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REVIEWS

KoHopMmaLnoHHasa noaBMXHOCTb HYK/1e0COM
B 9KCMNePUMeHTax C UHANBUAYaIbHbIMU
XpOMaTUHOBbLIMU (pubpuniamm
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KuneBCcKMil HaUMOHaNbHbIN YHMBEpPCUTET UMeHN Tapaca LLIeBueHKO
Yn. Bnagumupckas, 64, Knes, YkpanHa, 01033
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WccnenoBaHue HyKNeOCOMHOIA OpraHM3alm XxpoMaTrHa NpuobpeTaeTeT BCe 6OMbLUee 3HAUYEHWe A5 MO-
HUMaHNS MEXaHW3MOB PErynsiLmM reHe TUYECKON ak TUBHOCTYW. B HacTosLieM 0630pe onucaHbl pesybTa-
Tbl N3y4eHns KOHPOPMALNOHHON NOABU>KHOCTU HYKNEOCOM, NOMyYEHHbIE B IKCMIEPUMEHT ax C MarHUTHbIM
MUHLETOM — YCTPOICTBOM, NMPU NOMOLLY KOTOPOro MOXKHO CO06LAaTh TOPCUOHHbIE AehopMaLmn 0nro-
HYKNEOCOMHbIM (huGpUniam, PeKOHC TPYMPOBaHHbIM Ha MHAMBUAYaNbHbIX Monekynax [AHK. Takoit noaxop
no3BoNseT 06HAPY>KUTb HOBYH CTPYKTYPHYO (DOPMY HYKNEOCOMbI — PEBEPCOMY, B KOTOpOii HK 06pasy-
eT MpaByto Cynepcnupanb Ha NOBEPXHOCTU Nepec TPOEHHOr0 OKTamMepa rucToHoB. O6Cy>KaatTcs Mone-
KYNSpHble MeXaHWU3Mbl 1 GUONOTNYECKYH0 BAXKHOCTb CTPYKTYPHOI NOABUXKHOCT Y HYKNEOCOM.

Kniouesble cnoBa: Hykneocoma, ceepxcnupanusaums AHK, xpomaTuHoBas u6punna, KoHopMaLmoHHas

NoABUXKHOCTb.

BeefeHue. Ha nepsoM ypoBHEe CBOel OpraHumsauum
XPOMAaTWH NpeLcTaBnseT coboi LenoyKy HyK1eocoM —
4yacTuLl, COCTOALLMX M3 OKTamepa ructoHos H3, H4,
H2A 1 H2B (no aBe moneky/nbl Kaxxgoro tuna) n AHK
ANVHOW ~145 n. H., o6pasytolleli Ha MOBEPXHOCTM
OKTamepa ~1,7 BUTKa NneBow cynepcnupann (puc. 1)
[1-4]. CTpyKTypa HyK/1E0COMbI XapaKTePU3yeTCH CUM-
MeTpuei BTOPOro nopsifka, 0Cb CUMMETPUM NMPOXOAUT
yepes MHTepMenc Mexxay AByMSA MOSIEKYlaMu FMMCTOHA
H3 1 ueHTpanbHy napy OCHOBAHMWA HYK/1EOCOMHOM
OHK. TMCTOHOBbLIV OKTaMep COCTOUT M3 TPeX CTPYK-
TYPHbIX 37IEMeHTOB — TeTpamepa (H3-H4), n aByx au-
mepoB H2A-H2B. Tetpamep (H3-H4), opraHusyet
LeHTpanbHble ~0,7 BUTKa Cyrnepcrnvpan HyKIeocoMm-
Hoih AHK, aBa anmepa H2A-H2B ob6ecneunBatoT ao-
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NoNHUTENbLHYO YKNagkKy AHK B Hykneocome, yBenu-
ymBas KOJIMYECTBO BWUTKOB cynepcnupanv go ~1,45
(~125 n. H.). B3anMogelicTB/e KOHLIEBbIX CErMEHTOB
HykneocoMHoin [HK ¢ N-KOHUEBbIMK a-cnvpansimu
rmcToHoB H3 (Tak HasblBaeMble a N-cnupanu, puc. 1)
«3aBepLuaeT» 3akpyTky JHK BOKpyr oktamepa rmcro-
HoB. Komnnekc AHK ¢ TeTpamepom — TeTpacoma (puc.
2), & TaK)Ke NPOMEXYTOUHbI KOMMEKC — FeKcacoma,
cofepxallas TonbKo oavH gnmep H2A-H2B, BO3HU-
KatoT B XpOMaTUHe BC/eACTBUE BPEMEHHOTO YaneHns
anmepos H2A-H2B B npouecce ATP-3asucumoro pe-
MOZenmMpoBaHua XxpomatuHa [5] wam  anoHrauuu
TpaHckpunumm [6-9].

CTpyKTypHasa AuHaMuKa XpomaTtuHa ABMSeTCH
KNHOYEBLIM 3/1EMEHTOM CUCTEMbI PErynaumm TpaHc-
KPUMLMOHHOW aKTUBHOCTW, OMpPeAenstowyM n3meHe-
HWA JOCTYMHOCTU PErYNATOPHbIX LMC-3/IEMEHTOB A/1f
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Puc. 1. CtpykTypa Hykneocombl (kog PDB 1KX5, cnpasa — cxema-
Tnyeckoe u3o6paxeHne). OB03HaYeHbl MOJSiEKYNbl TMCTOHOB U
aN-cnupanb rmctoHa H3

Puc. 2. Tetpacoma — TeTpamep ructoHos H3 1 H4 B cocTase HyK/eo-
COMBbI (CO CTPYKTYpbI Ha puc. 1). Cnpasa — cxema CTPYKTYPHOIO ne-
pexofia B TeTPacoMe C U3MEeHEHWNEM ee XUPasibHOCTU

TPaHCKPUMUMOHHBIX (h)aKTOpOB. [N1aBHbIMU MeXaHu3-
Mamy peanusauuy Takoi AUHAMUKKU aBnstoTcs: 1)
ATP-3aBMCMMOE pPeMOfennpoBaHme XpoMaTHa — uUc-
nosib30BaHune aHeprum rugponusa ATP gna uHayumnpo-
BaHUA MPOMEXYTOUYHbIX W3MEHEHHbIX CTPYKTYPHbIX
COCTOSIHWIA HYK/EO0COM, WX Perno3vuyMOoHMpPOBaHUA 1
BPEMEHHOT0 yAaneHns rmCTOHOBbLIX KOMMeKcoB [10—
14]; 2) NnoCTTPaHCNALMOHHbIE KOBA/IEHTHbIE MOAUMN-
KaL M HeyrnopsA0YeHHbIX KOHLEBbLIX YYaCTKOB rMCTO-
HOB (XBOCTOB), BNMAOLLIME U HA 3D(NEKTUBHOCTL PEMO-
[eNvpoBaHns, U Ha XapakTep B3aVMOAENCTBUS HyKe-
OCOM C MHOFOYUC/IEHHbIMW HEFMCTOHOBbLIMU 6eKaMu
[14-19]. Mpw aTOM NO6OE BHELLIHee BO3AENCTBMNE Ha
HYK/1E0COMY WCMO/b3YeT ee BHYTPEeHHUE CBOWCTBA —
«COBCTBEHHYIO» CTPYKTYPHYH AUHAMWKY, 06YCNnoB-
NEeHHYH0 0CO6EHHOCTAMUN MEXMOJEKY IAPHBIX B3aUMO-
[IeNCTBUIA, CTaBUAN3NPYOLWNX/AeCTABNAN3NPYHOLLNX
CTPYKTYpY 3TOI YacTuLbl.
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HaviMmeHbLLeli cTabuIbHOCTLIO B CTPYKTYPE HYK/le-
OCOMbl OT/IMYaeTcs o06nacTb Bxopa/Bbixoja [AHK:
3[leCb peann3yroTca MeHee MPOoYHble, HeXenun BHYTpK
HyK/eocombl, JHK-rucToHoBble KOHTakTbl (C aN-
cnvpanaMu rnuctoHos H3 un gumepamy H2A-H2B)
[20-23]. Kpome TOro, A0ONOAHWUTENbHLIM AecTabunu-
3VpYOLWMM (hakTOpPOM ABNAETCS 3M1EKTPOCTaTUYECKOe
pacTa/ikKueaHve MeXry COCeAHUMV BUTKaMu Cynep-
cnupann JHK. COOTBETCTBEHHO ANS1 HYK/TEOCOMHbIX
4acTuL, PEKOHCTPYMPOBaHHbIX Ha NuHeinHoin AHK,
HabntJaeTcs CroHTaHHOE BPEMEHHOe pa3BopayvBa-
HMe KOHLIEBbIX Y4aCTKOB HyKneocomHou AHK, aetek-
TUPYemoe Mo AOCTYMHOCTU HyKneocomHon OHK ans
[OHK-cBa3biBatOLLMX 6eNKOoB [24—27] 1 NO N3MEHEHU-
AM 3(h(heKTUBHOCTU (hIyOPeCLLeHTHOro Pe30HaHCHOro
nepeHoca aHeprmn (FRET) meXay AOHOPHbLIMW 1 aK-
LlenTOpHbIMK hiyopothopamm, NPULLNTLIMU K Onpege-
NeHHbIM caiiTaM HykneocomHol AHK n/unu ructoHos
[28-30].

B kneTo4yHOM sfpe XxpomaTuHoBas ubpunna gop-
MUPYET MEeT/IN, KOHLLbl KOTOPbIX XECTKO 3aKpern/eHsbl
Ha afepHoM MaTpukce [31-33], 1, cnegoBartesibHO, Ha
TakoV NeTNeBOV AOMEH U Ha KaXAyt HYKeocomy B
ero CoCTaBe Ha/l0XeHbl TOMONOrMYECKUe OrpaHuye-
HWA. B cepun paboT Mo MCCNefoBaHUIO MOLE/bHOM
CUCTEMbI — HYK/IeOCOMbI B cOCTaBe Kosblesoin AHK
Ma/1IeHbKOro pasmepa (MUHULMKIA KOHTYPHOW A/INHbI
~350 n. H.) — Noy4YeHbl pe3ybTaTbl N0 KOH(pOpMaL -
OHHOW NOABMXXHOCTU HYKNEOCOMHBIX, & TakXe cyb- u
HaJHYK/IEOCOMHbIX YacTuL, B YCNOBUAX, OGIU3KUX K
(hmanonorunyeckmum [20, 34—42]. B yacTHOCTK, npoge-
MOHCTPUPOBaHO Ha/N4YMe HECKOSIbKUX CTPYKTYPHbIX
(hopM HYKNIEOCOMbI: «OTKPbITOM», coaepxallen ~1,45
BUTKa Cynepcnupanu, n AByX «3akpbITbIX» — 1,7 BUTKA
cynepcnupany ¢ OTpULAaTeNbHbIM UAN MOMOXKUTENb-
HbIM MepeceyeHneM NIMHKEPOB Ha BbIXOAE W3 HYK/eo-
coMbl (cM. puc. 4 Hmxke) [20, 35, 36, 40, 42]. Kaxkgas n3
(hopM (MKCUPYeT CBOKD OMNPeAeNIEHHYHO BEIMUNHY OT-
puLaTeIbHOW CBEPXCNMpa/IN3aLMN B KOJbLie, CHUMas
TeM CaMbIM YaCTb TOPCMOHHbLIX HanpsbkeHuii ¢ AHK,
He CBAI3aHHOW C rMcToHamu. Mpy 3TOM HebosbLLIas Mo
CPaBHEHUWIO C 3Heprueli TenioBbIX (IyKTyauuin (Ha
ypoBHe 1-2 eanHnL, KT, k — koHcTaHTa BonbumaHa; T —
abCconoTHaa TemnepaTypa) pasHMLa B CBOOOAHBIX
3HEPrUAX MeXKAy CTPYKTYPHbIMU (hopmMamMu obecneyn-
BaeT BO3MOXHOCTb KOH(pOPMaLMOHHOrO paBHOBECUS.
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Puc. 3. Cxema MarHMTHOrO NMHLUETa (MOSACHEHMS B TEKCTE) WU TUNNY-

Hasa KapTuMHa OTHOCUTENbHOro YANMHeHUAa Mmonekynsl OHK r Kak

(YHKLMM KONMYecTBa 06OPOTOB MMHLIETa. CXEMATUYECKM MOKa3aHbl
OTPULIATENBHBIE W MONOXKUTENbHbIE NNIEKTOHEMUYECKNE BUTKU

3T0 paBHOBECKWE CLABUTAETCA B TY UM UHYIO CTOPOHY B
3aBYCUMOCTW OT YPOBHSA CBEPXCMMpanu3aLmm — MOX-
HO CKas3aTb, YTO HYK/NeOCOMHbIE CTPYKTYpPHbIE COCTOSA-
HUA UrparoT posib Bydepa, MO3BONAKOLLErO KOMbLY
Nlerye HakanimeaTb TOPCUOHHbIE HAMPAXeHWs TOro
WM NHOTO 3HaKa.

KoHjopmaumoHHOe paBHOBECKE MEXAY CTPYKTYP-
HbIMW (DOPMaMM HYK/IeOCOM 3aBMCUT OT MOC/Nef0Ba-
TENIbHOCTU Map HYKNeoTuaoB HykneocomHoin AHK
[40], BXOAsALLMX B COCTaB HYK/1EOCOMbI BapMaHTOB I C-
TOHOB [42] ¥ NOCTTPaHCASLUMOHHbLIX MOAUDUKaLWIA
rMCTOHOBLIX XBOCTOB [35, 36, 38, 39]. Tak, npu runep-
aLeTUINPOBAHNM TMCTOHOB MPEUMYLLECTBEHHOW CTa-
HOBMTCA OTKpbITas (POpMa HYKNeOCOMbI: CHUKEHUE
MOJIOXMUTENBbHOTO 3apsfa XBOCTOB NMPUBOAUT K BO3pac-
TaHWIO 3/1eKTPOCTATUYECKOrO pacTa/IKMBaHUSA MEXIy
COCeLHMMWN BUTKaMy Cynepcrnvpaim Ha KOHUaX HyK-
neocomHoi AHK. MocKonbKy aueTnAnpoBaHme rucTo-
HOB BCerja KOppenmpyeT ¢ TPaHCKPUMLMOHHON aKTUB-
HOCTbIO, 3HAYeHWe OTKPbITOM (OPMbl OYEBUAHO:
BO-MeEPBbIX, YaCTUYHOE pa3BopayMBaHne HyK/1e0COM-
Hoii IHK noBbIWaeT ee AOCTYNHOCTb ANS perynsatop-
HbIX Ge/IKOB; BO-BTOPbIX, TaKOe pa3BopaymBaHue fe-
cTabunmsmpyet gumepbl H2ZA—-H2B B HyKk/1ieocoMe, 06-
neryas UX BPEMEHHbIA MEPEHOC Ha MPOMEXYTOUHbIE
akLenTopbl (TMCTOHOBbIE LUANEPOHbI), KOTOPbIV BCer-
[la yCUNMBaeTCs BO BpPeMs TpaHCKpunuun [43, 44].

BpemeHHoe yaaneHne AnmepoB ocTasngeT Ha AHK
TeTpacomy, KOTopas TakXXe XapaKTepusyeTcsi HeTpu-
BUa/IbHON KOH(OPMaLMOHHO NOABUYXHOCTbIO: TeTpa-
COMHas cynepcnvpasib JOCTATOYHO JIerKO WU3MEHSET

CBOK XWPa/bHOCTb — N1eBO3aKpyYeHHas «rnoAKoBay»
TeTpacoMbl CTAHOBUTCS NPaBO3aKpPy4eHHOI B COCTaBe
MOJIOXKMUTENIbHO CBEPXCMMPASIN30BaHHON KOJbLIEBOWA
OHK (puc. 2) [34, 37-39]. B uenom pesynbrathbl, Nony-
YeHHbIe Ha MUHMLMKNaxX (CM. 0630pbI [45-47]), npuBo-
[AT K [OCTAaTOYHO HEeOXWLAHHOMY BbIBOLY: MPUCYT-
CTBME TUCTOHOBbLIX KOMI/IEKCOB [enaeT MOMeKyny
OHK 3HaumTenbHO 60/1ee NAacTUYHOW, T. €. CNoco6-
HOW Nlerye HakanMBaTh CBepXcrnvpanunsaumio (Topcu-
OHHOE Hanps>XeHWe) TOro UM MHOTO 3HaKa.

Mofo6HbIV BbIBOA MOMYUWU NOTHOE NOATBEPXKAE-
HVe 1 pa3BUTKE B IKCMEepPUMEHTaX, NPOoBeAeHHbIX Ha
VNHAVBUAYaNbHBIX MOMIMHYKIEOCOMHbIX  (hrbpurinax
npv NOMOLLM MarHUTHOro nuHueTa (magnetic twee-
zers) — yCTpOWCTBa, MO3BO/AOLLEr0 BBOAUTL TOPCHOH-
Hble HanpsXeHusa B Monekyny AHK.

MarHuTHbIN NUHLUET [48-50] aaeT BO3MOXHOCTb
coBepLuaTb HaHOMaHunynauuu ¢ monekyno AHK B
peasibHOM BpeMeHW. Mpu UCMob30BaHUM MarHUTHOIO
nuHUeTa Monekynbl JHK (06bI4HO ANUHOR OT ~5 Ao
~50 ThIC. N. H.) MPULLNBAOT 3a OMH KOHeL, K NoBepx-
HOCTV NPeLMETHOrO CTeka B HeOO/bLLOW Kamepe — B
KaMepy MOXXET MofaBaTbCA pacTBop /1060ro cocTasa,
noj KaMepoi HaxoanTCs 06bEKTMB ONTUYECKOTO MUK-
pockona (puc. 3). MNpuwmBaHne obecneuymsaeTcs 3a
CYET NPUCOEANHEHNS PEKOMOUHAHTHBIMU MeTo4aMM K
OZJHOMY 13 KOHLLOB CneLuansHoro MHKepa, B cocTase
KOTOPOro as3oTWUCTble OCHOBaHMS MOAUMULMPOBaHbI
anrokcureHnHom (DIG). MNpeameTHOE CTeK/10, MOKPbI-
TOe aHTUTenamm K DIG, XeCTKO (PMKCUPYeT 3TOT KO-
Hey,. K gpyromy KoHuy mosnekysnbl JHK npucoeanHeH
NIHKep, MOAMMULMPOBAHHbLIA GUOTUHOM, KOTOpLIiA
MPOYHO B3aVMOAENCTBYET CO CTPenTaBUAUHOM, MO-
KpbIBalOLWMM MOBEPXHOCTL LUapuKa AuamMeTpom 2—
3 MKM. LLIaprK, KOTOpbIli Takum 06pa3omM npuLIMBaeT-
cA K KoHUy OHK, aBnfeTcA napamarHeTUKOM 1 Haxo-
AWTCA NOJ, AeCTBMEM MOCTOAHHOINO MarHUTHOro no-
N1, CO3aBaemMoro snekTpomarHutom (puc. 3). MarHut
MOXXET CMeLLaTbCA 1 BPpaLLaThbCA, KaK MNoKasaHo Ha puc.
3. CMeLLeHne MarH1Ta CO34aeT pacTArvBaroLwyo cu-
Ny, NpukKnagbiBaemyto K KoHuy AHK, — BennynHa cu-
Nbl 3aBUCUT OT BbICOTbI MarHuTa Hag, kamepoii. Konu-
4ecTBO 060POTOB MarHmTa 3afaeT ONpeAeneHHbI Bpa-
LaTe/IbHbIA MOMEHT, NPUK/IaAbIBaeMbIl K KOHLY MO-
NeKy/bl. Takum 06pa3oM OCYLLECTB/AETCA TOPCUOH-
HOe Kpy4eHye 04HOro KOHL,a OTHOCUTE/IbHO ApYroro B
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TOM W/IM UIHOM Harpas/ieHWUW. Mpy NoMoLLy MUKPOCKO-
na perucTpupyroTcs Aga napameTtpa. [MepBblii U3 HUX —
CpefHAs aMnInTya OCUMNNIALMIA LapuKa B NIOCKOC-
T, NePNeHANKYNAPHON HanpaB/eHWIO pacTArvBato-
el CUnbl, — NO3BONSET OMNPEAENNTb BEIMUNHY CUSbl
(B AnanasoHe OT HeCKOJIbKUX COTbIX L0 HECKO/bKUX
COTEH MMKOHLIOTOHOB): YeM BblLLE aMNINTYa OCLM/I-
NALMIA, TeM MeHbLLe cuia. BTopoli napameTp — paccTo-
SHWeE 1 OT LapyviKa Ao NpeLMeTHOr o CTEK/a: U3MEHEHVE
pacCTOSHNA OTHOCUTE/IbHO W3BECTHOrO (POKYCHOIO
paccTosiHUA 06BbEKTUBA MUKPOCKOMNA CO34aeT UHTep-
(hepeHLMOHHY0 KapTUHY BOKPYT LLApMKa, N0 XapakTe-
Py KOTOPOW MOXHO OMpPefenuTb r C TOYHOCTbHO [0
HECKO/NbKNX HAaHOMETPOB.

TunuyHas KapTyHa 3aBUCUMOCTY PacCTOAHUA I OT
KOMyecTBa 060p0OTOB MarHMTa (NPU HE3HAYUTENbHO
pacTarusatoLein cune ~0,3 nH) nokasaHa Ha puc. 3.
Korga uncno 06opoToB paBHO Hy/to, AHK HaxoauTces
B TOPCMOHHO peNnakCMpoBaHHOM COCTOSIHUM — C Hanbo-
Nee BbIr0A4HbIM B JaHHbIX YC/TOBUSAX TBUCTOM [BONHOW
cnvpann. OanMH 060pOT MarHUTa B MOSIOXKMUTE/TbLHOM
Hanpas/ieHM 3aKPYyUMBaeT, a B OTpULLATENIbHOM — pac-
KpyumsaeT [HK Ha ofMH BUTOK: B AABOWHOI cnivipani
BO3HMKAeT TOPCUOHHOE HanpspKeHWe COOTBETCTBYHO-
LLero 3Haka. [JoBo/IbHO 6bICTPOE COKpaLLeHUe A/INHbI ¢
nMpy HapacTaHUy Kosmyectsa 060poTOB B 060MX Ha-
npaBneHnsaX 06bACHAETCA TEM, UTO BpalLeHVe MarHuTa
WMHOYUMPYeT TOPCUOHHOe KpydeHve AHK nuiwb fo
onpefeneHHOro npegena — ABOViHasA Cnvpaib MOXeT
HaKoMWUTb TOPCUOHHOE HanpsXXeHWe TOMbKO [0 HeKo-
TOPOIi HEBO/bLLON BENNYMHBI. 10 AOCTUXEHNN KPUTK-
YECKOW TOYKM 3HEPrus TOPCUOHHbBIX fedopmaLinii cTa-
HOBWTCS C/IMLUKOM BbICOKOW ¥ MPOUCXOAUT MNOTeps
crovikocTn: AHK 3akpy4mBaeTca B CBEPXCNMpPa/ibHbIe
NneKTOHeMUYeckune BUTKK (puc. 3). B ToM, uTo Topcu-
OHHOEe Kpy4eHWe [O/HKHO Npeobpa3oBbiBaThCA B Ka-
KOI-TO MOMEHT B MJIEKTOHEMUYECKME BUTKWN, MOXKHO
Nerko yoeamTbCs, 3aKpy4mnBas pesviHoOBYHO TPYOKY nu
06bIYHbIN LLUHYPOK. KonnyectBo 060p0TOB, C KOTOPO-
r0 Ha4YMHaeTCs (POPMMPOBaHWE MIEKTOHEMbI, 3aBUCUT
OT COOTHOLLEHWS KOHCTaHT TOPCUOHHOW N U3rMBHON
XECTKOCTW. AHain3 3aBUCUMOCTEN A/IMHbI OT yucna
060pOTOB AAeT OLEHKY KOHCTaHTbl TOPCUOHHOW YKECT-
koctn AHK C/KT ~ 75 Hm [48, 49] B noAHOM cornacum
C AaHHbIMW APpYTrUX METOLOB.

354

HekoTopas acMMMeTpus KpUBOI Ha puc. 3 (cTe-
neHb aCMMETPUM BO3pacTaeT Npu yBeNMYeHUN pacTs-
rMBaKOLLIEN CUJbI) 06BACHAETCA NOKA/IbHBIM M/1aB/1IEHN-
eMm [iBOMHO cnupanun npu 60/1bLLIOM KONIMYeCTBe OTpU-
LartefbHbIX 060poTOB [51]: aHepreTMyeckme 3aTpaThl
Ha MaB/ieHNe B HaMMeHee CTabU/IbHbIX yyacTKax fa-
0T, TEM HE MeHee, 06LLNIA SHEPTeTUYECKNIA BbINTPbILLI,
MOCKO/bKY pa3pyLLUeHne O4HOro BUTKa fyneKca «no-
rNoLLaeT» OAMH OTpULAaTeNbHbIA 060p0T. B pesybTa-
Te CHMMAETCs YaCTb TOPCMOHHbIX HAMPSXKEHWIA N CHU-
XaeTcAd 3PMEKTUBHOCTL (POPMUPOBAHUA MNIEKTOHE-
Mbl — KpUBas OTHOCUTEIbHOIO YAJ/IMHEHWS BbIXOAUT Ha
HEKOTOPOE HeHy/1eBOE NNato.

TOPCMOHHAA NNacTUYHOCTb MOJSIMHYK/E0COM-
HoM thmbpwnnbl. B paboTax [52, 53] nonvHyknieocom-
Hble (MOPWNbI, COAepKaLLMe pasHoe KOMMYeCTBO pe-
rYNSPHO PacrnosioXKeHHbIX HYK/10COM, Obl/IN PEKOHCT-
pyvpoBaHbl Ha 36 TaHAEMHbIX nosTopax no 208 (nnu
190) n. H. nocnefoBaTeNlbHOCTM reHa 5S MOPCKOro exka
(noBTOp 06NafaeT BbICOKMM MOTEHLMAIOM NO3ULMO-
HMPOBaHWS HYK/NEOCOMbI). 3aBUCUMOCTb [J/IMHbI ' OT
ymcna 060pOTOB MarHUTHOIO NUHLETA AN Takoin n6-
PUNMbl UMeET Ty XXe (opMy, YTO U Ans CBOBOAHON
OHK — HakonneHne TOPCUOHHBIX HaMPsKEHUIA npu
MaKCUMa/bHOM YA/IMHEHUM CMEHAETCH COKpaLLeHNeM
ANVHBI NPY (POPMMPOBaHMM MIEKTOHEMBI. 10 cpaBHe-
HMIO co cBO6oAHOIN AHK (COOTBETCTBYIOLLYHO KPUBYHO
noslyyatoT nocse yaaneHus rucToHOB BbICOKMMMW KOH-
LieHTpaumsamu conun) (uopunia CyLLeCTBEHHO Kopoye
1 TOYKA ee MaKCMMabHOT O Y//IMHEHUA CABUHYTA B OT-
puuatenbHyto 06nactb. Ob6a adekTa (MX BeAMUMHA
NPONOpPLMOHaNbHA KOMIMYECTBY HYK/1EOCOM B COCTaBe
(hrnbpunnbl) ABASKOTCA NPAMbIM CNELCTBMEM 3aKpyUm-
BaHWsA HyKneocomHoin [HK B neByto cynepcnmpaib —
HYK/160COMOW «MOr/0WaeTca» NPUMEPHO OAWH OTpK-
LaTe/IbHbIVi CYnepBUTOK, & COKpaLleHue [/IMHbI COo-
cTaBnsier ~50 HM (~150 n. H.) Ha HyKNeocomy.

Mexay AByMS 3aBUCUMOCTAMMW [/IMHbI OT KONN-
yecTBa 060POTOB MMeETCH elle 0AHO (MeHee TpUBU-
a/lbHOe) pasnuuue: ubpunia xapakTepusyeTcs 3Ha-
ynTeNIbHO 60/Mee BbICOKOM TOPCMOHHOM NiacTUYHOC-
TbO, T. €. CNOCO6HA HaKanMBaTh CyLLECTBEHHO 60/1b-
LLiee Yncno 060poToB 6e3 3HAUNTEIbHOIO COKpPaLLEeHNS
A/ INHBI. POPMasTbHbIA aHANIN3 AaeT OLLEHKY KOHCTaHThI
«TOPCUOHHOM XECTKOCTW» MOIMHYKIeO0COMHOW (hr6-
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Puc. 4. OTBET NOSIMHYKNEOCOMHOM (hMBPUANLI HA TOPCUOHHYHO fe-
(hopmaLinio: KpMBas CXxemMaTU4ecKy NokasbiBaeT U3MeHeHNe ANHbI
I Kak (OyHKLMM KOMMYecTBa 060pOTOB B OKPECTHOCTU MaKCUMyMa
(BanbHeiiee HaKOMAEHNE TOPCUOHHBIX BUTKOB 060MX 3HAKOB MpU-
BOAWT K Gofiee pesKoMy COKpalleHMto BClefcTBMe 06pa30BaHMS
MAEKTOHEMbI, CM. puc. 3). Tpu CTPYKTYpPHbIE (DOPMbI HYK/IEOCOMbI
(BHM3yY, CeBa HanpaBo: 3aKpblTas OTpULATENbHAS; OTKPbITas; 3a-
KpbITas MONOXMUTENbHAS) CNOCOBCTBYHOT «MOT/IOLLEHNI0» TOPCHUOH-
HOTO HanpsHKeHWUs 3a CUET BpalieHUs HYKNeoCOM BOKPYT CBOMX
0Ceii CUMMETPUI B TOM UM MHOM HanpasieHun. A4anTupoBaHo 13
[52]

punnbl C/KT ~5 HM — B 15 pa3 HuXe, YeM 4115t CBO6OA-
Hoin AHK.

Takas BbICOKas M1aCcTUUYHOCTb OTpaxKaeT KOH(op-
MaLMOHHOE paBHOBECME MEXAY OMMCaHHbLIMWU paHee
A/15 MUHWULUMKIOB CTPYKTYPHBbIMU (hOPMaMK HYKJ1eo-
com (puc. 4). MakcumasibHoe yaanHeHue puépuibl
COOTBETCTBYET OTKPbLITON (JOpME HYK/Ie0COMbl — B
YCNOBUAX 3KCMEPUMEHTa C MArHUTHbIM TMUHLETOM
(HM3Kas MoHHas cuna) ata opma ABNSAETCH Npenmy-
LLLeCTBEHHOW BC/IELCTBME BbICOKOIO 3/1EKTpOCTaTUYEC-
KOro pacTasiKvBaHus MeXay BUTKaMu HYKNeOCOMHOW
cynepcnvpanu. BpalieHne HYKNeocom BOKPYT CBOMX
0Ceil CUMMETPUM U UX NEePEX0S, B 3aKpbITble (JOpPMbI CO
CKPEeLLEHHbIMMN NIMHKEpamu — 0TpULaTeNbHYO UK No-
NOXMWTENbHYI0 B 3aBMCUMOCTW OT Hanpas/ieHWUs Bpa-
LWeHWs MNUHUeTa — MO3BONAET afcopbupoBaTb YacTb
TOPCWMOHHBIX HanpsHKeHUA 1 TeM caMbiM TOPMO3UTb
06pa30BaHwe NNEKTOHEMbI, KOTOPOe Ha4YMHAETCA TOMb-
KO nocre 3aBepLUeHns CTPYKTYPHbIX nepexogos. Mo-
NeKynspHas Mogesnb (UopUNbl, Y4UTbIBAKOLLASA BO3-
MOXHOCTb CTPYKTYPHbIX NEpexoaoB B HyKNe0COME U
NX 3HepreTnyeckoi ctommoctu (1-2 eamHnubl KT), no-

3BO/AET KO/IMYECTBEHHO OMUCaTb BEPXHIOK YacTb
KPUBOIA, CXEMaTUYECKN N300paXKeHHYHO Ha puc. 4.
13MeHeHWe XnpanbHOCTU HyKeocoMbl. Hanbo-
Nee VHTepecHas CTPYKTYpHas nepecTpoiika Npoucxo-
OWUT B HYK/1IEOCOME MPU CO34aHMN BbICOKOIO YPOBHSA
NONOXMNTENbHLIX TOPCUOHHBLIX HanpsXKeHWi — nocne
(hopMmpoBaHUs NNeKTOHEMbI. py 3TOM M3MeHsieTcA
XMPabHOCTb HYKNEOCOMHOIA Cynepcnupany, KoTopas
CTaHOBWTCS NPaBOli B COCTaBe YacTuLbl, NOMyUMBLUEV
Ha3BaHue peBepcombl (reverse nucleosome) [53].
Ecnn KonnyecTBo 060pOTOB MUHLETA B MOMOXU-
Te/IbHOM HanpaB/IeHVM He C/INLLIKOM BENKO, 06paTHOe
BpaLLleHMe NPUBOANT K YANMHEHNIO (hMOPUIbI MO TOM
Ke TpaeKkTopum — NpsmMas 1 obpatHas Kp1Bble 3aBUCK-
MOCTW [JIMHbI OT Ync/ia 060poTOB coBnagatoT. OHaKo
cnycta npumMepHo 20 NOM0XKUTE/bHBIX 060pOTOB NO-
C/le TOro Kak JJIMHa CHU3WNach [0 HyNs BCNeLCTBME
06pa30BaHNsA MNEKTOHEMbI, 06paTHOe [ABMXKEHUE Xa-
paKTepu3yeTcs r1McTepesncoM: cbpacbiBaHue NaeKTo-
HEMUYECKUX BUTKOB (YA/IMHEHWE (DUOPUNNBI) HAYMHa-
eTCs paHbLLE, U NPX TOM Xe KONnYecTBe 060pOTOB OT-
HOCUTE/IbHO HY/IEBOI TOYUKM A/IMHA I CTAHOBUTCS 60/1b
LLie TaKOBOW Npv NPAMOM 3aKpy4mBaHum (puc. 5).
Takoe noBefieHVe MO3BONSET CAeNaThb ABa BbIBOAA.
Bo-nepBbIX, NpU BbICOKOM YPOBHE TOPCUOHHbLIX Ha-
MPSHYKEHWI B HYKNEOCOME MPOUCXOAUT CTPYKTYPHOE
N3MeHeHMe, B pe3y/ibTaTe KOTOPOro HoBas YacTuua —
peBepcoma — (PUKCUPYET Ha cebe HeKyto [0/ Noo-
XXWUTENbHOW cBepxcnvpanmsaumm. AMNIMTyga rcre-
pesuca (BennyrHa OTHOCUTE/IBHOTO CABUra ABYX Kpu-
BbIX Ha puC. 5) NpsMO NPOMopLUMOHabHa KOIMYECTBY
HYK/10COM B COCTaBe (WMBPUA/bl — U3 HaKNOHa 3TOW
3aBMCUMOCTY CNeayeT OLEeHKa O MPUMEPHO OZHOM No-
NOXWTENbHOM CYMepBUTKe, «MOrNoLaeMoM» peBep-
comoii. OueBmaHo, Yto AHK B cocTaBe peBepCcOMbI 06-
pa3yeT npasyto Cynepcnmpab, ABAIOLLYHCS, BEPOSAT-
HO, MPVUMEPHO 3epKasbHbIM 0TOOPXKEHVEM 06bIYHO
NeBOi HYKEOCOMHOIA cynepcnvpani. Bo-BTopbiX, Ha-
NYme rncTepesmnca yKasblBaeT Ha TO, YTO [IBE CTPYKTY-
Ppbl pa3feneHbl BbICOKMM aKTUBALMOHHbIM 6apbepom —
npu 06paTHOM BpaLLaTe/lbHOM BVKEHWUN NUHLETA pe-
BepcoMa He ycrneBaeT ObICTPO MepecTpomTbes B 60/ee
3HEPreTUYECKN BbIFOAHYIO HYK/IEO0COMY.
Ecnun obpaTHOe BpallyeHne 0CTaHOBUTL MPU HEKO-
TOPOM KONM4ecTBe 060pPOTOB, HabMOAAeTCA [A0Nroe
(3a ecATKM MUHYT) COKpaLleHre AInHbI (MyHKTUPHas
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Puc. 5. Cxema ructepesnca npu HakomnaeHnu u 06paTHOM cbpachi-
BaHWM NOMIOXKMTE/IbHOTO0 TOPCYOHHOTO HANPSHXKEHNS B MONIMHYK/1E0-
COMHOI hubpunne. CnaoLwHbIe CTPENKM YKa3blBaOT Hanpas/ieHne
BpaLLeHUs, MYHKTUPHAs — HanpaBeHne MeS/IeHHOTO COKpaLLeHUs
(uGpunbl, ecim 06paTHOE BpallieHe 0CTaHaB/IMBAETCS B HEKOTO-
poii Touke. BHM3y npefcTaBneHa cxema CTPYKTYpHOro npeo6paso-
BaHWs B HYK/e0COMe, B pe3y/ibTaTe KOTOPOro pesepcoma rnorotla-
eT YacTb NMONMOXUTENbHO CBEPXCMMpanM3auumn. AganTupoBaHo n3
[53]

CTpenka Ha puc. 5), T. e. OCYLLECTBNIAETCA Nepexog pe-
BEPCOMbI B HYK/IEOCOMY. AHa/IM3 KNHETUKW Nepexosa
MO3BOJ/ISIET OLLEHNTL BbICOTY aKTVBaLMOHHOIO 6apbepa
1 pasHULY CBOBOAHbIX 3HEPrUI MeXLY ABYMSs COCTOS-
HUAMK: cBOOOAHAA 3HEPrns PeBepcoMbl MO OTHOLLE-
HUIO K Hykneocome ~10 KT, 3Heprmsi akTuBauum
~30 KT. MocnefHAs BeMYMHA NPUMEPHO COBMaJaeT co
CBOGOAHO 3Heprvein B3aMMoAencTBms ABYX AUMEPOB
H2A-H2B c Tetpamepom (H3-H4), 8 2 M NaCl [54] -
Han4Yme aKTUBALIMOHHOIO 6apbepa CBS3aHO C He06XO0-
AUMOCTBIO Pa3pyLUUTb 3HEPTETUYECKN BbIrO4HbIE KOH-
TaKTbl MEXAy AMMepaMn 1 TETPaMepPOM B MPOMEXY-
TOYHOM COCTOSIHAM Ha MyTW CTPYKTYPHOro npeobpa-
30BaHuA.

[encTBUTENbHO, M3MEHUTb 3HaK HYK/1IEOCOMHOM
cynepcrnmpanm MOXHO TONbKO TaK1M NyTeM: HapyLUnB
B3aVMOJelCTBYE AMMEPOB C TETPaMepoM, pa3BepHyB
cynepcnunpaib BMecTe co cBA3aHHbIMK ¢ AHK nmnmepa-
MU, 3aTeM M3MEHWB XMPasIbHOCTb TETPACOMbI U yCTa-
HOBWB HOBble KOHTAKTbl AVMEPOB C TETPaMepoMm (puc.
6). COOTBETCTBEHHO yaaneHue gumepos H2A-H2B 13
MOIMHYKNEOCOMHON hrbpunnbl (3a cueT 06paboTKm
renapuHOM WM TUCTOHOBLIM LwanepoHom NAP-1)
MPUBOAMT K NCHE3HOBEHWIO TCTEPE3NCA: OCTarOLLANACs
TeTpacoMa npu BpaLLEeHNAX NUHLETa NIerko U3MeHseT
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AKTVBaLNOHHbI 6apbep

Puc. 6. Cxema CTPYKTYPHOTIO Nepexofa B HyK/1eoCoMe C U3MEeHeHHU-
eM X1pasibHOCTH cynepcnupanu. MCMCTOHbI N306paXeHbl B BUAE LLa-
PUKOB, KaK Ha puc. 11 2

CBOK XMPaIbHOCTb 6e3 KaKUX-1Mb0o aKTUBaLNOHHBIX
6apbepos [53].

"MCTOH-TCTOHOBbIE KOHTAKTbI B PEBEPCOME OT/U-
4akTCA OT TaKOBbIX B HYK/eoCcoMe — anmepbl H2A—
H2B cBs3bIBalOTCS C APYro CTOPOHbI OT TeTpamepa
(H3-H4),, uTo, BEepOATHO, 1 AenaeT OCHOBHOM BKNaf, B
pasHuLy CBOGOAHbLIX SHEPTUA MEXAY ABYMS CTPYKTY-
pamu. Kpome Toro, 3akpyumnsaHve JHK B npasyto cy-
nepcnvpanb NPUBOAUT K HenpurofHoctu aN-cnvpa-
nelt rucToHoB H3 /15 B3aVMOLEICTBUS C KOHLEBLIMU
CerMeHTamm — peBepcoma fB/SETCH, CKOpee BCero,
NMPUMEPHO NpaBbIM 0TOOPAXKEHMEM OTKPBITON (OPMbI
NeBO3aKPyYeHHOM HYK/1EOCOMbI.

Bronornyeckoe 3HaueHVe KOH(OPMaLMOHHOM
LVHaMUKWN HYKJ/IEOCOM B OTBET Ha TOPCMOHHbIe [e-
thopmaumm AHK ao/mKHO B NepByto o4epeb MMETb OT-
HOLLEHWe K CBepXcnupaivsauuu, reHepupyemMon
JHK-TpaHcnokasamn. Tak, caMmbIMy O4EBUAHLIMM UC-
TOYHMKAMU YNPYTUX HanNpshkeHU B XPOMaTMHOBOM
net/e ABNAOTCA 3MOHraLMsa TPAHCKPUNLUAW 1 penn-
KaLyu, BbI3bIBAIOLLIME NONOXUTENBHYIO 1 OTpULIATESb-
HYI0 «BO/HbI» CBEPXCNMPaIN3aLMM COOTBETCTBEHHO
Bnepean M rnosagu nofMMepasHoro Komnekca [55—
60]. TopcroHHasA NIaCTUYHOCTL XPOMAaTUHA, 06YCNOB-
NeHHas ero KOH(OpMaLMOHHOM NOABMKHOCTbIO, CIly-
XXWUT CBOEOOPa3HbIM «aMOPTM3aTOPOM», racsLLMM YKa-
3aHHbIe BOJIHbI. [Mpy 3TOM Takon KOH(OPMaLMOHHBbIi
amopTm3artop cpabaTbiBaeT NPaKTUYECKN MTHOBEHHO —
3HaYMTE/IbHO BbICTPee, YeM IHAOTEHHbIE PeNaKCUpyto-
e aktmeHocT AHK-Tononsomepas [60-62].

Hanpumep, reHepupyemMyto TpaHCKpUnuuer oTpu-
LaTeslbHyt0 CBEPXCNMpan3aunio U3Mepanun in vivo B
crneyuanbHo penopTepHOI KOHCTPYKLMN MeXAy ABY-
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MSi pasHoHanpasieHHbIMK npomoTopamu [60]. O6y-
C/TIOB/IEHHOE TOMOoW30MepasaMn 3aTyxaHne CBepxcnu-
pasin3aumm NpPoNCXoAMT 0YeHb MeA/IeHHO (B TeyeHue
~30 MVH), 3a 3TO BpemMs CBEpXCnupanmn3aums ycrnesaet
WHAYLMPOBAaTb HEKAHOHNYECKIME CTPYKTYPHbIE (hOPMbl
ABOVHOWM cnvpanu, PeKpyTUpYHoLLMe cneuuguyeckme
TPaHCKPUMLUOHHHbIE (haKTopbl. TaknM 06pasom, KOH-
(hopmaLMOHHas MOLABMXKHOCTb HYK/IEOCOM, MOLYNPY-
toLLas YpOBEHb TOPCUMOHHbIX HANPSHXKEHUIA Y KOHKYpU-
pytoias ¢ 3HAOreHHbIMU PenakCUpyoLWVMN aKTUB-
HOCTAMW U CTPYKTYpHbIMK nepexogamun B AHK, gon-
YKHa ObITb BOB/IEYEHA B AUHAMUYECKNIA KOHTPOSIb MeH-
HOW aKTUBHOCTW.

Po/ib KOH(DOPMALMOHHOW AWHAMUKM HYK/IeOCOM B
perynaumum TPaHCKPUMUMOHHON aKTUBHOCTM CTaHo-
BUTCA 60/1ee OYEBWAHON, eC/iM BCMOMHUTL O MOAYNSA-
LMK 3TON AVHAMUKM TaKUMKW (DaKTopaMu, Kak HyK/eo-
TUAHAas MOoCnefoBaTeNbHOCTb HyKneocomHo [AHK
[40], npucyTCTBME B HYKNEOCOME FMCTOHOBBLIX Bapw-
aHTOB [42] 1 aueTnIMpoBaHNe rMCTOHOB. B yacTHOCTH,
aLeTUIMPOBaHME CrMOCOOCTBYET peann3auuy OTKpPbI-
TOl (hopMbl HyKneocoMmbl [35, 36], KoTopasi, B CBOHO
oyepeflp, 06/1eryaeT BPEMEHHbIA MEpeHoC AUMEpPOB
H2A~-H2B Ha ructoHoBble wanepoHsb! [42]. Mpu aTom
obpasyeTca TeTpacoMa, B KOTOPOM MpWU YCNOBUW ee
aLeTUNMPOBAHNA CYLLECTBEHHO O6/1eryeH Mepexof B
npaBo3akpyyeHHyo opmy [38, 39].

YT0 KacaeTcs peBepCcoMbI, TO OHa, 04eBUAHO, AB/IS-
eTca Hambonee 3(h(heKTUBHLIM CPEACTBOM MOrNoLLe-
HUS BOJIHbI MOJIOKUTE/ILHON CBepXCNvpain3aLmnm no
xony aswkeHus PHK-nonvmepasel. NMonvmepasa co-
30aeT BpawartenbHbIi MOMEHT 60nee 8 KT Ha 0guH BU-
TOK [1BOVHOW cnmpanu [63] — aHeprus, BNoaHe focTa-
TOYHas 4Ns UHAYLMPOBAHWSA CTPYKTYPHOrO nepexosa
B peBepcomy. IMpu 3TOM peBepcoma He TObKO 3(hdek-
TUBHO TacUT MOJIOXKUTENIbHYIO CBEPXCMMpann3aLuio,
obecneunBas BO3MOXHOCTb NPOAO/HKEHMS MmpoLecca
3MIOHTrauMy TPAHCKPUMNLMK, & ee MOXHO paccMaTpu-
BaTb KaK BbICOKO3HEPreTUYECKYHD «aKTVBMPOBaH-
HY0» (hopMy HYKneocoMbl par excellence. CyuyecTt-
BEHHO [ecTabunM3MpoBaHHble B PeBEpCOMe AUMMeEpbI
H2A-H2B - nepBble 610KaTopbl Ha Nyt PHK-nonu-
Mepasbl Yepes HyK/1eocomy [6-9] — MOryT fnerve cHu-
MaTbCs NMPOMEXYTOUYHbIMY akuenTopamu [43, 44] nnn
MPOCTO MepPeHOCUTLCA Ha CMeXHble yyacTkn AHK
[27]. 'Haue roBopsi, Nocne TOro Kak peBepcoMbl chop-
MUPOBaHbl Ha OGONbLIOM PaCCTOSAHWUM, OHWU AOSIXKHbI
nerye TpaHCKpMbmpoBaTbea 6narogaps Aectabunmsu-
POBaHHbIM AVMepam.

TaknMm 06pa3oM, iBe BOSIHbI CBEPXCNVpaIN3aLnm,
cosgasaemble camoli PHK-nonvmepasoil, nomorarT
OCYLLECTBUTbL [Be orepauumn, Heobxoaumble Ans ag-
(heKTUBHOI 3M10HraLyM TPAHCKPUNLMKX MPK COXpaHe-
HMM HYK/IEOCOMHOI YNakoBKX XpOMaTWHA: Brepeau
o6nieryaeTcs BpeMeHHOe yaasieHne rMcTOHOBbLIX KOM-
MN/IEKCOB, N03afM — OTpULaTe/IbHasA CBEpXCrnupannsa-
LS Crnoco6CTBYET BOCCTAHOB/IEHUIO /1IEBO3aKPYYEH-
HOW HYKNEOCOMHOW CTPYKTYpbl.

A. V. Sivolob

Nucleosome conformational flexibility in experiments with single
chromatin fibers

Taras Shevchenko National University of Kyiv
64, Volodymyrska Str, Kyiv, Ukraine, 01033

Summary

Studies on the chromatin nucleosome organization play an ever in-
creasing role in our comprehension of mechanisms of the gene acti-
vity regulation. This minireview describes the results on the nucleo-
some conformational flexibility, which were obtained using mag-
netic tweezers to apply torsion to oligonucleosome fibers recon-
stituted on single DNA molecules. Such an approach revealed a new
structural form of the nucleosome, the reversome, in which DNA is
wrapped in a right-handed superhelix around a distorted histone
octamer. Molecular mechanisms of the nucleosome structural
flexibility and its biological relevance are discussed.

Keywords: nucleosome, DNA supercoiling, chromatin fiber,
conformational flexibility.

A. B. CuBono6

KoHhopmaLiliHa pyxnuBicTb HYK1€e0COM B eKCrepuMeHTax
3 iHAMBIAyanbHUMM XpOMaTUHOBUMK hibprnamu

Pestome

[locnif>KeHHs HYKNeoCOMHOT opraHisauii XxpoMaTuHY Bigirpae sce
6inbly Ponb y po3yMiHHI MexaHi3MiB perynsuii reHe TUYHOT aKk TuB-
HOCTI. Y npeAcTasneHoMy Orfsfi 0nMcaHo pe3ynbTaTu BUBYEHHA
KOH(hopMaLiiHOT PyXIMBOCTIi HYKNeocOM, OTpPpUMaHi B eKkcrnepu-
MeHTax 3 MarHi THUM NiHLeTOM — Npunasfom, 3a 0MOMOro SKOro
MO>KHa iHAYKYBaTW TOPCiiiHi fedhopmallii B 0NirOHyKNe0COMHIX
hibpunax, peKoOHCTpyiioBaHMX Ha iHAMBIAyanbHNX Monekynax AHK.
Taknii nigxig 403BONSIE BUSBUT W HOBY CTPYKTYPHY (hOpMY HYKNeo-
comu — pesepcomy, y cknagi akoi AHK cdopmye npasy cynepcnipanb
Ha NoBEepPXHi Nepebya0BaHOro OKTamepy ricToHiB. O6rosoprThb-
€S MONEKYNAPHI MexaHi3Mu Ta 6ionoriyHe 3Ha4YeHHs CTPYKTYpPHOT
PYXMBOCTi HYKNEOCOM.

Kntoyosi cnosa: Hykneocoma, Hagcnipanisadis AHK, xpomaTu-
HoBa (hibpwuna, KoHhopmaLiiHa pyxnnBicTb.
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