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B mepsoit yactu o63opa (buodusuka, 63, 1070 (2018)) OGbUIM pacCMOTPEHBI CTPYKTYpa JIMHKEPHBIX
TMCTOHOB ceMeiictBa H1, MX mocTTpaHCISILIMOHHBIE MoaudUKalUu, a Takxke pojb rucroHa HI B
(bopMHUpOBaHUM KOMITAKTHOTO TPAaHCKPHITIIMOHHO HEAKTMBHOTO XpoMaTWHa. BTopast yacTh mocBsIieHa
pOJM JIMHKEPHBIX TMCTOHOB ceMeiicTBa H1 B CTpyKTypHO#l opraHuszalimd XpoMaTWHa Ha PasIuYHbBIX
YPOBHSIX: OT HYKJIEOCOM JI0 MeTada3HbIX XpoMocoM. OGCYKAaI0TCI MeXaHU3MbI B3aMOIEUCTBYSI TUCTOHA
H1 c npyrumu snemeHTamMu XxpoMatuHa, B ToM uncie ¢ IHK u snepHsiMu 6enkamu.
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B nocienHue roapl oInyo0JMKOBaHO OOJBIIOE KO-
JIMYECTBO pabOT, IIOCBSIIEHHBIX MCCISIOBAHUIO
CTPYKTYPHOM OpraHM3allii XpOMaTHMHA M OCHOBaH-
HBIX Ha COYETAaHUM Pa3HOOOPA3HBIX MOJIEKYJISIPHO-
OMOJIOTUYECKUX, OMOXMMUUYECKUX, (PUNYECKUX U
MaTteMaTudeckux moaxomoB [1—11]. Cpenu HuX —
JaHHbIE 3JIEKTPOHHOW M aTOMHO-CMJIOBOX MUKPO-
ckonuu [12—14], peHTTeHOCTPYKTYpHOro aHajin3a
[3, 15—18], MeTOIOB MOJIEKYJISIPHOI CIIEKTPOCKOIINU
[19—24], B T.4. KpyroBoro nuxpousma [25—33], ¢piy-
opeclieHTHoIt1 criektpockonuu [34, 35], meTomoB
ounonHdopmatuku [11] u T. a. CormacHo coBpeMeH-
HBIM IIPEICTaBICHMUSIM KIIIOUEBYIO POJIb B CTPYKTYP-
HOMI opranmzanuu xpomatuHa urpatot JJHK-6enko-
BbIe U 0eJ10K-0eIKOBbIEe B3auMoaeiicTBys. B mepBoit
yacTv 0630pa [36] HaMu GBI paCCMOTPEHBI BOIIPO-
Chl, Kacaloluecss CTPYKTYPbI JMHKEPHBIX THCTOHOB,
MOCTTPaHCISIHUOHHBIE MOoauduKalmy ructoHa H1 u
X pOJIb B (PyHKIIMOHUPOBAaHUHU XpoMmaTtuHa. Ocoboe
BHUMaHMe OBIJIO yIEJIEHO 0COOEHHOCTSIM CTPYKTYPhI
JIMHKEePHBIX TUCTOHOB H1 B sigpax TpaHCKPUITLIMOH-
HO HEAKTMBHBIX KJIETOK, OTIMYAIOIINXCS BBICOKOM
creneHbio kommakTusanuu JJHK. Bo Bropoit yactu
0030pa MBI IPEAIPUHSIIM ITONBITKY OTPa3uTh HAa0O-
Jiee MHTEpEeCHEIe, C Hallleil TOUYKU 3peHUsI, pe3yJIbTa-
ThI, WLIIOCTPUPYIOIIIME POJIb JIMHKEPHBIX TMCTOHOB

HpI/I MOArOTOBKE PYKONMCH BCE aBTOPBI BHECIIV PABHbII BKJIALL.

ceMeiictBa HI1 B bopMupoBaHUM pa3nUYHBIX YPOB-
Hell CTPYKTYpHOI opraHu3alliy XpoMaThHa.

HYKJIEOCOMA

CrTpyKTypa XpoMaTHMHA XapaKTepU3yeTCs I0CTa-
TOYHO CJIO)KHOW MHOIOYPOBHEBOI OpraHu3aluei,
KoTopasi obecrnieuuBaeTcs pazHooOpasHbiMu JTHK-
OEJIKOBBIMM 1 OEJIOK-0eIKOBBIMUA B3aMMOICHCTBUSI-
mu (puc.l). CaMmbIMM MHOTOYMCIEHHBIMU U3 SIAEp-
HBIX OEJIKOB, IPUHUMAIOIINX Y4acTe B GhOpMUpOBa-
HUU CTPYKTYPHI XpOMAaTHHA, SIBJISIOTCSI OCIKM THUCTO-
HOBOI TPYIIIIbI, XapaKTEPU3YIOIIUECS BBICOKUM
coAepxXaHUEM TIOJIOKUTEIbHO 3apsSKeHHBIX aMUHO-
KMCJIOTHBIX OCTaTKOB JIM3WMHA M apTWHUHA. beku
JIAaHHOTO TUIIAa MOApPa3NeJISIIOTCS Ha IBe (DYHKIIMO-
HaJIbHO pa3InYHbIe TPYIIILI: TAaK Ha3bIBaeMble KOPO-
Boie (H2A, H2B, H3 u H4) u nuHKepHbIe TUCTOHBI
ceMmeiictBa H1 (B apuTponmTax nTull CyIIeCTBYeT Ba-
puaHT, Ha3BaHHbIA HS). MeHHO B3anMoneicTBre
TMCTOHOBEIX 0eJIKOB ¢ simepHoii JJHK obecnieunBaet
¢opMupoBaHMUE TIEPBOrO U HAMOOJIEE XOPOIIO U3Y-
YEeHHOTO YPOBHS CTPYKTYPHOM OpraHU3aliiy XpoMa-
THHA — HYKJIEOCOM, KOTOpBIE TPaaUIIMOHHO CUYUTA-
IOTCSI 3JIEMEHTAPHBIMU CTPYKTYPHBIMHM €IWHUILIAMU
XpOMaTHHaA.

3HAYUTEJIbHBIN MTPOTPECC B UBYYEHUU MEXaHU3Ma
yrmakoBku JJTHK B xpoMaTuHe ObLI JOCTUTHYT €Ilie B
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Puc. 1. YpoBHU CTPYKTYypHOIT OpraHU3aIMN XPOMAaTHUHA.

1974 r. mocne OTKPBITUS CYObEIUMHUIHOM CTPYKTYPHI
XpoMaTUHOBOI ¢ubpuabl. C TMOMOIIBIO METOoaa
9JIEKTPOHHOII MUKPOCKOIMM OBLIO YCTaHOBIIEHO,
YTO Y BCEX IYKApHMOT dJIeMEeHTapHas XpoMaTUHOBas
bubpuiIa NpeacTapisieT cOO0M TMHEHHO yIopsiIo-
YEeHHYIO 1IEIIOYKY IEPUOANYECKN ITOBTOPSIOIINXCS
CYyOBEeIMHUIL — HYKJIEOCOM, KOTOPHBIE COECTMHSIIOTCS
muHakepHoit JIHK [12]. 3atrem MeTomoM audpaxkiiin
HeWTpoHOB ObLTa Moka3aHa Jiokanuzauusa JHK B
HYKJIEOCOME CHApyXH 0eJIKOBOIi yacTulisl [37].

Hyxneocoma cocTonT n3 0eIKOBOM cepaileBUHBI
(Tak Ha3bIBa€MBbI KOp, OT aHIJI. «Core»), Imo opme
HanmoMUHAIOIIEeH MWIMHAP AuaMeTpoMm 11 HM U BbI-
COTOI 5,7 HM, BOKPYT KOTOPOTO YJIOXEH I10 CITMPaIA
dparmenr JHK mmuHoit ~146 m.H. (puc. 1) [17].
JHK Ha moBepXHOCTH OEJIKOBOI YaCTUIIbl CTAOMIN -
31UpOBaHA MHOTOYMCIIEHHBIMM 3JIEKTPOCTAaTUICCKI-
MU B3aUMOACUCTBUSMU M BOIOPOMTHBIMU CBSI3SIMU
[15]. benkoBblit Kop hopMupyeTcs TIpU B3auMOAek-
CTBMH IpYyT ¢ Apyrom ructoHoB H2A, H2B, H3 u H4
[3, 5, 6, 15, 38], oTKyZa M IIPOUCXOIUT TEPMUH
«KOpOBbIE TUCTOHEI». KOpOBBIE TUCTOHBI IIPEACTAB-
JIs11I0T c000ii Hebobime (102—135 a.0.) BLICOKOKOH-
CepBaTUBHBIC TVIOOYISIPHBIE OCJIKM ¢ MOJIEKYJISIPHOMN
Maccoit 11—16 xJla [3, 15, 38, 39]. KopoBas yacTtuia
COJIEP>KUT I10 ABE MOJICKYJIbI KaXKIOI0 U3 YETHIPEX T'-
CTOHOB: LieHTpasbHbIi TeTpamep (H3/H4), u nBa re-
Teponumepa H2A—H?2B, pacnonoxeHHbIE Ha TIepH-
depun. JlaHHbIE PEHTTEHOCTPYKTYPHOTO aHau3a C
paspemenuem 1.9 A [40] u 2.8 A [15] noarBepauiy,
YTO Ha OEJIKOBYIO KOPOBYIO YaCTHUILy HAKpydeH yda-
ctok nByxuernodyeuyHoi JHK miunoit 145—147 n.H. ¢
o0pa3oBaHMEM JIEBO3aKpPYYEHHOUN CyNepCIIMpain
(80 m.H. Ha BUTOK), IIPX 3TOM OOKOBBI€ TPYIIIHI aMU-
HOKHUCJIOTHBIX OCTaTKOB KOPOBBIX THCTOHOB B3aMO-
nenctByroT ¢ JHK.

CoBceM HEOAaBHO IMOJYYCHO SKCIICPUMECHTAIbHOC
IIOATBEPKACHHNUEC BO3MOXHOCTU CTPYKTYPHBIX IIEPEC-

CTpPOEK BHYTpHU KOpOoBOi yacTnlibl [41—43], KoTOphIe
WUTPaoT KJIIOYEBYIO POJIb B TIpoleccax PeMOIeIMPO-
BaHUSI XpoMaTHHa. B yacTHOCTHU, ST pa3BopadyrBa-
ausg Mosekyabl JIHK 11pm TpaHckpurimm n s cra-
OMJILHOCTU caMOM HYKJI€OCOMBI HeoOXoIrMMa HEeKO-
Topasl IUIacTUYHOCTH numepa H2A—H2B. Ilpu
HakpyuynBaHuu JJTHK Ha moBepXHOCTh TMCTOHOBOTO
okTtaMepa 121 u3 146 1.H., BXOASIINX B COCTaB HyKJIe-
OCOMBI, CBSI3BIBAIOTCSI C TJIOOYJISIpHBIMM JTOMEHAMU
ructoHoB. OcraBiinecs 25 I1.H. B3aUMOIEICTBYIOT C
BBITIHYTBIMM N-KOHIIEBBIMU YY4aCTKaMU KOPOBBIX
TMCTOHOB, KOTOPBIE BBIXOIST HA ITOBEPXHOCTh HYK-
JneocoMbl ckBo3b BUTKM JIHK mpubmsurenpHO de-
pe3 kaxnapie 20 m.H. [15, 38, 44—47]. Bricokast 3Bo-
JIIOLMOHHAsE KOHCEePBAaTUBHOCTh aMWHOKWCIOTHOM
MOCJIeTOBATEIbHOCTA KOPOBBIX THCTOHOB 00eCIIeY -
BaeT, IIOMUMO Mpouyero, 3(pHeKTUBHYIO CAMOCOOPKY
HYKJICOCOMBI, a MHOTOYHCJICHHBIE ITOCTTPaHCIISILI-
OHHBIe MOIM(UKALIMY KOPOBBIX THCTOHOB IO3BOJISI-
10T CIIeJIaTh 3TOT IPolecC OOpaTUMBIM U YIIpaBJisie-
MbIM [4, 10, 48, 49].

Bo Bcex ayKaprMoTHYeCKMX KJIETKaxX HYKJIEOCOMBI
COEIMHEHBbI MeXAy CO0O0i KOPOTKMM (parMeHTOM
JHK, Tak Ha3piBaeMbIM <«IMHKEPHBIM» YYaCTKOM,
dopMUpYsT CTPYKTYpy TUINA <«OyCMHBI—HA—HUTU»
(beads—on—a—string) [38]. Hykimeocoma BmecTe C
maakepHoi JIHK obpasyioT moaHyio HykKiieocomy. B
OTJINYME OT UHBAPUAHTHOM CTPYKTYPhI HYKJIEOCOMBI,
OIVMHAKOBOI B XpOMAaTMHE BCEX BYKApUOT, IOJHbIE
HYKJIEOCOMBI B iipaxX KJIETOK Pa3IMYHbIX BUJOB MO-
I'yT CYIIECTBEHHO OTJIMYAThCS KaK 3a CUeT pasInduii
B a1nuHe nuHkepHoi JIHK, Tak 1 mo cTpyKType CBsI-
3aHHOTO ¢ Heit ructona H1. JIanaa pparmenrta JHK
B COCTaBe TTOJIHOM HYKJIEOCOMbBI MOXKET BapbUpPOBaTh
B KJIETKaX pa3INYHbIX TKaHel oT 195—200 m.H. B ak-
TUBHOM xpomaTtmHe no 230—270 1.H. B ero TpaH-
CKPUINLIMOHHO HEaKTUBHBIX 001acTsIX. HegaBHO ObI-
10 ob6HapyxeHo [50], yro mpm 006pabOTKE 3K30-
Hykineasoir III MoXHO TIONIydYuTh 1OBE HOBEIC
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POJIb IMHKEPHBIX TMCTOHOB

MIPOMEKYTOYHBIE YacTUIIBI, HAa3BaHHBIC aBTOpPaMU
«IIPOTOXPOMATOCOMBI», coAepKaIllue o 7 M.H. JIUH-
kepHoii JIHK cooTBETCTBEHHO ¢ OOHOTO WU C 000UX
KOHIIOB HYKJICOCOMBI. DTH YaCTHUILIBI, ITI0 MHEHUIO aB-
TOpOB padoThI [50], MOTYT onpeeIsITh CBOMCTBA caii-
Ta CBsI3bIBaHUS TMcToHA H1, omHako B AETaNISIX POJIb
IIPOTO-XPOMATOCOMHOIT YaCTUIIBI B CTPYKTYPHOI Op-
raHus3aliy XpoMaThHa IoKa He sicHa.

ITo cpaBHEHUIO C KOPOBBIMU TMCTOHAMU, CTPYK-
TYpHO-(YHKIIMOHAIbHBIE OCOOEHHOCTH B3aUMOEH -
crBust H1 ¢ apyrumu ajeMeHTaMu XxpoMaTuHa, paBHO
KaK U CTPYKTYpHbIE XapaKTEPUCTUKU 3TOro Oenka B
CBOOOTHOM COCTOSIHUM, CYILIECTBEHHO MEHee U3yde-
HEI [36]. BzaumopeiictBue ructona H1 ¢ nmHKepHOit
JHK Ha Bxoje/BbIXolie U3 HyKJIEOCOMHI [47] mpuBoO-
JUT K CTaOMIM3aluM HYKJIEOCOMHOTO KOMILIEKca
IMyTeM «CTSITMBaHUS» PACIIOI0KEHHBIX II0 COCEACTBY
HyKJIeocoM [51, 52] u cmocobcTByeT (GOpMHUPOBAHUIO
BBICIIMX (HAZHYKJIEOCOMHBIX) YPOBHEW CTPYKTYp-
HOIi opraHu3alu XpoMaThHa, Takux Kak 30-HaHO-
MmeTpoBas pudpuiia [40].

HOCTHYKJ'IEOCUOMHBIVI YPOBEHbDb
CTPYKTYPHOU OPTAHU3ALNU

XPOMATHUHA
Crenyoluii ypoBeHb CTPYKTYPHOI OpraHu3aun
xpoMatnHa — ¢opmupoBanue 30-HaHOMETPOBOI
¢ubpuaabpl  — obecrieuuBaeT JOOIMOJHUTEIbHOE

yMeHbIIIeHUEe JIuHeWHbIX pa3MmepoB JHK B 40—
50 pa3. @opmupoBaHue 30-HaHOMETPOBOU (HPUOPIII-
JIBI TIPOMCXOIUT B IBA 3Tala: o0pa3oBaHUE LIEMN HYK-
neocom aguametrpoMm 10 HM (10-HaHOMETpOBast puUb-
puiIa) BCIENCTBUE UX CTITUBaHus ructoHoMm H1 [6,
7] n manpHeiiee cBopaurMBaHus 310l 10-HaHOMET-
poBoii (pUOPUILIBI B 6ojiee KOMITAKTHbIE HaTHYKJIe-
OCOMHBIE CTPYKTYpHI ¢ naMeTpoM 30 HMm [2, 5, 6, 53].
BMmecte ¢ Tem mpouecchsl popmupoBaHust 30-HaHO-
METPOBbIX (GUOPUILT OOPATUMBI 1 IO CYTU XPOMAaTUH
MpeacTaBisier coboit cucremMy, HaxXoAsIIyloCsd B AU~
HaAMUYECKOM PAaBHOBECUU MEXIY «OTKPBITOI» KOH-
dopmalmeii Tnia «0yCUHbI—HA—HUTU» U KOMIIAKT-
Hoit 30-HaHoMeTpoBoOi pmopminioii [54]. Ha dop-
MUpOBaHWE MOCJIeAHEN OKa3bIBalOT CYIIECTBEHHOE
BJIMSIHUE pa3JIMUHble BapuaHThl (TTOATUIIBI) THCTO-
HOB, WX TIOCTTPAHCISILIMOHHbIE MoAUdUKALIUU, a
Tak>Ke pas3IMYHble HETMCTOHOBBIE OEJIKM XpOMaTHHa.
DdyHpaMeHTanbHON CTPYKTYpHOU enmuHulieil 30-Ha-
HOMETPOBO (UOPMIUIBI SIBIISIETCSI  XPOMAaTOCOMa,
KOTOpasi COAEPKUT F’MCTOHOBBIN OKTaMep 1 OTHY MO-
Jexyny rucroHa H1, cegazanHbie co 165 mapaMu HyK-
neotunoB JIHK [55].

HecMotpst Ha TO 9TO CTPYKTYypa HYKIEOCOMBI OBI-
JIa pellieHa TOCTaTOYHO JABHO, BOIIPOC O CTPYKTYype
XpOMaTOCOMEBI IO CHX IIOp OCTaeTcsl OTKPHITBIM. B
2015 r. ObL1a TOJIydeHaA mepBas KPUCTAJLUIMYECKas
CTPYKTYpa KOMILIEKCA HYKJIEOCOMBI C TII00YISIPHBIM
momeHoM ructoHa HS5 u 167 m.H. JHK [56] ¢ pa3pe-
IeHueM, OJIM3KMM K aTOMHOMY (near-atomic resolu-

BUODU3NKA TomM 65 Ne2 2020

239

tion), KoTopasi HarIsIAHO AEMOHCTPUPYET CBSI3bIBA-
Hue ructoHa H1 ¢ JIHK Ha Bxome/BBIX0O1e U3 HYKJIe-
ocoMbl. BzamMmopmeiicTBre JIMHKEPHOIO TMCTOHA C
HYKJICOCOMOII IIPOMCXOMUT 3a CUET CBSA3BIBAHUS Lys
1 Arg riaoOyJsipHOro foMeHa Oeyika ¢ pochaTHBIMU
rpynnamu ocHoBHO# menu JIHK. ITpu stom JIHK
ocrtaetcs B B-dbopme [25, 56]. Kpome Toro, B 1100y-
JIIpHOM JOoMeHe TucToHa HJ5 pacronaraiorcst msiTh
KJTFOUEBBIX aMUHOKMCJIOTHEIX OCTAaTKOB lle, KoTopklie
OTBEYAIOT 3a CBSI3BIBAHME ITOM 00JIACTU C HYKJIEOCO-
moit [57]. Ucnonp3oBaHue MeToda sIIepHOro Mar-
HUTHOTO pPE30HAaHCAa U KPUOIJIEKTPOHHON MUKPO-
CKOIIMM II03BOJIMJIO YCTAHOBHUTh, 4YTO KOHIIEBEIC
noMeHbl TuctoHa H1 He BoBJieueHBI B HEIOCPE.I-
CTBEHHOE B3aUMOAEICTBUE ¢ HyKJleocoMoii [57, 58].

B nocnenHue roasl 1isl UCCAEAOBAHUS CTPYKTYPHI
HYKJIEOCOMBI YCHELTHO MPUMEHSIIOTCS U TaKue METO-
JIbl, KAK YUCJIEHHOE MOJAEINPOBAHUE U MaJIOYTJI0BOE
PEHTITeHOBCKOe U HeHWTpoHHOe paccesHue (SAXS u
SANS). MeTon MaJIOyIJIOBOTO PacCesHUS SIBIISICTCS
MOIIHBIM UHCTPYMEHTOM HCCJIEAOBAHUS MPOCTPAH-
CTBEHHON CTPYKTYpbl XpOMaTMHAa U MUTOTUYECKUX
XpPOMOCOM, KOTOPBIii TIO3BOJISIET BBISIBISITh MEPUOIU-
YyeCcKHe CTPYKTYphl B OMOJOTMYECKHMX OOpasliax B
pacTtBope. Vcriob3oBaHE HOBOTO MHCTPYMEHTApUS
MOCTaBMJIO MO BOMPOC TUIIOTE3y O HAJIUYUU CTa-
OMJIBHBIX YPOBHEMN CTPYKTYPHOM OpTaHU3AIMU XPO-
MaTHHa 6oJiee BBICOKOTO nopsiaka, yeM 30-HaHOMeT-
poBas ¢pubpuia. CoBceM HETABHO C TOMOIIIBIO 3TO-
ro Meroja ObUIO TIOKa3aHO, YTO XpPOMAaTuH B
UHTepda3HbIX siAPaX U MUTOTUYECKUX XPOMOCOMAaX B
OCHOBHOM COCTOMT U3 HEPETYJISIPHO CJIOXEHHBIX BO-
JIOKOH 0e3 cTporoit cTpykrypbl 30-HaHOMETPOBOI
duopunnel [59]. Takum ob6pazom, aBTOPHI MPUIILIY K
BBIBOJLY, YTO B MHTEP(ha3HOM U MUTOTUYECOM XpOMa-
TUHE KOMITAaKTU3alUsl U HEPETYJIIpHOE CBOpauynBa-
HUE XPOMATUHOBOU (DUOPUILIBI MOXET MPOXOIUTH
0e3 obpazoBaHus CTPYKTyp nuameTpoM 30 HM. bonee
MoApOOHO MO3HAKOMUTBCS C 3TUMMU BOIPOCAMU
MOXHO B OITyOJIMKOBaHHBIX B TTOCJIeIHEe BpeMsl 00-
30pax Mo CTPYKType XpoMaTuHa (Hampumep, [1, 2, 9,
11, 60—62]).

B HacTtostiiee BpeMsi B IuTepaType paccMaTpuBa-
FOTCSI ABa TUIIA MOAEJICii BTOPUYHOIT CTPYKTYPHI XpO-
MmatuHa [13]: Momenb coneHompa (CIIMpalb «Oone—
start») 1 3urzaroodpasHasi MoJeib (CIpaib «two—
start»). B mepBoM ciyyae HyKJeocOMbI B (pubpuie
B3aUMOJICCTBYIOT C IISITOM M IIECTOM COCETHUMM
HyKJIeocomamH, a TuHkepHas JJHK usrubaercs, 006-
pasys criupaib [62, 64]. B 3ursaroobpasHoii Mogeau
HYKJICOCOMBI PAaCIIOJIOXKEHBI B BUIE 3UIr3ara TakKuM
obpas3oM, yTo JUHKepHBIN ydacToK JIHK ocraercs
MpsIMBbIM [2].

B o6pazoBanum 30-HaHOMETPOBOII XPOMATHUHO-
BOii (pMOPMIUIBI TEPBOCTEIICHHYIO pOJIb WIpPaeT
nMeHHo mrHa tuHkepHoit JIHK, kotopast Bappupy-
et ot 20 m.H. y apoxekeit 1o 35—50 m.H. B comatuye-
CKMX KJIeTKaX ITO3BOHOYHBIX [2, 5] 1 mo 70—100 11.H.
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B CIIEPMUSIX WUTIIOKOXUX [5, 6]. Bapuaumst mivHBI
muakepHoit JHK oOecneunBaer pasHooOpasue
CTPYKTYpPbI XpOMaTHHA B KJIeTKaX pa3jInuyHOro TUIIA.

CpaBHUTENBHBIN aHAIW3 XpoMaTWUHA B TpaH-
CKPUITIIMOHHO HEAKTUBHBIX M aKTUBHBIX KJIeTKax
MO3BOJISIET 3aKJIIOYUTD, YTO MPUCYTCTBUE OOOTAllIEH-
HBIX apTUHUHOM JIMHKEPHBIX OEJIKOB W OOJbIIas
mHa JuHKepHoll JIHK oGecnmeuynBaroT MIOTHYIO
VIIaKOBKY HYKJIEOCOM U CYINEPKOMIAKTHOE COCTOSI-
HUE XpoOMaTWHa B TPAHCKPUMIIMOHHO HEAKTUBHBIX
kieTkax. Hanmpotus, kopoTkas nuHkepHas JITHK ot-
BETCTBEHHA 32 MEHEe KOMIIAaKTHOE PpAaCIIOJIOXEHUE
JHK B HyKJ1€0COMHOI1 LIETIOYKE, UTO MOAACPXKUBAET
XpOMaTuH HEHWPOHOB B COCTOSIHWMM, CIIOCOOHOM K
TpaHckpunuuu. Takum odpa3om, IUTMHA TUHKEPHOM
JHK sBnsieTcsl BaXkKHBIM ITapaMeTpoM, KOTOPBIA
OKa3bIBaeT CYIIECTBEHHOE BJIWSIHUE Ha BBICLIUE
YPOBHU OpraHU3aliui U (PYHKIMOHATbHYIO aKTUB-
HOCTb XpoMaTWHa. Bapumanus MIMHBI JMHKEPHOM
JHK o6GecrieunBaeT pa3HOOOpa3re CTPYKTYPhI XPO-
MaTHHa B KJIETKaxX pa3JIMuyHOro TUIIA.

Ha ceromusimHuii neHb Bce eIle HET YEeTKOTro
MPEeACTaBICHUSI O CTPYKTYpe BBICIIIUX YPOBHEI opra-
Hu3auuu xpoMmatuHa. Ponb 30-HaHOMETpPOBOI XpoO-
MaTUHOBOM (pMOPMILILI B SIpe HE OrpaHUIMBACTCS
koMmrmaktuzanueit THK. OHa Takke MOXeT MOIyJIu-
poBaTh BO3MOXHOCTh JOCTYyIIa CHeIN(PUISCKUX I10-
cnepoBarenbHOcTeit JHK mng perynsgtopHBIX (hak-
TopoB. Cuuraercs, uto 30-HaHOMeTpoBast pudpuLIa
OopraHm3oBaHa B meTeabHble ToMeHBI (50—150 Thic.
I1.H.), KOTOpbIE 3aKPEIUICHbI Ha SIIEPHOM MaTpPUKCE.
ITpu 5TOM KaXXAbIi1 TOMEH MpeaCTaBIsIET COOOI Kia-
CTep TeHOB, (DYHKIIMOHAJIBHO CBSI3aHHBIX MEXIY CO-
ooii. Ilpupoma MOmOOHBIX TOMEHOB IMOKa OKOHYA-
TeJIbHO He SICHA, OAHAaKO, MO BCeil BUAMUMOCTU, OHU
IIOCTPOEHEI MO NPUHIINIY CyIepCcIrpain 60aee BbI-
COKOTO ITOpsIaKa.

OCOBEHHOCTU B3AMMOJIENCTBUM
JIMHKEPHOT'O TMCTOHA HI1 C JHK

Bzanmopeiicteue JIHK ¢ ructonamu cemeiictBa
H1 npoucxomut, mpexnae BCero, MexXay OTpULIaTeIb-
HO 3apsKeHHBIM caxapodocdaTHBIM OCTOBOM U TTO-
JIOKUTEJIbHO 3apsoKEHHBIMM  aMUHOKUCIOTHBIMU
ocraTkamu 6enka [19, 20, 65]. BmecTte ¢ TeM B HEKO-
TOPBIX SKCIEPUMEHTaX HAOII0IaI B3aUMOIEICTBIE
IOOyAsSIpHOTO NoMeHa ructoHa H1 ¢ ocHoBaHUSIM
JHK B obnactu 60b1110i1 60oposnku |14, 20—22, 24].
brino mokazano, uTo cBsi3pIBaHMe ructoHa H1 mpu-
BOJUT K HEKOTOPOMY HapylIeHUIO KOH(OpMaluu
nBoitHoM criupamu JJHK [25, 26, 28, 32]. OmnHako
BILIOTbH JI0 HACTOSIIIETO BPpEMEHU HET IIPSIMBIX CTPYK-
TYPHBIX JAHHBIX JJISI XapaKTEPUCTUKU KOMILJICKCOB
ructoHa H1 ¢ nrmukepHoit JIHK. Henpsameble cTpyk-
TYPHO-YyBCTBUTEJbHBIE METOIbI, TAKNE KaK KPYro-
BOIi TMXPOU3M B YJIbTpaduOJEeTOBOI 00JIaCTU, OKa-
3BIBAIOTCSI HEMH(MOPMATUBHBIMY IIPY U3YYEHUU HAI-
MOJEKYISIPHBIX CTPYKTYP B CHJIIy BBICOKOTO

paccessHUSI pacTBOPOB IOJOOHBIX KOMIUIEKCOB, YTO
MPOSBISIETCS. B BUIE TaK HA3bIBAEMOIO \-TUNa
(PSI — Polymer and Salt Indused) criekTpoB Kpyro-
Boro auxpomnsma JIHK [14, 19—24, 66]. Takoe cocTo-
suue JIHK Bo3HUKaeT npu CBSI3BIBAHUM HE TOJBKO C
JIU3UH-00raThiMu rucToHaMu H1, HO M ¢ KaTUOHHBI-
MU TIOJIUIIEIITUIAMHA M HEKOTOPBIMU IPYTUMHU SIIEP-
HBIMU OekaMu [5, 14, 24—26, 28—30, 32, 67]. B ciy-
yae B3aumogeiictBus JHK c¢ sgepHbiMu OelkamMu
MOSIBJIEHUE Y-TUIIA CIIEKTPOB KPYTOBOTO AUXPOU3MA
JHK o06ycnoBieHo (opMHUpoBaHUEM HaIMOJEKY-
JIIPHBIX CTPYKTYP U 3(pdeKTaMu paccesTHUS TOJISIpr-
30BaHHOI'O CBETAa HAa KPYIHBIX KOHIEHCHPOBAHHBIX
yactuuax. ITpyu 3ToM 3KCIepUMEHTHI 110 PEHTI€HOB-
CKOMY paccesiHuio nokasanu, yro JJHK B aTux ciy-
yagx ocraetca B B-opme [25, 68, 69].

T'uctonsr H1 1 H5 cmocoOHBI M306MpaTeIbHO U C
BBICOKHM CPOICTBOM B3aMMOACHCTBOBATh C y4acTKa-
mu JJHK, yxe mMerolmMu CTpyKTYpHBbIE Hapylle-
HUSI: pa3HoOOOpa3Hble MEpPeKPeCTHhLIE CTPYKTYPhI
[70], cTpykTyp®sI THIIA XHa3Mbl Xoyutuaes [71], ygact-
ku cBs3biBaHusa JJHK ¢ nekapcTBeHHBIMU MIperapa-
Tamu [72, 73] u nipou. CrerneHb MpeanovYTeHUs TH-
croHa H1 k cBsa3wiBanmio ¢ HykiaeocoMmHoii JIHK BbI-
1IIe TI0 CPaBHEHMIO C €r0 CPOACTBOM K CBOOOIHOI
JHK 110 pa3HBIM JAaHHBIM OT ABYX-AecATH [74] mo
150 [1] pa3. CToab cylIeCTBEHHBII pa3dpOC MOXKET
OOBSCHSITBCS TEM, UTO Pa3HbIe aBTOPHI UCITOJIb30Ba-
JIU B CBOUX MCCJIEIOBAHUSIX Pa3jIM4YHbIE MO JJIUHE
yuyactku JJHK B kauecTBe MOIEILHOM MUIIICHU CBSI-
3piBaHUsA. Tak, cpoactBo HI Kk TmepekpecTHbIM
crpyktypam JIHK tuna 4H/4WJ (Four Way Junction)
npuMmepHo B 100 pa3 BeIe, yeM K JIMHEWHOMN
JHK [1].

Baxnyro poirs Bo B3anmoneicteusgx ¢ JIHK nrpa-
€T MOJOXMUTEJIbHO 3apskeHHbI C—KOHIIEBOM yya-
ctok rucrtoHa HI [1, 75]. Kak yxXe ObL10 OTMEUEHO
paHee, OCHOBHBIE (DyHKIIMOHAIbHBIC Pa3InIrsI MEX-
Iy noaTturiamu oenka H1, mo MHeHMIO psiia aBTOPOB
[1, 5, 6, 76—80], oOyclIOBIEHb BapUATHBHOCTHIO
MEPBUIHOM CTPYKTYphI X C-KOHIIEBOrO (pparMeHTa.
DTo MpearnoaoxkeHue HaXOIUT CBOE IMTOATBEPKACHNE,
B YAaCTHOCTM, Ha NIpUMEpe MCCIASOOBaHMS B3alMO-
nevicreusg IHK co criepmnii-cientmdmndecKuMm TH-
croHamu cemeiictea H1 [26—28, 32, 67]. Hemaio-
BaXXHBIM IIpeACTaBIIsIeTCST U TO, 4TO C-KOHIIEBOM
Y4aCTOK COXpaHSIETCS 1 B OeJIKaX, POACTBEHHbBIX TU-
ctony H1, HO TUIlIEHHBIX KAHOHUYECKOTO II00YJISIp-
Horo noMmeHa [81]. XapakTepHoii yepToii C-KOHIIE-
BOTO (pparMeHTa SIBJISIETCS OOJIBIIIOE KOJIMYECTBO J10-
CTaTOYHO pPaBHOMEPHO pacIpeneJieHHbIX BIOJb
MOJUIIEIITUAHON ey OCTaTKOB n3uHa [81, 82], uto
crroco0cTBYeT cradbmmm3annn KomriekcoB JIHK—
H1 B xpomarune. CorjlacHO JUTepaTypHBIM JaH-
HbIM, TuctoH H1, numeHHbl#i N-KOHILIEBOI Mocie-
nmoBatenbHOCTH, KoHIeHcupyeT JJHK Tak Xe, kKak 1
WHTaKTHas MoJiekyaa [83]. DTo CIy>KUT KOCBEHHBIM
MOATBEPKIACHUEM TOTO, UTO B KOHIAECHCAIIUM XpOMa-
THHA IIPUHUMAET aKTUBHOE yyacTre uMeHHO C-KOH-
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CuMmMmeTpuyHas
MOJZEINb

ACI/IMMeTpI/I‘-IHLIe MOACIIH

Puc. 2. CxeMarnueckoe MnpeicTaBiIeHUe MoOeJield BO3MOXHOM JIoKaau3aluuu miodyiasipHoro noMeHa H1 Ha Hykieocome:
cUMMeTpUYHas (a) U accumeTpudHbie (0, B) Momenu; I — raoOyasspHbIi nomeH ructoHa H1; 2 — JHK; 3 — rucToHOBBI

oKTamep.

neBoit yuactok H1 [36]. MMeHHO 3TOT (pparMeHT
oenka B3amMmopericTtByeT ¢ JHK u HeoOxomum mis
MMPOYHOTO CBSI3bIBAaHUSI IMHKEPHBIX TUCTOHOB C HYK-
neocomoii [84, 85]. Ilpu aTom B nipenenax C-KoHIIe-
Boro ¢pparmMeHTa MoJieKyabl H1 BeIIeasioT 1Be obia-
CTH, pa3aeieHHble KOPOTKUM JIMHKepoM [51, 78, 79]:
o6nacte I — ¢ 97-ro o 121-it a.0., pacrnoJjioxxeHHast
HEeTIOCpeACTBEHHO 3a TJIOOYIsIpHBIM fomMeHoM H1, u
o6mactb 11 — co 145-ro mo 169-ii a.0. MUHTEepecHO OT-
METHUTh, YTO yaajeHue dpparmeHTOB 122—144 1 170—
196 a.0. He MPUBOOUT K M3MEHEHUSIM (DYHKIIUU
C-koH1ueBoro gfoMeHa. Kpome Toro, uccienoBaHue
MYTaHTHBIX OEJIKOB, B KOTOPHIX ObLTa TIpOBeIcHa 3a-
M€Ha aMUHOKUCJIOT co 122-ro no 144-ii u co 170-ro
o 196-ii Ha mociaenoBareabHOCTb 97—121, mokasaino,
9TO0 MOIMGHUITMPOBAHHEIM OEJIOK BeleT cedsl Tak XKe,
Kak " 0eJIOK AuKoro tumna [51, 76].

HenaBHue uccinegoBaHus mokazanu, yrto JHK-
CBsI3BIBaOIIe cBo¥icTBa ructoHa H1 coxpaHsiorcs u
MIpYU UBMEHEHUU OYEPEIHOCTU PACIIONIOXECHUS aMU-
HOKHUCIOT B C-KoH1IeBOM nomeHe [84, 86, 87]. Ta-
KM 00pa3oM, OCHOBHBIMU (paKTOpaMU B PETYJISIIINNA
B3auMoeiicTBusi C-KoHileBoro gomeHa H1 c¢ auH-
kepHoit JIHK saBasiorcs crnenuguyeckue aMUHO-
KHMCJIOTHBIE OCTaTKM B 3TOI oOJlacTu, T.€. Ompele-
JICHHBII Ha0Op 00pa3yIonX ero aMIHOKWCIOTHBIX
OCTaTKOB, a He KaKasi-JIM00 KOHKPETHAsI aMUHOKMC-
JIOTHasI TocjiemoBaTeaIbHOCTh [51, 75—77, 84, 85, 88].
310 03HavaeT, uyTo A1 Komnakrtu3auun JIHK BaxkHo
HaJIMYUe OIpeeIeHHBIX aMUHOKMCIIOT, HO He TTopSsI-
JIOK MX pacHOI0XKEeHMSI.

Kpome C-xonunesoro yuyactka H1 Bo B3aumoneii-
crBuu ¢ JIHK npuHuMaeTr ydyactue u rinoOyJIsipHbIi
nomeH. Ha ocHoBaHUM MpPOBENEeHHBIX IKCIIEPUMEH -
TOB OBLIO MPEMIOXKEHO HECKOJBKO MOJENEN CBA3bI-
BaHUsI JIMHKEPHBIX THMCTOHOB C HYKJIEOCOMOI
(puc. 2). Ha cerogusimiauii AeHb BCce MPeIIOKEHHbIS
MOJIeJIU MOXHO pPa3liesiuTh Ha MOAEIU CUMMETPUY-
HOTO U HECUMMETPUYHOTO CBSI3bIBAHUS. DTU MOJEIIH
OTJIMYAIOTCS APYT OT ApYTra paciioioKeHUEM TJ100Y bl
OTHOCUTEIBHO OCU CUMMETPUU HYKJIEOCOMBI U JJTU-
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Hoii yuactka JIHK, KoTopbIii 3aKpHIT OEIKOM OT BO3-
JIeNCTBUSI MUKPOKOKKOBOW HyKJeasbl. B cummer-
puyHoit Moaenu [89] rmoOyasIpHbIil TOMEH pacHoio-
JKEeH B LIEHTPe HYKJIEOCOMBI C BHEIIIHEel CTOPOHBI, a
N- n C-xoHIeBbIe (pparMeHTHl OejiIKa B3aMMOJECH -
CcTBYIOT ¢ HykyieocomMHoit JIHK w 3amuinarmoTr 1o
10 I1.H. ¢ KaxXI0i CTOPOHBI OT TOYKHU €€ BXOAa/BhIX0-
J1a U3 HyKJeocoMbl (puc. 2). CoriacHO aCUMMETPUY-
Hoit momenu [90, 91], JHK 3amumnieHa y ocu cuMm-
METpUM MO 15 U 5 M.H. ¢ KaXJa0li CTOPOHbI B MECTe
Bxonaa/Bbixona JIHK u3 nykiteocomsl. [1pu aToM Ti10-
Oysia pacriojiokeHa Ha paccTossHuU 70 TI.H. OT ocu
CUMMETPUHU TaKUM 00pa30oM, YTO OHA COETUHSIET IBa
Butka criupaiau JJHK (puc. 2a). CornacHo anbTepHa-
TUBHOMY BapUaHTy HECUMMETPUYHOU Moaenu [92,
93] rnobynsapHbIit nToMeH pacnonoxeH Mexay JTHK u
HyKJIeocoMoii (puc. 26). B atoit monenu 20 1m.H. 3a-
LIUIIEeHBI TOJBKO C OAHOI CTOPOHBI OCY CUMMETPUH.

OCHOBBIBasiICh Ha IIOCAEOHUX CTPYKTYPHBIX
HUCCIEOBAaHUSAX METOAAMU KPHUO3JIEKTPOHHOM MUK~
POCKOIIMU U SIIePHOTr0 MarHUTHOTO pe30HaHca, yaa-
JIOCh TOATBEPAUTH CYIIECTBOBAHME DJIIEMCHTOB
XpoOMaTHHA, YIOBJIETBOPSIOIINX aCUMMETPUIHON
Mopaenu cBs3biBaHUs [84]. B momonmHeHMe K paHee
ONMCAHHBIM BapHMaHTaM MOACIN HECUMMETPUIHOTO
CBS3bIBAaHMSI B 3TOM ClIydae IJIOOYJISIpHBIII TOMEH
JquHKepHoro ructoHa, JIHK 1 kopoBast yactuia co-
eIMHEHB MOCTUKAMM U TakKXe HECUMMETPUUIHBIM
oOpazomM 3amuieHsl 10 m.H. JHK (Tak Ha3biBaemas
«off—dyad» monenb, puc. 36). B rmooynsipHoM nome-
He BbIAEJIEHBI TPU caiiTa cBs3biBaHUs Oenka ¢ JJHK,
TOYHOE TT0JIOXKEHNE KOTOPBIX 10 CUX ITOP HE OIIpee-
JneHo [84, 94]. OmHako IMOKa3aHO, YTO B KaXXIOM U3
HuX ecTb Arg74 [95]. Kpome Toro, rmokaszaHo, 4To B
obpa3oBaHUM KoMIUIeKca ructoHa HS5 ¢ Hykieoco-
MoOIi ipuHUMaeT yyactTue U C-KOHLIEBOM JOMEH T'v-
crona H2A [84].

Takum o6pa3oM, MHOTOUYMCJIEHHbIE MCCeI0Ba-
HUSI, TIOCBSIIIIEHHBbIE B3auMoaeicTBuio ructoda H1 c
HYKJIEOCOMOI, TTO3BOJISIIOT CleJIaTh BBIBOJ, YTO BO3-
MOXHO CYIIECTBOBaHME DPAa3JIMUYHBIX aJlbTepHATUB-
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KonaencupoBaHHbI XpoMaTuH

MeHnee KOHAEHCHUPOBAHHBINH XpOMaTUH

N 2N o iy JHK
JIuHKepHBI I'noGynsipHelii Koposas
\®\ THCTOH @ nomel rucrona H1 YaCTHIA

Puc. 3. CpasbsiBanue HykiieocomHoi JJHK ¢ rimoGymsip-
HBIM TOMEHOM TUCTOHA HS, BBIIEIEHHOTO U3 3pUTPOITH-
TOB KypHIIbl [56]. PUCYHOK TpencTaBiieH ¢ JI06e3HOTO
cortacusi aBTopoB. (a) — Mopenb «on—dyad» cBSI3bIBa-
HUSI, COOTBETCTBYOIIAsI GoJiee KOHACHCUPOBAHHOMY CO-
CTOSTHUIO XpOMaTuHa; (6) — monenb «off—dyad» cBsi3biBa-
HMS1, COOTBETCTBYIOLIAsI MEHEEe KOHIIEHCUPOBAHHOMY CO-
CTOSTHUIO XpPOMAaTHHA.

HBIX CTPYKTYP TaKOTO KOMILIeKca. B yactHocTH, 3TH
KOH(MUTYpaLlUX OTJINYAIOTCS TMOJOKEHUEM U OpUECH-
Talueil rIooyISIpHOTO JOMeHa IMHKEPHOTO TMCTOHA
OTHOCHUTEIBbHO caMoii HyKiieocoMbl. COBCEM HemaB-
HO C TIOMOIIbI0O PEHTTeHOCTPYKTYPHOIO aHalin3a U
METOJa SIICPHOr0 MarHMUTHOIO pe30oHaHca yIaloCh
omnucaTh B3aUMOAEUCTBUE 165 I.H. HYKJICOCOMHOI
JAHK c¢ rino0ynsipHsiM foMeHOM ructoHa HS, Beiae-
JICHHOTO W3 3PUTPOLIMTOB KypHIIBI [56], ¢ pa3pere-
nuem 3.5 A. Hamo OTMETHTB, YTO 3Ta MOJEITh HE TIPO-
TUBOPEYUT MOJIECJISIM, ONMCAHHBIM paHee. ABTODHI
nokasajau, 4To miodyaa ructoHa HS pacronaraercs
Ha OCH HYKJIEOCOMBI U TIePEKPhIBAECT 00a IUIeda JIMH-
kepHoit JIHK, neMoHCcTpupyst cuMMeTpuyHOe («on—
dyad») cBs3eiBaHUe (puc. 3a) [56].

ABTOpBl Monenel cuMMeTpuyHoro «on—dyad»
(puc. 3a) nu HecummeTpudHoro «off—dyad» (puc. 36)
CBSI3BIBAHMS TIPEATIONATAIOT, YTO TIepBas M3 HUX OT-
HOCHUTCSI K CJIy4alo pa3pbIXJICHHOTO COCTOSIHUSI XPO-
MaTWHa, a BTOpasi OIMMCHIBAcT KOHICHCUPOBAHHBIMN
XpoMaTuH [56].

Crpykrypa ructoHoB H1 u H5 ouenn cxoxa (ro-
mojiorust HS5 xypunber ¢ H1.0 Mplmm coctaBisieT
~88%), 1 MOXHO OXWIATh, YTO U CBSI3bIBAHUE ITUX
oenkoB ¢ JIHK OyneT mpoxoauTh CXOXHUM 00pa3oM.
HecMoTps Ha TO YTO KOHIIEBbIE€ Y4aCTKU TUHKEPHOTO
TMCTOHA HE UTPaloT BaXXHOW POJU B MO3ULIMOHUPO-
BaHUM IJIOOYJIbI B XpOMATOCOME, BBICOKUI MOJIOXKU -
TeJbHBIN 3apsia N-KOHIIEBOI'O IOMEHA MOXET CTabu-
JTu3npoBaTh cBs3biBaHUe Oenka ¢ JJHK. BepostHee
BCEro, CYIIECTBYIOT HECKOJbKO Pa3UYHbIX MeXa-
HU3MOB, MOAOOHBIX OINUCAHHBIM BBIlIE, MOCPE.-
CTBOM KOTOPBIX JIMHKEPHbIE TMUCTOHBI (POPMUPYIOT
CTPYKTYPbI XpOMaTHHa BBICILIETO MOPSIIKA.

HecmoTpst Ha TO YTO U TJIOOYJSIPHBIN JOMEH T'v-
ctoHa H1, n ero C—KoHIIeBOI y4acTOK OTBEYAIOT 3a
cea3biBanue ¢ JIHK, ux dbyHKIIMM TIpy 3TOM COBEp-
IIIEHHO pa3Nu4Hbl. [JTOOYJSIpHBINA MTOMEH CIYXUT
SKOpEM NpHY B3aUMOJEUCTBUU TUCTOHA C JTMHKEPHOMU
JHK. 3ToT 1oOMeH nMeeT o MEHbIIIEN Mepe 1Ba caii-
Ta cBa3bIBaHUA ¢ JIHK: ocCHOBHOI1 caliT pacroiaoxXeH
CO CTOPOHBI OOJBIIONH OOPO3IKU CyIepCIMpaIn
JAHK, a BTOpoii — ¢ BHYTPEHHEN CTOPOHBI Majloi
BOJIM3M ocy cuMMeTpuu. Hannune Takux pasneyeH-
HBIX B TNPOCTPAHCTBE CAlTOB B3aUMOJEMCTBUS C
JHK oTueTInBO NMposIBASIETCS IPU CBSI3bIBAHUU T'H-
croHa H1 ¢ mepekpecTHbIMU WU JeDOPMUPOBAH-
aeMH yuyacTKamu JIHK [70—73], a Takske ipu CBSI3BI-
BaHUM JIMHKEPHOTO TMCTOHA B TOYKE BXOJa/BbIXOJa
13 HyKyieocoMbl. OOHapyxkeHHbIe B C-KOHIIEBOI1 I10-
ciaenoBatenbHocT  S/TPKK-motuBer  (Ser/Thr—
Pro—Lys—Lys) oTBe4yalOT 3a CHOCOOHOCTh 3TOTO
yyactka m3ru6ats JJHK mipu ee B3aumomeiictBum ¢
H1 u TeM caMBIM MOZyTMPOBATHL TEOMETPHUIO TBOM-
Hoit ctupanu JIHK B xpomatuHe. I1o Bceit BuaumMo-
CTU, TJIOOYJSIpHBINA TOMEH MOXET paccMaTpuBaThCs
KaK HE3aBUCUMBIN HYKJIEOCOMAa-CBI3bIBAIOIINMN T0-
MEH.

B3AMMOJIENCTBUE JIMHKEPHOI'O
IT'MCTOHA H1 C APYTMH BEJIKAMHU

B cocraB xpoMaTvHa TTOMUMO TMCTOHOB BXOAUT
OoJTbIIIOE KOJIMYECTBO PA3HOOOpPa3HBIX HETMCTOHO-
BBIX OeJIKoB. 'mctoH H1 MHOrma oTHOCST K NpUpPOI-
HO HEYIOpsIAoYeHHBIM GenkaMm [36, 69, 82], ciocob-
HBbIM B3aMMO/JIEMCTBOBATb CO MHOXECTBOM Pa3HOO0-
pa3HbIX MapTHepoB. Bzaumoneiictust H1 ¢ npyrumum
OejlKaMU OKa3bIBaIOTCSl CYIIECTBEHHBIMU JJIs1 (hop-
MUPOBaHUS BBICIIUX YPOBHEMN CTPYKTYpPHOI OpraHu-
3auMu XxpomaTuHa [63, 96]. benku, B3auMoaeicTBy-
foiue ¢ TuctoHoM H1, MOXHO yCJIOBHO pa3nesuTb
Ha HECKOJIbKO KaTteropuii. Cpeny HUX OenKH, TIpH-
HUMaloIMe yJyacTue B CIUIalCUHTE; B Mpolleccax,
CBSI3aHHBIX C pacro3HaBaHueM noBpexaeHuii J1HK;
B TPAHCKPUIILIMU U TPAHCISILIMU; BBICTYNAKOIINE B
KayecTBe IIaliepOHOB JIsI KOPOBBIX TMCTOHOB IIpU
cbopke/pa3zdbopke HyKJICOCOMHOIT YacTulbl [77].

Cnenuduaeckoe cBsa3biBanue H1 ¢ 6eakamm ObI-
JIO IPOAEMOHCTPUPOBAHO C MOMOILBIO Pa3JIMYHbBIX
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MeTonoB. CodeTaHUEe MeTOJa MMMYHOIIPEINITUTA-
LIMM U MacC-CITIEKTPOMETPUYECKOro aHalIu3a Mo3BO-
JIMJIO BBISIBUTH O€JIKU, crieuu(pUUYecKd B3aMMOIC-
crByoiue ¢ H1 [97]. Cpeny HUX KOMITOHEHTHI prbo-
coMalnbHBIX cyobemmuun 40S m 60S, a Takxke
HEKOTOpEIE SIIepHble pUOOHYKJICONpOTenabl. BBLIO
IMOKAa3aHO, YTO B3aMMOMENCTBHE TMCTOHA C 3TUMU
OGeJIKaMU BBI3BIBAET MOMAaBJICHNUE TPAHCKPUITIIUY He-
KOTOPKIX reHOB. Ha cerogHsIIIHuiA 1eHb C TIOMOIIBIO
Macc-CIIEKTPOMETPHUU B SApE U SAPBIIIKE BBISIBICHO
OoJiee COTHU OEIKOB, KOTOPHIE MPSIMO MU KOCBEHHO
B3aumogeiicteyioT ¢ H1.0 [77]. YcTaHOBIEeHO, 4TO
ructoH H1 sBaseTcs KiroueBBIM 0€IKOM, HEOOXOa1 -
MBIM JIJIs1 (DOPMUPOBAHUS KAHOHUYECKOM CTPYKTYPBI
SIAPBIIIKA U 1151 ero pyHKurmoHuposaHus [98]. Kpo-
Me Toro, H1 MoxeT GBITh y4aCTHUKOM 0o0Jiee KpyII-
HBIX MaKpPOMOJICKYJISIPHBIX OeJIOK-O0EJTKOBBIX KOM-
TUIEKCOB.

XopoIlI1o U3BECTHO, UTO JUHKepHBI ructoH H
MOXET OBITb MEIMAaTOPOM TpaHcKpumiuu [77, 99].
IIpu 5TOM OH cocoOeH BBICTYIIaTh KaK B KauyeCTBE
perpeccopa creuu@rUIecKoil TeHHON TpaHCKPUII-
i [96, 97, 100, 101], Tak U B KaueCcTBe aKTUBATOpPa
TPaHCKPUTIIIMOHHBIX TpolieccoB [77, 80, 102, 103].
HenasHue ucciienoBaHus nokasanu, uro H1 urpaer
BaXXHYIO POJIb B 3MUTeHETUUEeCKUX Mpoleccax [104].
Hampumep, cHmkenue ypoBHs akcrpeccum HI.2,
H1.3 u HI1.4 B xieTkax NMpUBOAUT K ITOHUKEHUIO
ypoBHs MetmwinpoBanus JIHK [62, 104]. CormacHo
JmurepaTypHbIM maHHbIM, H1.0 cBS3BIBaeTCs ¢ psimoM
0eJIKOB, MPUHUMAIOIINX HETTOCPEACTBEHHOE YUacTue
B riponieccax penapanuu JJTHK [62, 77]. K HUM oTHO-
carcsa 6enku Ku70 u Ku86, Bano3uHconepxaliuii oe-
1ok VCP u np. Bzanmoneiicteue ructona H1.0 ¢ atu-
MU OeJKaMyd MPUBOAUT K CHJIBHOMY YIJIOTHEHUIO
XpOMaTHHA U TEM CaMbIM CIIOCOOCTBYET 3allUTE I10-
BPEXIEHHBIX Y4aCTKOB.

OmHUMM U3 TIEPBBIX OCJIKOB, IUIST KOTOPBIX ObLIa
ToKa3aHa CIOCOOHOCTh B3aMMOJIEICTBOBATh C JIMH-
KEpHbIMU TUCTOHAMMU, SIBJSIOTCS MpPEACTaBUTEIN
OOJIBIIIOrO CeMeMCTBA SIIEPHBIX OEJKOB C BBICOKOM
anekTpodopeTnyeckoii moaBmKHoCcThiI0o — HMG-
oenxku (High Mobility Group). IlepBast rpymma —
oenku HMGN (panee u3zBectHbie kKak HMG14/17).
OT1H 6e1Ku, hopMUPYS FreTePOIUMEPHbBINA KOMILIEKC,
B3aMMOJIEHCTBYIOT C HYKJIEOCOMOIM M 00Jjerdaror
TPaHCKPUMIIWIO, HO MPU 3TOM HE SIBJSIOTCS YaCThIO
TpaHCKPUMNIIMOHHOTO KoMIuiekca [105]. Bzaumoneii-
CTBUIO IMHKEpHOTO rucTtoHa H1 ¢ 6eakamMu maHHOM
TPYIIBI B MpoOlieccax peMOAeIMPOBAHUS CTPYKTYPbI
XpoMaTHhHa CIOCOOCTBYeT OJIM3KOE pacIloJIOKEeHUE
rooynsipHblx fomeHoB HMGN u H1 [106]. He uc-
KJIIOYEHO, YTO MMEET MECTO KOHKYPEHIUS MEXIY
HMGN o6enkamu u H1 3a yyacTok CBSI3bIBaHUSI C
JHK [107]. B yacTHOCTH, ITOKAa3aHO, YTO KOHKYPEH-
st Mexay TuctonoM H1 1 HMGN Genkamu 3a CBSI-
3piBaHUe ¢ AT-00oraTbiIMM yyacTKaMU BJIUSIET HA KOM-
naktusanuoo xpomatuHa [108]. B akTtuBHO TpaHC-
KpUOMpyeMbIX TeHax oboraileHue HeKOTOPhIX
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yyactkoB O0enkoM HMGN comnpoBoxXnaeTcss HUCTO-
meHueM H1 [109, 110]. benoxk HMGN cHuxaet ypo-
BEHb KOMITAaKTM3allu XpOMAaTHHA, BBI3BAHHOM T'H-
ctonoM H1, m ctmmymupyer tpanckpunouio [111].
CoBceM HeTaBHO OBLIO YCTAaHOBJIEHO, YTO OEJKU
rpynnbl  HMGN  0ka3pIBaloT HENOCPEACTBEHHOE
BJIMSIHYE Ha CTaOMIN3alIMIO BEICOKOYIOPSA0YEHHOM
CTPYKTYpPEI XpOMaTHHA Y HAa B3aMMOACHCTBUE KOHIIE-
BBIX y4yacTKOB ructoHoB ¢ JIHK [112].

Bropas rpynna HMG 6enkoB, B3auMoaeiiCTBYIO-
IIUX C JMHKEPHBIMU TUCTOHAMU, — 3TO caMble pac-
MpoCTpaHeHHble U HauboJiee M3ydeHHbIe Ha Cero-
IHSIIIHUN TeHb HETUCTOHOBBIE OEJIKM XpOMaTUHA —
HMGB-gomennsie 6enxku (HMGB1/2) [113—115].
HMGB-06eyku UMEIOT B CBOEM COCTaBe TOMOJIOTHY -
HbIe CTPYKTypHO-KOHcepBaTuBHbIe JIHK-cBs3bIBaA-
fo1Ire moMeHsI (Tak HazeiBaeMble HM GB-noMeHsr).
IMpencraButensiMu  caiT-cneuuGpUIHBIX OTHOIO-
MeHHBIX HMGB-0e1koB SBISIIOTCS TpaHCKPUIILIM-
onnele dakropbel TCF u LEF-1 [116], 6enku, onpe-
nemnsiomnue moa SRY u SOX [117—120], ¢hakTops! mie-
pectpoiiki xpomatuaa BAF57 u PB1 [121—123] u 1.
1. Cpeay MHOTOIOMEHHBIX OEJIKOB TaHHOTO ceMeii-
cTBa MOXHO BhIAeauTb 0enku HMGB1-4 [113—115,
122, 124, 125], mutoxoHapuajibHble hakTopsl mtTF1
n ABF2 [122], TpanckpurunonHbIil ¢paktop PHK-
noiauMmepassl I UBF [126] u T.1.

Kak n rucronsr H1, oenkm HMGB1 1 HMGB2
B3aUMOJICHICTBYIOT C JUHKEpHbIM ydacTkoMm JIHK
[113, 127] B TouKe BX0Ona/BBIXOAa €€ M3 HyKJICOCOMBI
M MOTYT BBICTYNaTh KaK B KauyeCTBe KOHKYPEHTOB,
TaK 1 B KaueCTBe MapTHEPOB Ipu cBsa3biBaHuu ¢ JIHK
[128]. WMerommecst aKCIiepUMEHTaJbHBIC NTaHHBIC
YKa3bIBalOT, YTO CBSI3bIBAHUE OJHOTO U3 OEJIKOB C
JHK ctumynupyet cBsI3pIBaHNE C HEit 1 BToporo |14,
20, 22, 24, 66]. I1pu X OOHOBPEMEHHOM IIPHUCYT-
ctBuu B kKoMmiuiekce ¢ JIHK monoxutenbHO 3aps-
XeHHBIN ThcToH H1 B3amMmoneicTByeT IpeuMyllie-
cTBeHHO ¢ (pocatHbiMu rpyrmamu JJHK u C-koH-
neBbiM  gomMeHoM HMGBI1, skpanupys wux
OTpHULIATEbHBIC 3apsiabl U CTAOMIU3UPYST 00pa3ylo-
muecss HamMmoJjekyiaspHble JIHK-OenkoBbie KoM-
nnekcwl [14, 24]. UccimenoBaHusI CTPYKTYpPhbI KOM-
miekca, oopazoBanHoro JIHK ¢ rucronom H1 B mpu-
cyrcreuun HMGBI1 [14, 24, 66, 130], noka3aiau, 4To
HaOJII0aeTCs CBSI3bIBAHME MHAVBUAYTbHBIX OEJIKOB
Kak ¢ caxapodocdaTHBIM OCTOBOM, TaK M C OCHOBA-
nusmu JJHK [14, 19, 66]. MeTogom aTOMHOM CHJTO-
BOM MHUKPOCKONNH OBLIO ITOKA3aHO, YTO B KOMILJIEK-
ce HMGBI1/H1 ¢ IHK nHaGmomaeTcs hopMupoBa-
HUe GUOPWLIO—TIONOOHBIX CTPYKTYp, Kaxnaas U3
KOTOpBIX OOpa3oBaHAa HECKOJBKHMM MOJIEKYJIaMU
OHK [14, 66, 131]. I1pu 3TOM GEIKOBBIE MOJIEKYJIBI
CBSI3BIBAIOT OPYr C APYIOM MHAWBUAYAJIbHbIC MOJIEC-
kynel JHK B ¢pubpunme. MHoOXecTBEeHHBIE OCJTOK-
oenkoBbie 1 JIHK-0enkoBble B3auMoaeiicTBus aea-
IOT TaK1e CTPYKTYPHBI BeChbMa CTaOMJIbHBIMMU.



244

B npyrux pat6otax [130, 132, 133] ObL10 TIpOne-
MoHcTpupoBaHo B3aumopeiicreue H1 ¢ HMGBI (B
orcyrctBue JIHK) in vitro. ITpssMoe B3aumoeiicTBue
JIBYX O€JIKOB OBbIJIO TaKXke MOoKa3aHO MEeTOoAaMU Kpy-
TOBOTO IUXPOU3Ma U JUHAMUYECKOTO CBETOpAcCesi-
Hus [134], a Takke (ayopeclieHTHBIMU METOoAaMu
[34, 35]. BzanumoneiicTBre OBYX OEJIKOB IIPUBOINUT K
U3MEHEHUIO CTPYKTYpPbl KaKk MUHUMYM OJHOrO U3
HUX: YBEJIUUMBAETCS JOJIS O-CIUPATBHBIX YyUaCTKOB,
YTO BBI3bIBAET HEOOJIbIIINE M3MEHEHUsS TPEeTUYHOM
cTpyKTyphl [35, 134]. B0O3MOXHOCTH B3anMMOICHi-
cTBUsA Mexnay ructoHoM H1 u 6enkom HMGBI1 no-
cpenctBoM MX C-KOHIIEBBIX YYaCTKOB TakXke Oblia
MoKa3aHa C UCMOJIb30BAaHUEM MAJIOYTJI0OBOTO PEHTTE-
HOBCKOTO paccesiHUs U MeTo/ia SIIePHOTO0 MarHUTHO-
ro pe3oHanca [130]. B HekoTopbIX paboTax yKa3bIBa-
€TCcsl Ha TO, YTO pe3yJibTaT B3auUMOIEHCTBUS IBYX
0EJIKOB MOXET 3aBUCETh OT PEHOKC-COCTOSTHUS (OT
anri. redox — reduction/oxidation) ocTaTKOB IIUCTE-
nHa 6enka HMGBI1 [114, 135]. BoccraHoBiaeHHast
dopma HMGBI1 nerko BeiTecHsieT ructoH HI1 c
JHK, B To BpeMsI KaK CBsI3bIBaHUE OeJIKa B OKUCIICH-
HOM COCTOSIHUM 3aME€THO OrpaHU4YMBaeT MOOUJIb-
HOCTb 000MX 0€JIKOB B XxpoMaTuHe [114].

Hmeroniuecs Ha CEerogHSIIHUI JeHb DKCIEpU-
MEHTAJIbHbIE JaHHbIE YKa3bIBAIOT, YTO B3aMMOJEIi-
ctBue rucroHa H1 ¢ apyrumu 6enkamMu MpouCXoauT
B OCHOBHOM 3a c4eT ero C-KoHIIeBOro y4yacrka [60,
77,97, 136]. B HemaBHUX 9KCIIepUMEHTaX ObUIO TTOKa-
3aHo, 4TO ynaieHne C-KOHIIEBOTO y4acTKa IIPUBOIUT
K moTepe NpuUMepHO 25% OOHapyXeHHBIX B spe
B3anmoneicTeuii H1.0 ¢ npyrumu 6enkamu [60]. TTo-
JlaraioT, 4To, CBS3BIBasACh C IPYTMMU O€JIKaMU, TU-
ctoH H1 skpaHupyeT oTpullaTesibHbII 3apsia MoJjie-
KyJbI-TIapTHEPa ¥ TEM CaMbIM 00JIer4yaeT ee B3auMoO-
nevictBue ¢ JJHK. HemaBHue mcciaemoBanms Gerka
H1.0 mokazanu BO3MOXHOCTb YYacTUSI BO B3alMO-
JIEMCTBUM C APYTMMHU OeJIKaMU U €ro TJIOOYISpHOIo
dparmenra [60]. ABTOpBI NPEANOIAraloT, YTO BIUSI-
HUE KaXJI0ro u3 Tpex (PyHKIMOHAJILHBIX TOMEHOB
H1 Ha ero cBg3bIBaHME C APYTUMHU OEJIKAMU OTBEYAET
3a cnenuduIecKkoe B3aMMOIEHCTBHE C OOIbIIMH-
cTBOM U3 HUX. CTpyKTypHast HEYIopsIHouYeHHOCTb N-
1 C-KOHIIEBBIX JOMEHOB MOXKET 00JIeT4aTh KOHKPET-
HBIe OeIOK-O0enKoBhle B3ammoaeincTBusa. OgHAKO B
LIEJIOM BOIIPOCHI O BJAUSIHUM 3TUX 00JacTeil Ha B3au-
mogelicteue H1 ¢ paznuuyHbIMU OelKaMu OCTalOTCS
OTKPBITHIMU.

CBs3bIBaHUE pa3IMYHbBIX ITOATUIOB rucToHa H1 ¢
XpOMaTMHOM HOCUT HMHaAMHUYeCKMii Xxapakrtep. Oc-
HOBHBIM (PaKTOPOM, OTIPEAEISIONINM XapaKTep 3TO-
ro CBS3bIBaHUS, sBasieTcs miMHa C-KOHIIEBOTO
¢parmeHTa Oenka: HaMMEHBIIAS IIPOMTOJIKUTEIIb-
HOCTb TpeObIBaHUS Ha HYKJIEOCOME BBISIBIEHA JJIs
H1 ¢ cambiM kopoTkuM C-KOHILIEBBIM y4yacTKoM [87].
Benmumnaa mpomexyTka BpemeHu, Korga H1 cBsi3an ¢
HYKJICOCOMOI, PETyJIMpyeT CTeleHb KOHIEeHCAlIuU
XpOMaTHHA U €T0 JOCTYITHOCTD IJIsl IPYTUX OCIKOB, a
TaKKe BO3MOXKHOCTDH ITPOXOXKIEHUSI IPOLIECCOB pe-

YUXUPXKNHA u np.

MopaearpoBaHus xpoMaTuHa [137]. Kpome Toro, Bpe-
Ms cBsI3bIBaHMS H1 ¢ HyKJIeocoMOi#1 BIMsSIET M Ha BO3-
MoxXHOCTh noctyna K JHK TpaHCKpUNIIMOHHBIX
¢akTopoB U Ipyrux ssuepHbix oenkon [138]. HMGB-
OenKM Takke MOOWIBHBI, BpeMsI NpeObIBAaHUS Ha
HYKJIEOCOME 3THUX OEJIKOB, TaK Xe Kak v ructoHa H1,
HenponookuteabHo [128]. OmHako H1 3HaunTeapbHO
JIOJIbIIIE HAXOIUTCS Ha HYKJIEOCOME MO CPaBHEHMUIO
co BceMU TipencTtaButessiMu 6eikoB HMG-cemeii-
crBa [139—141]. YuuTbhiBasg, 4TO B3auMMOJAEHCTBUE
mexny H1 1 HMG npoucxoauT B TeueHUE TOBOJBHO
KOPOTKOTO BpPEMEHU, AOCTATOYHO TPYIHO YCTaHO-
BUTb, KAKOE UMEHHO OMOJIOTMYECKOe 3HAaUeHe UMe-
eT KoHKpeTHoe B3anmopaeiicteue HMG-6e1KoB ¢ tu-
ctoHoM H1. BriosiHe BEpOSITHO, UTO 3TW B3aUMOIEii-
CTBUSI TaKXKe OKa3bIBAIOT OIpeIeIeHHOE BIUSIHYE Ha
KOHKPETHBIN reH wiau TkaHb [ 139, 140]. ITpennonara-
€TCsl, YTO psifl OMoorndyeckux 3(hHeKToB HATIPSIMYIO
cBsi3aH ¢ B3amMmonekictBussMu Mexxny H1 m HMG-
oenkamu [128]. OmHaKo BOIIPOC O TOM, KaK CBSI3bIBa-
HUE MeXIy KOHKpeTHbIMU BapuaHTamMu H1 1 HM G-
OeNKOB BJMSIET Ha CTPYKTYpYy U OMOJOTMYECKUE
¢GyHKIIUU TEHOMA, OCTAETCS OTKPBITBIM IO HACTOSI-
1ee BpeMsl.

He crouTt 3abGbIBaTh M O MOCTTPAHCJSILIMOHHBIX
Mmonudukanugax ructona H1, koropbeie Takke MOTYT
moxnynuposaTh JJHK-0enkoBrie 1 6eJIOK-0eTKOBBIC
B3auMoaeiicTBUs (MoapoOHee CM. B TEpPBOM 4acTu
o63opa [36]). Kpome Toro, obpaTuMbie USMEHEHUS B
COCTOSIHUSIX MoAW(UKALMA TUCTOHOB BIUSIOT Ha
CTPYKTYpy XxpoMaTuHa B 1eiaoMm [142]. Hampumep,
MeTUIIMpoBaHue nu3nHa 26 B H1.4 crtoco6¢TBYET ero
B3aUMOJIEICTBUIO C TE€TEPOXPOMATUHOBBIM O€JIKOM
HP1, 4yro mnpuBoauT K (GopMHpPOBaHUIO OOJacTeit
XpoMaTuHa C TIOHWXEHHBbIM YPOBHEM TpPaHCKPMII-
uu [143]. demeTunupoBanue nu3uHa 26 B H1.4 crio-
COOCTBYeT OJIOKMPOBAHUIO JAHHOIO 0€J10K-0eJIKOBO-
ro B3aUMOAENUCTBUS U, ClieoBaTEIbHO, MPUBOAUT K
aKTUBAlLIMU TPAHCKPUIMIIMOHHON aKTUBHOCTH, a OJl-
HOBpeMeHHoe  ¢ochopuInupoBaHUE  COCEIHETo
ocTaTKa cepruHa B 27-M TOJIOXKEHUU CBOIMUT €ro Ha
Her [144].

C Ttouku 3peHns PYHKIIMOHAJIBPHON 3HAYMMOCTH
BONPOCHI B3auMopaeicTBus ructoHa H1 ¢ gpyrumm
OeJIKaM1 OCTalOTCS IIOXO M3YYEHHBIMHU U TPEOYIOT
JaJbHEMIIEero TIIaTeJIbHOIO UCcenoBaHus. MHoXe-
CTBEHHbBIE KOHTaKThbI C APYTMMHU O€TKaMU XpOMaTHUHa
MO3BOJISTIOT MPEANOA0XKUTh, 9YTO (PDYHKIIMUA THUCTOHA
H1 B sape ropazno mmupe, 4eM TOJIbKO KOMITaKTU3a-
g JJHK [60]. CeromHs MOXKHO ¢ YBEPEHHOCTBIO TO-
BOPUTH, YTO MHOTO(YHKIIMOHAJIBHOCTh INHKEPHOTO
TUCTOHA MO KpaitHeil Mepe YaCTMYHO OOYCJIOBJIEHA
€T0 B3aUMOACHCTBIEM C MHOXXECTBOM SIACPHBIX U S~
PBIIIKOBBIX OCIKOB.

SAK/IIOYEHHUE U IMTEPCITEKTUBDI

HCCMOTpH Ha aKTUBHBIC UCCIICOOBaAaHUA CTPYKTY-
PbI XpOMaTHHAa, MPOBOAMMBIC HA IPOTAXKECHHUUN I10-
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CITEIHUX JECATUIETUI, MOXHO CKa3aTh, UYTO Ha CETO-
IHSIIHUN AeHb cOPMUPOBAHO ITOCTATOYHO SICHOE
MpeAcTaBJIeHUe JUIIb O CTPYKTYpe HYKJIEOCOMBI —
MEPBOro YPOBHSI KOMITAKTU3ALUU XpoMaTuHa. Mme-
IoIIMeCsd K HACTOSIIEMY BpEMEHU CBEIEHUS O CTPYK-
Type XpOMaTMHAa Ha CJeAyIoIInX, 0oyiee BBICOKMX
YPOBHSIX CTPYKTYPHOM OpraHmM3anui, 3a4acTylo I0-
BOJILHO TIPOTUBOPEYMBEI U 0 CUX ITOP HE TTO3BOJISTIOT
chopMUpOBaTh OJHO3HAUYHYIO KapThHy. C mosBie-
HUEM HOBBIX METONOB MCCJIeHOBaHUSI OMOJIOTUYE-
CKUX MOoJieKya ((payopecleHTHBI pe30HaHCHBII
nepeHoc sHepruu (FRET) [145, 146], BBICOKOCKO-
pOCTHasI aTOMHAasi CUJIOBasi MUKPOCKOITHSI, CITEKTPO-
CKOTIUSI TIOTJIOLIEHUSI U ONTUYECKONM aKTUBHOCTU B
nHppakpacHoit oomactu (VCD u ROA) [88, 131,
147—150], manoyriIoBO€ PEHTTEHOBCKOE M HEHTPOH-
Hoe paccesHue (SAXS n SANS) [59, 145, 146, 150—
152] m mMHorue apyrue) OBICTPO YBEIWYMUBAETCS W
00BbeM JOCTYITHOM CTPYKTYpHOM mHMopManmu. [1o-
poOii, HEKOTOpbie BBICKA3aHHBIE paHee TUIOTE3HI,
TpeOyIOT MepecMOoTpa U JOMOJIHUTEIbHONM 3KCIepU-
MEHTaJIbHOM mpoBepku. Hambollee sipko, Ha Hall
B3IJISIII, 3TO WLTKOCTPUPYETCST HETAaBHUMU JAaHHBIMU
o cTpyktype 30-HaHoMeTpoBoii ¢ubpuibl [3, 56,
152—157].

30-HaHoMmeTpoBast ¢pubpuUIa — OIHA U3 HauOO-
Jiee UHTEHCUBHO M3y4aBIIMXCSI (DOPM KOMITAKTHOIO
xpoMmatnHa in vitro [158]. CormacHo oOmEeTTpUHSATEIM
npeacrasieHusM, 10-HaHOMeTpoBasl Lenoyka HyK-
JIEOCOM CKJaAbIBaeTCsl B CIIMpPaJibHbIC CTPYKTYPbI
nuameTpoM 30 HM, a 3aTeM YIUIOTHSIETCSI O pa3Mepa
ot 120 no 300—700 HM 1 B pe3yabTaTte (POPMUPYIOTCS
MUTOTHUYECKUE XPOMOCOMBI. ABTODHI psifa pador [17,
63, 159] yka3wIBaloT Ha TO, 4YTO obpa3oBaHue 30-Ha-
HOMETPOBOI (PUOPMILILI SIBISIETCS HEOOXOOUMBIM
YCJIOBHEM IJIsI COOPKM M CTAOMIIM3alnd KOHJIEHCH-
POBaHHBIX MHTEeP(Ma3ZHBIX U MUTOTUUECKUX XPOMO-
coM. B saapax HEKOTOphIX TepMUHAJIBHO nuddepeH-
ILIPOBAHHBIX KJIETOK BBISIBJIEHBI XOPOIIO Pa3indi-
Mble 30-HaHOMeTpoBBIE GUOpWLIBL [160—162], yTo
YKa3bIBaeT Ha POJIb TAKUX CTPYKTYP B TPAHCKPUITLIU -
OHHO HeaKTMBHOM XpoMmaTtuHe. OgHaKO CIeayeT OT-
METHUTh, UYTO HETIOCPEACTBEHHO i/ ViVo BO MHOTUX SI1I-
pax 3yKapMOTHYECKUX KIeToK [163—165], B yacTHO-
CTM B MHTAKTHBIX KJIETKaX MJIEKONUTAamoImMx [152,
163, 164], Takne GpUGPUILIBI 1O CUX IIOP HE OMUCAHBI.
HykiieocoMBI MOTYT HE CKIaIbIBAaThCS B QUOPMILTY
CO CTPOroi CTpYKTypoii nuaMmeTpoM B 30 HM, a B3au-
MOACHCTBUSI MEXAY OTHAJICHHBIMU HYKJISOCOMaMU
MOTYT IPUBECTU K 00pa30BaHUIO MEHEE PeTYJISIPHOMI
MTOJIMMEPHOM CTPYKTYphI [41—43, 153, 165—168].

He ucxmioueHo, yto 30- u 120-HaHOMETpOBBIE
CTPYKTYpPbl CBOWCTBEHHBI OMNpPEIEJICHHBIM TUIIAM
KJieToK. B nmociienHee BpeMsi HEKOTOPbIMU aBTOpaMu
ObLJIO MOKa3aHO, YTO XPOMAaTUH HEKOTOPBIX TUIIOB
KJIETOK CYLLIECTBYET MPEMMYILIECTBEHHO B BUJIE BOJIO-
KoH amameTpoM 10 HM [169] miau TeTepOoreHHBIX
IPYIIIT HYKJIEOCOM, KOTOPbIE CBSI3aHbI C TMHKEPHBIM
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ructoHoM [167]. B 2015 r. in vivo 6bUIHM IPOBEIEHBI
KCCIeIOBaHUSI XPOMAaTUHOBOM (hUOPUJIIIIBI HA YPOBHE
€IMHUYHON KJIETKU ¢ pazpelieHueM ~20 HM ¢ TToMo-
mpio Metoga STORM-mukpockonuu (Stochastic
Optical Reconstruction Microscopy) [167]. ABTOpbI
MoKazajau, YTO HYKJIEOCOMbI COOUPAIOTCS B TPYIIMbI
pa3Horo pa3mepa — «My(@Thl HyKiaecocoMm». [1pu sToM
B nuddepeHIMpoBaHHbIX (hUOpobIacTax deaoBeKa
OOHapyXeHO TOpsiIKa BOCBbMU HYKJIEOCOM B «My(-
Te», B TO BpeMs KaK B CTBOJIOBBIX KJIETKaX — MOpPSAKa
YeThlpeX HyKJIeocoOM. BeposiTHO, XpoMaTUHOBbIE
GubpuIb! TOMIMHON 30 HM CYILIECTBYIOT B BUIE KO-
POTKUX (pparMeHTOB [62], UTO BIOJIHE COTIIACYETCS C
pe3yJibTaTaMy MCCJeI0BaHUI HEKOTOPBIX aBTOPOB,
KOTOpbIE MOKa3ajik, YTO B MPUPOAHOM XPOMATHHE
HeT peryasspHbIX 30-HaHOMETPOBBIX QPUOPUMIIT XPO-
MmatuHa [168—171]. Ha opraHuzaluio W JUHAMUKY
TaKuX IPYIIT HYKJIEOCOM OKa3bIBalOT CYIIIECTBEHHOE
BJIMSIHUE pa3IMYHble B3aUMOIEUCTBUSI, B TOM UMCJIIe
U HyKJIeocOM-HyKJeocoMHbie [8]. MHTepda3HbIe
XPOMOCOMBI MOTYT OBITh OPTAHU30BaHBI B TJIOOYJISIP-
HbIE€ CTPYKTYpPbl — TOIOJOTMYECKU acCCOLIMUPOBaH-
Hble foMeHBI (TAD) [41, 168], KOTOpBIe COXPaHSIIOT-
csl B TeUeHHe BCEro KJIeTOYHOoro nukia [166]. Cero-
JIIHS B JIMTepaType paccMaTpuBaeTcsl MOMIEb,
COIJIACHO KOTOPOM B MeTaa3zHbIX XPOMOCOMAaX XpO-
MaTUH HaxOIUTCHd B COCTOSIHUU <«KUIAKOW Karinu»
[166]. OnHako Takast MOAEJb HE B COCTOSIHUU OOBSIC-
HUTh CYIIIECTBOBaHUE CTPYKTYpUPOBAHHOI MeTa-
¢a3Holi XxpoMoCcOMbI. B KauecTBe aibTepHATUBHI CY-
IIECTBYIOIIMM MpPEeACTaBJICHUSIM HeAaBHO Oblia
MpeajioxkeHa Moaeab IByxda3Hol (dpakTaabHOM
CTPYKTYPbI XpOMaTUHAa, KOTOpasi TO3BOJISIET ONKMCaTh
n kKommaktuzauuio JJHK m guHaMuky xpomartmnHa
([172], bonee monpoOHO B 0630pe [11]).

Ha ocHoBe pe3ynbTaToB, MOJYyYeHHBIX C MOMO-
mbio Metona EMANIC (Electron Microscopy-As-
sisted Nucleosome Interaction Capture), Obl1 caejiaH
BBIBOJI, YTO HE CYIIECTBYET €AMHOTO TUIIA CIIMPaJib-
Hoit opranm3anmu 30-HaHOMETPOBOM (UOPMIIIBI B
XpoMaTuHe. DTO MOXeT ObITb CBSI3aHO C Te€M, 4UTO
CTPYKTYpa XpOMaTUHOBOU (DUOPWILILI B 3HAUUTEIb-
HOM CTeNeHU 3aBMCUT OT IJWHBI JuHKepHoi JTHK
[3, 173]. PeryaspHble 3Ur3arooopasHble CTPYKTYPHI
(«two—start helix») oO6pa3y1oTcs B cliydae KOPOTKUX U
cpemHMX IMH JuHKepHoro ydactka JIHK (173—
209 m.H.). B To xxe Bpems cTtpyktype 30-HaHOMETpO-
BO (UOPMILIBI B XpOMaTUHE C OOJIbIICH DIUHON
nrHKepa (218—226 1.H.) Jyd4ille COOTBETCTBYET MO-
nIeab coleHouma. B obcyxxmaeMoii B IuTepaTrype Mo-
nenn rerepoMopdHoi 30-HaHOMETPOBOM DUOPUIIIBI
UIIET YepeoBaHNe YyYaCTKOB CO CTPYKTYPOIi COJIEHO-
WJIa ¢ BJIEMEHTaMU 3Ur3arooopasHoit Mmoaenu [3, 63].
Takum o6pa3oM, 3amaya aaeKBaTHOTO OTMCAHUS
BBICILIMX YPOBHEU CTPYKTYPHOU OpraHu3allviyd Xpo-
MaTWHa J0 CUX TOp Jajeka OT CBOEro pelIeHUs U
TpeOyeT najibHel111ero TIIAaTeJIbHOTO UCCAEA0BaHUS.
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OPUHAHCHUPOBAHUWE PABOTDHI

Pa6ota BeITTOTHEHA TpY (PMHAHCOBOM ITOIIEPIKKE
Poccuiickoro ¢poHma pyHmaMeHTaIbHBIX UCCIEI0BA-
Huii (rpanT Ne 18-08-01500 (cTpyKTypHEIE HCCIIEIO-
BaHus JIHK-0enkoBbIX B3aMMONEMCTBUIT) M TPaHT
No 18-04-01199 (ucciaegoBaHue PO SIIEPHBIX OEJI-
koB HMGB1/2, H1 B cTpyKTypHOIi OpraHusaiuu
XpOMaTHHA)).

KOH®JIMKT MHTEPECOB

ABTOpr 3asIBJISIIOT 00 OTCYTCTBUUN KOH(I)J'II/IKTa
MHTEPECOB.

COBJIIOAEHHUE OSTUYECKHUX CTAHIAPTOB

Hacrosas pa60Ta HE€ COOCPXKUT OIMMCaHUA Ka-
KMX-JIN0O MCCIeI0BAaHUI C MCIIOJIb30BAaHUEM JIIOIEHA
U XXUBOTHBIX B KAaUeCTBE OOBEKTOB.
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The Role of the Linker Histones in Chromatin Structural Organization.
2. The Interactions with DNA and Nuclear Proteins
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In the first part of our review (Biophysics, 63, 858 (2018)) we analyzed a structure of the linker histones of the
H1 family, their post-translational modifications, and the role of the histone H1 in the formation of compact
transcriptionally inactive chromatin. In the second part of the review, we describe the current understanding
of the role of the linker histones in structural organization of chromatin: from nucleosomes to metaphase
chromosomes. The various aspects of interactions of the linker histone H1 with other elements of chromatin,

including DNA and nuclear proteins, are discussed.
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