXXHYIO pOJIb B OPTaHHU3aINU
CTPYKTYPhl XpOMaTHHAa B TME€PHUOJI CO3PEBAHUS
oouuToB. OHAKO B I[EJIOM MEXaHU3MBI pEryasaluu
CTPYKTYpbl XpOMaTHHa B paHHEM SMOpHOTreHe3e
OCTArOTCAd HEJOCTaTOYHO HCCIEJOBAHHBIMHU M Tpe-
OyI0T JanbHEHIIero H3y4eHwHs.

XpoMaTHH CIIEpMHEB YHUKAJEH HCKIIOYNTEINb-
HO BBICOKOH IIJIOTHOCTBK) YNAaKOBKM T€HOMHOH
JHK. XpomaTuHOBBIE BOJIOKHA, COJAEpKallhe
cnepmuii-crienuduueckue oenku cemericrea H1, 00-
JaJaloT HYKIEOCOMHOM CTPYKTYpOH, aHaJIOTUYHO
XpOMAaTHHY COMAaTHYECKUX KJIETOK. DTH OENKH CBA-
3piBatoTCsA ¢ nmHKepHOW JHK m crabunmsupyror
CTPYKTYPY TPUIOUATHHAHOMETPOBOH (UOPHILIEL,
nanpHeias KOMIIAKTU3alus KOTOpOol m oOecme-
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OTJ'll/llll/lﬂ B Ha6ope OCHOBHBIX OCJIKOB B XpOMaTuHe Cl'lele/leB
o CPaBHEHUIO C COMATUYECKUM 'MCTOHOM HI

/ /

(3amena ructona H1\

Ha CrIepMMUii- JlononHuTebHbIE
cneuuduueckue OCHOBHbIE S-0eNKu

\__ BapuaHtel  /

/CnepMI/m MopCKmN Crnepmun
6eCro3BOHOUHBIX roJNoTypuit
KJ1acca UIIOKOXKHUX 1 HEKOTOPBIX

\___ ¥ MOJUIKOCKOB _/ MOJUTIOCKOB

COXPAHEHUE
HYKJIEOCOMHOMU
CTPYKTVYPBI
XPOMATHHA

Cnepmun

ampuonit
1 HACEKOMBIX

\\

3ameHa ructona H1
Ha MPOTaMUHBI

3ameHa ructoHa H1
Ha TUOTIPOTAMHUHBI

CriepMUH MIIEKOTTUTAIOIIHX,
HEKOTOPBIX PbIO,
TrOJIOBOHOTUX MOJLIIOCKOB,
amuoduit, nTuLn

Puc. 3. Cxema, niutiocTpupyomas H3MeHeHHe 0€TKOBOT0 COCTaBa B IpoIiecce criepMartorenesa [7,39,40,43,44].

YUBA€T BBICOKYIO IIOTHOCTH ymakoBku JHK B
criepmaro3zounax [5,6,39,49]. IIlpoTaMuHBI CBSI3BI-
Batorcs ¢ AHK [39], ctumynupys obObenuHeHue
MOJIYYCHHBIX HYKJIEONPOTEHHOBBIX KOMIIJIEKCOB B
Oousiee moTHeIe PUOPHIIBEI. CTOUT OTMETUTD, YTO
HE3aBUCUMO OT TOTr0, Kakue OenKH NPHUHUMAIOT
yuactue B kommnaktuszaumu JHK, guamerp xpo-
MaTHHOBOW (PUOPHUIUIBI BCErAa OCTAaeTCcs B Ipefe-
max 30-50 um [39]

OCHOBHBIE pa3auyus CIepMHUN-CHENU(DUIECKIX
OenkoB Mexay co0oll 0oO0yclIoBIEHBI B IIEPBYIO
odepelb Pa3IUYHBIM COACPXKAHHUEM OCTATKOB JIH-
3MHa W apruHuHa (T.H. COOTHOIIEHHEM JIU3UH/ap-
TMHUH). B mpoTaMuHax MOBBIIIEHHOE COAEPKaHHE
apruHrHa NpuBOIMT K ycuieHuto JIHK-cBsa3biBaro-
meii cnocoonoctu rucrona H1 [50,51] u, caemo-
BaTEIbHO, K OOJNbIIel KOHAEGHCAIIMH XpOMaTHHA B
sape crnepmueB [52]. B omnogoTBopeHHOU siile-
KJIETKE C MMOMOIIBIO OJMAPTUHUHOBBIX KJIACTEPOB
MPOUCXOAUT aKTUBALUA PEryasTOPHBIX myTeil [52].
[ToMuMO 3TOTO y HEKOTOPBIX HpeacTaBUTENEH
cnepmuii-cienupuyeckux ructonos H1 obHapyxe-
Hbl TakK)Xe pa3Juuug Ha YPOBHE BTOPUYHON H
TpeTu4uHo# cTpykTyp [45, 53-55]. Tak, oTnmum-
TenbHON uepTto H1 cnepMueB HUrIoKOXHUX SBIS-
eTcs HaJln4ue JOTOJHUTEIbHBIX YYaCTKOB C O-CITH-
panbHOU KOoH(pOpMarnmert B C-KOHIIEBBIX CETMEH-
TaX, KOTOpPbIE HEMOCPEACTBEHHO MPUHUMAIOT y4a-
crue B kommakTtuzanuu JHK [24, 53,56]. Jusa H1
CIIEPMHUEB JABYCTBOPYATHIX MOJUIIOCKOB XapaKTepHa
crocoOHOCTh  00pa30BBIBATH  JIEBOCHHPAJIbHBIE
CTPYKTYPBI 332 CUET YMEHBIIECHUS JOJNH O-CIHpPab-
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HBIX y4acTKoB [53]. JlaHHbBIE CTPYKTypHBIE OCOOEH-
HOCTH OEIIKOB OKa3bIBAIOT CYIIECTBEHHOE BIIMSHHE
Ha mx B3aummojenictBue ¢ JJHK [5,6,26-29]. Tak,
Hanpumep, npu cBsizeiBanun JJHK ¢ H1 cnepmuen
MOJUJIIOCKOB HE (POPMHUPYIOTCS HaIMOJICKYJISIpPHBIC
JHK-0enkoBble KOMIUIEKCHI, XapaKTepHbIE IS
B3aumoaeiicteua JJHK ¢ npyrumum rucronamu ce-
meiicta H1 [26-29].

K mHacrosmieMy BpeMEHH YCTaHOBJICHO He-
CKOJIPKO MEXaHW3MOB, OTBEUYAIOMINX 32 CTPYKTYp-
HBIE MEePecTPOUKH XPOMAaTHHA, COMPOBOXKIAIONIHE
penpeccuio reHoma B crnepmatorenese [57]. Cpenu
HUX MOJXHO BBIJICIIUTH BIUSIHUE OCITKOBOTO COCTaBa
CIIEpMATOTEHHBIX KJIETOK Ha O0COOCHHOCTH KakK ca-
MHX crnepMueB (opma TOJOBKH U TOJBHXHOCTH
cnepmaTo3ouaoB [42,52]), Tak U Ha 0COOEHHOCTH
pa3BUTHsI paHHEr0 AMOpUOHA (CM. CCBUIKH B pa-
6ote [52]). CToUT OTMETUTH, 4TO OpMa T'OJIOBKHU
W TOJBWXHOCTH CIEPMATO30HMJIOB OKA3BIBAIOT He-
MOCPEACTBEHHOE BJIUSHKHE M Ha (QEPTUIBHOCTH [42,
49]. B wyactaoctu, yuactku JHK, B3aumoneiict-
BYIOIIIAE C PA3IMIHBIMHU CHEPMHUN-CIIeNH(UICCKU-
Mu OenkaMu, OyAyT KOHIEHCHPOBATHCA B SJpE
pa3auYHBIM 00pa3oM, HYTO MOXET IPHUBECTH K
(YHKIIMOHAJIIBHO 3HAYMMOMY TepepacrpeciiCHUI0
HYKJICOCOM U PETYIATOPHBIX OEIKOB, aCCOMMHUPO-
BaHHBIX C Pa3JIUYHBIMH OO0JIACTAMH XpOMAaTHHA.
JlpyruM Ba)KHBIM MEXaHHU3MOM pPEryJslud aKTHB-
HOCTH XPOMAaTHHA SABIISIIOTCS TOCTTPAaHCISIIUOHHBIE
MOJU(QUKALUK TUCTOHOB (B TOM YHUCJIE W JIMHKEP-
HBIX), O KOTOPBIX MOWAET peub B CIEAYIOIIEM
paszerne.
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MHOATUIIBI THCTOHA H1

Kak yxe oTMeuanoch Bblle, I JTUHKEPHBIX
TUCTOHOB XapakTepHa OojbIas TKaHe- U BHJIO-
cnenupuaHOCTS [5,6], 2 B HEKOTOPHIX CIydasx Jaxe
BHYTPHUIIOTYNSAIIMOHHAS HWHANBHIyaJdbHAs WM3MEH-
gyuBoCcTh [58]. Ha cerogHsmHuii JeHb BBISBICHO
OMHHAAIATE MOATUIIOB THcTOHA H 1, MIst KOTOPBIX
MMOKa3aHO, YTO BHIMIOJTHSIEMBIE UMH PYHKIIUA MOTYT
3aMmeTHO pasnmyatkesa [15,30,47,58—60]. Bee oguH-
HaauaTh NOATUIOB ructoHa H1 akTuBHO 3Kcmpec-
CHUPYIOTCS Ha BCEX CTaIusIX Pa3BUTUSI OpraHu3Ma:
OT 3apOJBIIIEBHIX KJIETOK U SMOPHOHOB 10 TKaHEH
B3pocioro opranusma. Kaxxaplii U3 MOJITHIIOB THC-
tona H1 xommpyercs cBoMM reHOM, a UX oOmiee
KOJIMYECTBO BapbUPyeT OT OJHOTO B HH(Y30pH-
ax [61], causucroit mimeceru [62] unu B Apo3odu-
je [63] 1o oauHHAAIATH MOJATUIIOB B KJIETKaX MJle-
konutarmux [59]. IToaruner rucrona H1 mieko-
MATAIOMHAX MOXHO pa3AeNuTh Ha JBE TPYIIIH,
OJIHY U3 KOTOPBIX COCTaBISIOT OCNKH, BCTpEYaro-
IIUECs B COMaTHYECKUX KIJIETKaX, a APYryw — Oe-
KU, XapaKTepHbIE€ A CIEPMUHHBIX KJIeTok [47,59,
64]. Tak, rucronsr HIt, HIT2, Hloo u HILSI
BCTPEUYAIOTCS TOJBKO B MOJOBBIX KJIETKax, B TO
Bpemsi kak ocrainpHble cemb (H1.1-H1.5, H1.0 u
HIx mim mo apyroit momenknatype Hla—e, H1°
n HI1X) npucyTcTByIOT B COMaTHYECKUX KJETKax
MiekomuTaromux. CoriacHo JUTEpaTypHBIM JaH-
HBIM [65,66], 6enku H1.1, H1.0 u H1x TkaHecme-
nuduunel. B yacraoctu, H1.1 BcTpeuyaercs B kier-
KaX TUMYCHOM KeJe3bl, SMIYHUKOB, CEJIE3CHKE, JTUM-
($oTHYECKON W HEpPBHOW TKaHSAX B 3HAYHUTEIHLHOM
KoJinuecTBe, a 0esok H1x Ob1m oOHapyXeH TOIbKO
B KYJIbTUBUPYEMBIX KIIETKaX, HECMOTPS Ha TO, YTO
skcnpeccus rena H1FX, koaupyromero H1x, Ha-
Omromaercs B OOJBIIMHCTBE TKaHel [66]. Maxkcu-
MaJIbHO€ KOJWYECTBO JUHKepHOTO ructoHa H1 00-
Hapy>X€HO B MOJHOCThIO AuddepeHInpoOBaHHBIX
KJIETKaX MO3BOHOYHBIX, & MUHUMAaJIbHOE — B ILTIO-
PUTIOTEHTHBIX AMOPHOHAIBHBIX CTBOJOBBIX KIIET-
Kax [67]. bpII0 yCcTaHOBIEHO, UTO IPU CO3PEBAHUU
HEKOTOPHIX TKaHEH (IeueHb, MOYKH, JIETKHE, KOpa
roJOBHOTO Mo3ra) peskoe yBennuenue H1.0 u H1.5
compoBoxaaercss cHuxkeHueM ypoBHs H1.1, H1.3
u H1.4 u 3amennenuem neneHus kierku. Hampu-
mep, H1.0 w H1.5 cocraBastoT cCOOTBETCTBEHHO
9,5 u 19% ot obOmero xonnyectBa H1 B medeHu
HOBOPOXACHHBIX MBIIIEH, HO WX KOJUYECTBO HOC-
turaer 29 u 40% COOTBETCTBEHHO B IEYEHU B3POC-
o ocobu. AHanoruyHo, npu auddhepeHIupona-
HUHM HEHPOHOB rojiopHoro Mo3ra gois H1.5 moc-
Thraer HauboJibmiel or oOmero koiauuecrsa H1,
a xosuuectBo H1.0 pacrer. YUerkas perynanus
AKCIPECCUH KaxxJoro u3 BapuaHToB H1 u koMOu-
Halus NOoATUNOB ructoHa H1, cneumduynas mis
KaXXJOW TKaHW, MPH Pa3BUTHH MIICKOMHUTAIOIINX
YKa3bIBAIOT HA TO, YTO KOJHUYECTBO U OTHOCHTEIb-

UNUXUPXKXUNUHA u np.

Has A0Js Kaxjaoro Bapuanta H1 BaxkHwl s mpa-
BIUILHOTO Pa3BUTUA (YHKIHMOHUPOBAHUS TKaHEH.
Hoxkayt naxe nqByX BapuaHTOB COMATHYECKUX THC-
ToHOB H1 HE mMpUBOJAUT K JIETAJILHOMY MCXOAY 3a
CYET BBICOKOTO COIEPXaHUS JOJH IPYTUX MMOITH-
moB H1 [68]. OgHako HOKayT Mo TpeMm U Oolee
MOATHUIIAM YK€ BBI3BIBAET Pa3IUYHBIC HAPYIICHHS
OT 3aJIepXKKH pa3BUTUS BIUIOTH JO JIETAJIbHOTO
ucxona. HokayT OTaeIbHBIX T'€HOB, KOAHPYIOIIHX
coMaTH4ecKue noaATumnsl ructona H1, He mpusoaut
K CEPbE3HBIM MAaTOJIOTUSM Pa3BUTHUSA, YKa3blBas Ha
TO, YTO IJII HOPMAaJIBHOTO SMOpHOTEHe3a MIIEKO-
MMATAIOIMAX Ba)kKHO oOmee koiaudectBo H1, a He
€ro KOHKpPETHBIE MOATHIE (CM. CCBIIKH B pabo-
e [47)).

IMonrunsel rucrona H1, BcTpeuaroniuecs B co-
MaTHYECKHX KJIETKaX MJIEKONUTAIOUIUX, XapaKTe-
PHU3YIOTCS BBICOKOM KOHCEPBATUBHOCTHIO INEPBUY-
HBIX CTPYKTYp Kak B Ipenenax OJHOTO OpraHu3Ma,
TaK W TPU CPaBHEHUU OCIIKOB, BBIACICHHBIX U3
OIHOW M TOW K€ TKAHU Pa3HBIX BUJOB XKHUBOTHBIX
(http://www.uniprot.org) [69,70]. HecmoTps Ha 3TO,
OBLIM BBISBJIICHBI Pa3JIM4KMs B MX SBOJIIOIMHUOHHOU
crabunpHOCcTH [11], cpomctBe ¢ JJHK wm crenmenu
€e KOMNAKTU3alWu Hpu cBs3biBaHuu [71,72].

INOCTTPAHCIJIATIMOHHBIE
MOJUPUKALINN TUCTOHA HI1

T'uctonsl cemeiicta H1 Ha pasHbIX 3Tamax
KJIETOYHOTO IUKJIa MOJBEPraroTcs pa3IuyHbIM IO-
CTTPAHCISAIUOHHBIM MoaudukanusM [73], Takum
KakK aleTwinpoBaHue, ¢pochopuirupoBaHue, METH-
nupoBaHue, yOukBuTuHHpOBaHue, AJlD-pubo3u-
nupoBanue, N-popmunuposanue. OCTaHOBUMCS Ha
HEKOTOPBIX M3 HHUX OoJjee moapoOHO.

dochopunupoBanue — Haubojee pacnpocrpa-
HEHHas W BakHass Moaudukanus OeakoB. MHorue
(epMEHTHl W pElEenTOphl CTAHOBATCS AKTUBHBIMU
WM HEAKTHBHBIMH TpH QochopuinpoBaHum/me-
¢dochopumpoBaHUU, YTO CBA3AHO C KOoH(poOpma-
MAOHHBIMH HW3MEHEHUSMHU TMOJHUIMENTHIHON IEeMH.
[Toxazana cBs3b pochopmmupoBaHus TUCTOHOB H 1
C TakMMH KJIETOYHBIMU MpoIlleccaMM, KaK amol-
103 [74], nponudepanns u quddepeHTupoBKa Kie-
ToK [75], pemonenupoBanue xpomatuna [30,76,77].
dochopunupoBanue C-KOHIIEBOTO y4acTKa JIUH-
KEpHOTO THCTOHA TaKXe MOXeT OBITh CBS3aHO C
NeKOHAeHCcalueld XxpoMaTrHa B S-(ha3ze KIETOYHOTO
nukna [78].

®dochopunupoanue ructona H1 mpoucxoaut
B OCHOBHOM 110 cepuny (Ser, S) u Tpeonuny (Thr, T)
M 3aBUCUT OT (pa3wl KieTouHoro 1ukna [79]. Ilpo-
necc Qochopunupopanus rucroHa H1 ycrnosHO
MOJXKeT OBITh pa3jelieH Ha aBa Jtama [71]. B uH-
Tephaze NpoUCXOAUT YacTHUHOE (HOoCHOPUITHPOBa-
Hue rucroHoB H1.2 m H1.4 B monoxenusx S173
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u S187 COOTBETCTBEHHO, UYTO NMPHUBOAUT K peJakK-
callud XpOMaTHHAa U AaKTUBAaLUHMU TPAHCKPUII-
uuu [80]. BeaeacTBue 3T0ro NpoOUCXOIUT YABOEHUE
JHK u HakomjeHHe HECOOXOIMMBIX IS JeJICHHUS
CTPYKTYpPHO-(QYHKIIMOHATBHBIX O€KOB. B manpHew-
IeM, Ha CTaJuM MHUTO3a HaOJI0JAaeTCsl TOTAJIbHOE
¢dochopunuporanue rucronoB H1 B S/TPXK wmo-
TuBax (X — mobasgs aMHUHOKHCIOTA), MPUBOISIICE
K KOHJIGHCAIlUM XPOMATHHA U PACXOXKJICHHUIO XPO-
MocoM B pouepuue kiuerku [71,80,81]. Onpnako
BCTpeuyaroTcs paboThl, B KOTOPHIX MOKa3aHa BO3-
MO>XHOCTh KOMIAKTU3aLUU XPOMOCOM B OTCYTCT-
Bue rucroHa H1 [77,82], nosTtomy Bompoc o CBsI3U
MEXIY 3TUMH MPOLECCAMU OCTAETCA OTKPBITHIM.

MeTunupoBaHHe MO JIU3UHY YaCTO MPOUCXOTUT
pPAIOM C OCTaTKaMH CepHHAa WM TPEOHHUHA, (oc-
(GbopuNIMpOBaHUE KOTOPBIX MOXKET OJOKHpPOBAaThH
CBS3BIBAHHE TUCTOHA C JPYrUMH Oelnkamu. DTO
MEXaHH3M JBOWYHOTO MeTHIHpoBaHus/dochopu-
nupoBaHus («binary methylation-phosphorylation
switch») [73,83-85]. [TogqoOHBIE HOMEHBI T'MCTOHA
H1 6pimu mpertudunupoBansl B kierkax HeLa
genoBeKa [85] U CBOMCTBEHHBI MJIsI KOPOBBIX THC-
ToHOB, Hampumep K9/S10 B rucrone H3. Mexa-
HU3M (PYHKIMOHHPOBAHUS JAaHHOW peryasTOPHOM
obmactu rucrona H1 moka mo koHIA He H3y4eH.
W3BecTHO, uTOo MeTunupoBaHue nusuHa (Lys, K)
B JIEBSITOM IoJ0XeHuu, K9, sBnsercs peynbTaToM
CBSI3BIBAHUS I'MCTOHA C T€TEPOXPOMAaTHHOBBLIM Oe-
koM HPI1, uto B cBOor0 ouepenp cmocoOGCTByeT
KoHJeHcanuu xpomartuHa [60,86,87]. OgHako ¢oc-
(hopHUIHpPOBAaHNE COCEIHETO CEPUHA B MOJOKEHUHU
27 onoxupyer 3To cBa3biBanue [84]. Ilpm sTtom
dbochopumposanne H3 B mo3uruu S10 Ha cTaanm
MHTO3a MPUBOJUT K BbICBOOOXIeHUIO Oenka HP1
U YBEIWYEHUIO YPOBHS TpaHckpunuuu [88].

CucremaTu4eckoe Macc-CIEKTPOMETPUYECKOE
KapTUpOBaHHE NoATUNIOB ructoHa H1 demoBeka u
MBI II0KAa3aJl0 OTPOMHOE KOJIHUYECTBO MOHO-,
M- ¥ TPUMETWIHPOBAHHBIX JH3WHOB, MHOTHE W3
KOTOPBIX pPAacCMOJIO)KEHbl B TIJI00YIIpHOM JOMe-
He [89], ogHaKO MX KOHKpETHbIE (YHKIUU BCE ele
XKIYT AajdbHEHUIEro HM3y4eHHs.

MetonoM Macc-ClIeKTPOMETPHH MOKa3aHO, YTO
TUCTOHBI cemeiicTBa H1 Moryr OBITH aneTuaupo-
BAaHBI/METUJIMPOBAHBl IO JIM3MHOBBIM OCTaTKaM
Kak B o0Oyactu rimoOyIsapHOTO JOMEHa 0ETKOB, TaK
n B N- u C-koHmeBbIx ydactkax [70,89]. buomo-
TUYECKasi POJb MOJABISIOMIET0 OOJBIINHCTBA BBI-
SABJICHHBIX MOJIM(HUKANMI AaHHOTO THIA OCTaeTCs
HEBBISICHEHHOW. OmHuUM u3 Haumboliee M3yUYCHHBIX
caiiToB anerunupoBaHus sBisercs acK34 B ruc-
TtoHe H1.4. AuerunupoBaHHOE COCTOSIHHE 3TOTrO
Oenka XapaKTepHO [Uisi NMPOMOTOPOB AaKTHUBHBIX
TPAHCKPUIILIUOHHBIX reHOB. M3BecTHO, uTOo acK34-
H1.4 sBnsercs ycioBueM mpuBiedeHUs B 00IacThb
IpOMOTOpPa TreHa TPAaHCKPUIILHOHHOTO ¢HakTopa
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TFIID. Takum o6paszom, acK34-H1.4 — mpumep
MoaudUKaNuK, OO0Jerdaromed TOCTYNl KOaKTHBa-
TOpPOB TPAaHCKPUNIWH K XpOMaTHHY. JleameTwiu-
posanne K34-H1.4, BeposTHO, AOJKHO MPUBOAUTH
K HapylIeHWIo CBA3BIBaHUSA (PaKkTOpa TPAHCKPHUII-
uuu TFIID ¢ mpoMoTopHBIMH 00JIACTSMH TpaHC-
KPUILMOHHO AaKTHBHBIX T'€HOB W, KaK CIEACTBHUE,
MPUBOJUTH K CHUYKEHUIO YPOBHS TPAHCKPHUIIMOH-
HOW aKTHBHOCTH KieTok. HamokeHune OOJbIIMH-
CTBa CallTOB METUIMPOBAHMI U ALETHIHPOBAHMA,
HanpuMmep B monoxkenusix K26, K34/35, K46, no-
3BOJISIET IPENIOJIO0XKUTh HAaJU4IUe B 3TUX 00JacTAX
OMBAJEHTHBIX CAWTOB METHUJIMPOBaHUE/alleTUINUPO-
Banue [70,89]. Takum oOpa3om, xapakrep MOIH-
dbukanuym B JAaHHOW O0O0JACTH MOXET ONPEHeIATh
«aKTUBHOE/HEAKTUBHOE» COCTOSTHUE XpPOMaTHHA.

I[Ipumepro 1% rucronos H1 monsepraercs no-
nu-Al®-pubo3unupoBaHUIO MO OCTAaTKaM TJIIOTa-
muHOBO# kucinoTel (Glu, E). [Ipn sTom Hambomee
nHTeHcuBHOE moan-AJ[®-pubo3unupoBanue Ha-
Onromaercss B S-pa3e KJIETOYHOTO ITMKIA M COMPO-
BOJKJIa€TCSl JIEKOHJEHCAllMe BBICHIUX CTPYKTYp
xpomatuHa [90,91]. IIpexnonaraercs, ato AJ[D-
pubosminpoBanue H1 yMmeHbmaer ero cpojacTBo
k JHK u usMmeHser cTpykTypy XpomaTuHa, 4ToO,
HECOMHEHHO, BJIMSET Ha IPOIECCHl, 3aBUCAIIHE OT
cocrosiHus xpomatuna [73]. Tak, Opu pa3BUTHH
cnepmatug AJ|®-pubosunuposanue ructoHa H1
BBI3BIBAET PEOPraHU3AIMI0 XPOMAaTHHA: HMPOUCXO-
OUT 3aM€Ha COMAaTHYECKOro Oejika Ha NMPOTaMUH-
NoN0OHBIH, a BIOCIEACTBUM HA IPOTaMHUH.

C nmoMomIbI0 Macc-CIeKTPOMETPHUH OBIIIN HJICH-
TUQUIUPOBAHB CAWTHl YOMKBUTHHUPOBAHHS THC-
ToHa H1 Kak B KJIETOYHBIX JHHHUSIX YETOBEKa, TaK
U B TKaHiIxX Mblmu [92,93]. OgHako 3Ha4YEHHUE ITHX
W3MCHEHUN OCIKOBOW MOJEKyNIbl 1 GyHKInu H 1
0 CHUX TIOp HEBBISICHEHBI. TaK )K€ HESICHBIMU OC-
Tatorcs QyHKIUSA U Owmosormdeckass poyb (Hopmu-
nupoanuss H1.2K63-K85 n K97 (BBenmenue oc-
tatka HCO — MypaBpHHO# KHCIOTHI, KaK MPaBHIIO,
MyTeM 3aMelleHus aToMa BOJIOpPO/ia), BEISIBIEHHOTO
B TKaHAX (B KJIETOYHBIX JUHUAX 3Ta MOJUPUKALUS
HE BbIsABJIEHA) [89].

OnHa U3 OCHOBHBIX XapaKTEPHUCTHK KIETOYHO-
ro siipa — CHOCOOHOCTb PEryJaupoBaTh OKHCIH-
TENBbHO-BOCCTAHOBUTENBHYIO cpely KieTku. Jlnd
TOTO YTOOBI OOJErdyuTh MpONU(pEpanuio U 3aIlu-
tuTh JJHK OT moBpexkJeHuil, BEI3BaHHBIX OKHCIIH-
TEIbHBIM CTPECCOM, AP0 JOJDKHO OBITH B BOCCTa-
HOBJIEHHOM COCTOSIHMU. [[eMCTBUTEIBHO, OKHUCIHU-
TeIbHBIE IOCTTPAHCISLUUOHHBIE MOAU(PHUKAINH
SICPHBIX OENKOB, OCOOEHHO THUCTOHOB, HUTPAIOT
KPUTHUYECKYIO pOJIb B 3THX Npoueccax [73]. OgHolt
U3 TaKUX MOoAUUKaul SBIsSETCS KapOOHUIUPO-
BaHHE OCTAaTKOB JM3MHA WM apruHHHA (BBEICHHE
kapOoHMWIBHBIX Tpynmn C=0 myTeM B3aWMOJEHCT-
BUS C OKcuaoM yriepona) [94], koTopoe MoxeT

3
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OBITH BBI3BAHO KaK aKTHUBHBIMH (OpPMaMH KHCIO-
ponia, Tak ¥ MOXKET SIBIATHCSA PE3yIbTaTOM pPeaKIuu
IJIMKMpOBaHUSA. B OCHOBHOM KapOOHMJIMPOBAaHUIO
noasepkenbl ructonsl H1 m H3 [95]. Ha ¢wu6-
pobnacrax meimu auand NIH/3T3 6suto mokasa-
HO, YTO ypoBeHb KapOoHunupoBaHus H1 nsmens-
eTCsl B TE€UEHUE BCEro KJIETOYHOr0 LHUKJIA U MakK-
cumaneH npu cunrtese [JHK. CHuxenune ypoBHA
kapOooHmmmpoBarus H1 HaOmomaercs B TMEYCHU
BO BpeMs crapeHus Kpbickl [96]. Hakowen, kap-
oonunupoBanue H1 Moker 3KkpaHHMPOBATH MOJIO-
KUTEIbHBIC 3apSAAbl TU3UHOBBIX HIJIM apTHHUHOBBIX
OCTAaTKOB M TEM CaMbIM BIUATH Ha KOMIIAKTU3aLHIO
XpOMaTHHa.

CaiiTel yOUKBUTHHHpPOBaHUA rucToHa H 1 Oputn
UIEHTU(QUIIMPOBAHBl C MOMOIIBI0 MaccC-CIIEKTPO-
METpHHM KaK B KJIETOYHBIX JIMHHSAX 4YEIOBEKa, TaK
u B TKaHIX MK [92,93]. OnHako 3HaYEHHE 3THX
M3MEHEHUW O0enKOoBOW MoJieKynbl s ¢pyrknuu H1
JI0 CHX IOp HE BBISICHEHBI. B TkaHsx Oblna oOHa-
pyKeHa emie onHa Moaudukanus Tu3uHa — (op-
mmtupoBanue H1.2K63-K85 u K97 [89]. Cnenyer
OTMETHUTh, YTO B KIJIETOYHBIX JUHUSX 3Ta MOJH-
¢ukanus He BbIsABIcHA. DYHKIMU U MEXaHH3M ee
BO3HMKHOBEHHUS TOKa HEW3BECTHHI. BBIIO BBICKa-
3aHO MPENNOJIOKEHNUEe, YTO KOHKPETHBIH (pepMEHT
MOXET KaTaJu3upoBaTh GopMUIHpPOBaHUE U3 Gop-
MaibAeruaa, oOpa3yrolmerocs BO BpeMs I€METH-
JUPOBAHMS JIM3MHOB C MOMOIIBI0 aMHUHOKCHAA3bI
LSD1. AnsrepHaTuBHAss BO3MOXKHOCTH 3aKjOda-
ercs B ToM, uto cam LSD1 karamusupyer ¢op-
MIUTUpOBaHUE THCTOHA [97].

utpynnupoBaHue aprHHMHA — €II€ OJHA IO-
CTTpPaHCISUMOHHAsT Moau(UKaLus, OKa3bIBalomas
NpsMO€ BJIUSHHE Ha KOMIAKTHU3alUI XpOMaTHHA.
B xpomaTuHe B npouecce QyHKIIMOHUPOBAHUS TKa-
He-cienu(rudecknx (QepMeHTOB MO3BOHOYHBIX —
NeNnTUauIapruiuH-qeumMunas (peptidylarginine de-
iminases, PADI) — apruaua kKak KOpPOBBIX, TaK
nuHkepHbix rucroHoB HI1.2, H1.3 u H1.4 [98]
MOJKET NOJBEpraTrhcsi 3aMeHe apTMHUHA Ha IUT-
pymnuH (uutpyupoBanuro) [99]. Hutpymiun
npeacTaBisieT coboil aMMHOKHCIOTY, KOTOpas He
komgupyerca B JJHK cnenmdpuyueckum komoHoM, a
oOpasyercs U3 apruHUHa yKe Imocje CuHTe3a Oenka.
3aMeHa apruHMHA Ha HUTPYUIMH BIUSET Ha XH-
MHYeCKHue CBOIicTBa Oeinka W genaer ero Ooiee
ruApoQOOHBIM, YTO CKa3bIBAE€TCS HAa €r0 MIPOCTpaH-
CTBEHHOUW CTPYyKType M, Kak ciencrsue, Ha JJHK-
CBSI3BIBAIOIMX CBOMCTBax. Tak Hampumep, ObLIO
MMOKa3aHO, YTO XPOMATHH CTBOJIOBBIX KJIETOK Xa-
PaKTEpHU3yeTCs HAaJWYHUEM LUTPYJIIUPOBAHMS JIMH-
kepHoro ructoHa H1.2 B monoxenun RS54, urto
IPUBOIUT K HAapYLICHHUIO CBA3BbIBaHUS OelKka C
JHK u ¢opmupoBaHHIO y4acTKOB ¢ Oojiee «pbIX-
J0i» CTPYKTypHOUW opraHuzanuei [98].

UNXUPXKXUHA u np.

CornacHo MMEIOIKMCS Ha CErOAHALIHUNA JEHBb
JAHHBIM, OOJBIIOE YHCIO MOCTTPAHCIALMOHHBIX
Moaudukanuit HabmogaroTcs B C-KOHIIEBOM yda-
cTke ructoHa H1, BapuaTuBHOCTBIO KOTOPOTO, IO
BCEel BUIMMOCTH, U 00YCIOBJIEHB OCHOBHBIE (DYHK-
HHOHAJBHBIEC PAa3INYUI MEXKIY TKaHecnenupuaasb-
Mu noatunamu Oenka [26-29,100-103]. [lupoxoe
MpUMEHEHUE METOJ0B MacC-CIeKTPOMETPUUYECKOTO
aHalu3a JUIS BBISBICHUS MOCTTPAaHCISIIMOHHBIX
MoaupuKauuid OeNKOB TMO3BOJIMIO OOHAPYKUTb
MHOXECTBO MOJU(GUKALIUNA JHHKEPHOTO THUCTOHA
H1. Ognako ¢yHKOuH OONBIIMHCTBA M3 HUX [0
CHUX IOP HE OmpeneNieHbl. SICHO TOJNBKO, 4TO He-
KOTOpble MOAM(DUKAIMN YHUKAJIBHBI AJIA OIpene-
JeHHbIX noAaTunoB H1 u urparmT BaxHYIO poOJib B
KOMITAKTU3allUH U PEMOJENNPOBAHUNA XpPOMAaTHHA.
B panpHeifimneM NpeacTOUT BBIICHUTH MOJIEKYISIP-
Hbl€ MEXaHM3MBI, JIeXKallle B OCHOBE BO3HHMKHO-
BEHUS 3TUX MOOU(UKAUUKd W OHOJIOrHYecKoe 3Ha-
YeHHE KaXJOU W3 HUX.

SAKJIIOYEHHNE

Takum o0pa3zoM, s JUHKEPHBIX THCTOHOB
cemerictBa H1 XapakTepHO BBICOKOE CTPYKTYpHOE
pa3HooOpa3sue, HaTu4Yue OOJBIIOTO YHUCHTA TOJTH-
MOB M TOCTTPaHCISIIUOHHBIX Monupukanuii. U
XOTS BBIMIOJHAEMBIE OEKaMu ceMelcTBa (QYyHKIIUU
MOTYT 3aMETHO pa3inuyaThCs, BCE JIMHKEPHBIE THC-
TOHBl UTPAIOT KIIOUYEBYIO pOJib IpU PopMHpOBa-
HHUM HAJHYKJIEOCOMHOM OpraHM3allid XpOMaTHHA.
OnHako, HECMOTPS Ha OOMIIME HAKOIJIEHHBIX JKC-
MEPUMEHTANIBHBIX JaHHBIX, MHOTHE AacCHeKThl HX
(GYHKIMOHUPOBAaHUS 0 CHX IOP OCTAIOTCA Hesic-
HbIMU. OTyacTh 3TO 00YCIOBJIEHO MIHPOKOH BO-
BJICUCHHOCTBIO JIMHKEPHBIX THCTOHOB B (OPMUPO-
BaHHE KOMIUIEKCOB C PAa3JIUYHBIMH Y4YacTKaMu
JAHK u gpyrumu siaepHBIMU OenKamMu, OTYACTH —
CIIO’KHOCTSIMH 3KCIHEPUMEHTAJIBbHOTO OIpEIeIeHHS
CTPYKTYPBl HaJMOJEKYJISPHBIX KOMILIEKCOB B CO-
cTaBe xpomatuHa. Bo Bropoii wactu o030pa MBI
nocrapaeMcss CHCTEMaTH3UpPOBAaTh OIyOJIMKOBaH-
HbIE€ paHee pe3yNbTaThl, Kacarolluecss MEXaHU3MOB
B3aumoeiicteusa rucrona H1 ¢ IHK u npyrumu
ANEPHBIMU OENKaMH.

ABTOpBl OnaroaapsT 3a (UHAHCOBYIO TIOJ-
nepxky Poccuiickuii doHa ¢pyHIaMeHTaIbHBIX HC-
cnegoBanuil (rpantel NeNe 18-04-01199, 18-08-
01500) u Poccuiickuit Hayunbiit ¢oup (rpant Ne 14-
50-00068).
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The Role of Linker Histones in Structural Organization of Chromatin.
1. The Histone H1 Family

E. Chikhirzhina*, T. Starkova*, and A. Polyanichko* **
*Institute of Cytology, Russian A cademy of S ciences, Tikhoretsky prosp. 4, St. Petersburg, 194064 Russia

**Saint Petersburg State University, Universitetskaya nab. 7/9, St. Petersburg, 199034 Russia

In this paper, we represent the data accumulated so far on the role of the linker histone H1 in
structural organization and functioning of chromatin. We focus on the structure and posttranslational
modifications of the histone H1. Special attention is paid to the role of H1 in formation of highly
compact chromatin in transcriptional inactive state with a high level of DNA compaction.

Keywords: linker histone H1, post-translational modifications of the histone H1, chromatin structure
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