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Beryn

3aranpaa qoexuHa JJHK B sapi KITiTHHY, HAPUKIIAA, CCaBI[iB —
omu3pko 2 M. Taka ximpkicte JIHK B eykapioTHUHHMX KIiTHHAX
BUMarae ii IIUTPHOI YIAKOBKH, sIKa, 3 OJHOTO OOKY, MPHUTHIUYE
(yHKLIOHATIbHI aKTUBHOCTI Y 3HaUHi{ 4aCcTHHI T€HOMY, a 3 1HIIOTO —
JI03BOJISIE 3M1MCHIOBATH TaKi aKTUBHOCTI y TIEBHUX AITSIHKAaX y MEBHI
MOMEHTH 4acy. Lli anpTepHaTHBHI 3aBIaHHS BUPINIYIOTHCS 3aBISIKH
TomMy, 1o Moiekynu JIHK icHyloTh B KIITHHHOMY SIAPI y BUTIISIL
CKIaJHUX Ta JIWHAMIYHUX HYKJICONPOTETHOBUX KOMIUIEKCIB —
XPOMOCOM.

Xpomocomu (Bim rpempkoro ypduo i oduc) — “"3abapsieHi
Tiapug" — Oynu BHEpIIE OMMCAHI y KIITHHAX, IO AUIATheA, y XIX
cromitti. [licnsa toro, sik Mopranom (Thomas Hunt Morganha
MOYaTKy MHHYJIOTO CTONITTS Oyna cQopMylibOBaHA XPOMOCOMHA
TEOpis CHAJAKOBOCTI, Ii TUIBLA CTalld ICHTPAIBHUM OO0'€KTOM Y
reHeTuni. A micns BigkpuTTa y 70X pokax MHHYJIOTO CTONITTS
HYKJICOCOMHOI ~ Oprasizaiiii ~ XpoMaTuHy (HYKJIEOIPOTEIHOBOTO
"MaTepiany”, 3 IKOTro OOYIOBaHI XPOMOCOMH) XpOMOCOMa — OJIUH 3
KOHTPAIyHKTIB ~Cy4acHOi MOJEKyJspHOi Oiojorii, B sKOMY
CXOIATHCA Taki pi3HOMaHITHI "Temu' sk cTpykrypa JHK i Ginkis,
MEXaHI3MH O1TKOBO-HYKJICTHOBHX B3a€EMO/IIH, perymsIis
TpaHCKpHILii Ta pertikamii, pemapamii i1 pexombdinamii JHK,
MOJIEKYJISIpHI MEXaHI3MH Cerperauii reHeTHYHOro Matepialy Ipu
KJIITHHHOMY TIOJIiJTi Ta 6araro iHIImX.

Mera 11i€i KHUTH — O3HAHOMHTH CTYICHTIB OlOJIOTIYHUX
(dakynbTeTiB 13 Cy4yaCHUMH YSABICHHSMH MPO  MOJEKYJSPHY
OpraHi3aiilo XpoOMOCOM Ha PI3HHUX CTaAisSX KIITHHHOTO ITHKITY.
Kaura mnepembadae momepemHe 3HAHOMCTBO dYWTada 3 OCHOBAMH
LUTOJIOTI, 010XiMii, TeHETHKH Ta MOJEKYJIsIpHOI Oionorii. OcHOBHa
yBara MpUIUIAETbCA CTPYKTYPHUM acCIEeKTaM Ta BIUIMBY CTPYKTYpPH
XPOMOCOM Ha iXHIO (DYHKITIOHAJTHHY aKTUBHICTb.

VY meprioMy po3uTi IpeACTaBICHO 3arallbHUH OTJIS]] MPUHIIMITIB
CTPYKTYpPHOI Oprasizamii XpoMOCOM: BBOJSTHCSI OCHOBI IOHATTS,
3MICT SIKUX OUTBII JETATLHO PO3TIISAAETHCS Y HACTYITHHUX PO3JIiiax.
Po3min 2 mpuCBIYEHO OCHOBHMM OiJKaM XpOMAaTHHY, SsIKi
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BU3HAYAIOTh CTPYKTypHy opranizanito [IHK y #oro ckmami. VY
po3aini 3 po3rsimaeThcss OymoBa Ta KoH(oOpMalliiHa PYXJIHBICTh
0a30BO1 CTPYKTYpHOI OJUHUII XpPOMATHHY — HYKIICOCOMH, Y PO3ALI
4 — opranizanisi XpOMaTHHY Ha HaJHYKICOCOMHHUX pPiBHAX. Po3min 5
MPUCBSIYEHO MEXaHi3MaM TOJIOBHUX (DYHKITIOHATHHHUX MPOIIECIB, IO
BiIOYBalOTbCSI B XPOMATHHI, — TPAHCKPHWINII Ta perumkaiii. Y
po3mimax 6 1 7 ONUCYIOTbCS  MOJEKYIApPHI  MeXaHi3MHU
Ha/IKOMIAKTH3aLi] XpOMOCOM Ta IXHBOTO PO3XOKEHHS J0 TOYipHIX
KJIITHH Y TIpoTieci KIITHHHOTO moaury. OCTaHHIN po3aisl MPHUCBSIYEHO
pPO3MAITTIO CTPYKTYpHUX Ta MOP(OJIOTIYHHX THIIB €YKapiOTHIHHUX
XpOMOCOM Ta MUATAHHAM IXHBOTO €BOIOLIHHOTO IEPETBOPEHHS.

3 METOI0 TOJETMEHHS CHPUWHATTA KUTBKICTh ITOCHJIaHb Ha
OpuTiHAIBHI POOOTH B TEKCTI 3BeAeHa g0 MiHiMyMy. Ilepemik
PEKOMEHIOBaHOI JTepaTypy HaBeIEHO HANpPHKIHLI KOXHOTO
pO31iTy, IpH IOMY 3a3HaYCHO KOHKPETHE KOJIO MHTaHb, O SIKOTO
BIIHOCAThCS TEBHI kepena. [lepemik JitepaTypu, HaBeICHUI
HaTpUKIHI TEPIIOro PO3Iily, € 3araJIbHUM 0 Marepialy KHUTH B
ijzomy.

ATOMHI  KOOpAWHATH  CTPYKTYp  MaKpPOMOJEKYN,  SKAMH
MIPOUTIOCTPOBAHO KHHTY, OTpuUMaHO 3 banky maHux OLTKOBHX
crpykryp (PDB — Protein Data Bank, http://www.rcsb.org/pdb/
komn PDB maBemeHo y migmucax 10 PHUCYHKIB. 300pa)KeHHS
CTPYKTYyp CTBOpeHO 3a momomororo mporpam PyMOL (DelLano
Scientific LLC, CLIA, http://www.pymol.org/)ta UCSF Chimera
(http://lwww.cgl.ucsf.edu/chimera).
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Pozain 1. EykapioTuuna xpomocoma: 3arajbHuil
oOrJIsi/g

Anpo eykapioTWU4YHOI KIIITMHU BiJJOKpEMJICHE BiJ LHUTOIIA3MH
SITEPHOI0  OOOJIOHKOIO, SKa CKJIAMA€ThCs 3 JBOX MeMOpan —
30BHIIIHBOI Ta BHYTPIMIHKOI. 3OBHIIIHA MeMOpaHa QopMmye 3
MeMOpaHaMU €HIOTIA3MATUYHOTO PETUKYIYMY CIIJIbHY MEMOpaHHY
cucTeMy. 30BHINIHA Ta BHYTPINIHA SAEpHA MEeMOpaHu y 0araTtbox
MICIISIX Ha TIOBEPXHI sIpa 3'€ THYIOTHCSI, YTBOPIOIOYH SIACPHI ITOPH, 1
pO3MilIeHI ~ MYJBTUMOJEKYJISAPHI  MOpPOBI  KOMIUIEKCH, IO
3a0e3MeuyIoTh SJCPHO-IIUTOINIA3MATHIHUA TpaHcIopT. Bceepemuni
siipa BHYTPIIITHIO MEMOpaHy BUCTHIIAE JIAMIHA — CITKA, IO yTBOPEHA
OinkoBuMHU (iamMeHTaMu 3aBTOBIIKM Onm3bko 10 HM. DinameHTH
JIaMiHU TPOTATHYTI BiA OJHI€l MOpH [0 iHIIOI, BU3HAYAIOUM TO3UII1
IIOp Ha MOBEPXHI sAapa Ta B3araji Gopmy Ta po3mip sapa. Jlamina ta
sfepHa OOOJIOHKA YTBOPIOIOTh €JMHY CTPYKTYPY, SKY HAa3HUBaIOTh
AOEPHUM KOHBEPHIOM.

B saapi  koxHOI KIITHHH ~ 0araTOKJIITHHHOTO  OpTaHi3My
3HAXOANUTKCS KilbKa (10 KiIbKOX IECATKIB i HABiTh COTEHB) MOCHTH
noBrux JiHiitHuX Monekyn JJHK — Habip Monekyn € iIeHTHIHUM JUIS
ycix xmituH. CoMaTHYHA KIIITUHA MICTUTh MTOJBIMHUN — AMILIONTHUH
— Habip momekyn JHK, yTBopeHuii 3 JBOX TaIuIOigHUX HaOOpiB
OaTbkiB mpu 3arutigHeHHi. To0To, Momekymu HK nmumioigHOorO
Ha0OpYy IMPEICTaBJICHI MTApaMH TOMOJIOTTYHUX MOJICKYJ, OJJHAKOBUMH
3a po3MipoM Ta TOMIOHMMH 3a HYKJICOTHIHOIO ITOCIiAOBHICTIO.
CyxymHicts mocmimoBHocte JIHK y KimiTHHAX JaHOTO OpraHizmMy
Ha3UBA€ETHCS 2eHomom. I1il TeHOMOM BHIYy PO3YyMIiIOTh CYKYITHICTBH
nocminosHocteit JIHK y rammoiqaomy Habopi.

EykapioTmuHi TeHOMH MICTATh 3HAaYHy Kimbkicth JHK —
HATpUKIAA, y ccaswis, ommpko 3-10 map ocHoB y rammoimHOMy
HaOopi. [lepeBaxxna vactuna miei JJHK He € xomyrodoro. binkoBum
reHaM eykapioTiB (IXHS KUIBKICTh y BHINHX OaraTOKIITHHHHX €
omm3pkoro 0 20-30 THc.) mpUTaMaHHUE MO3ATYHUHA MPUHIHAI
Oy/I0OBHM KOAYIOUOT YaCTUHH: BJIaCHE KOJYI04a YaCcTHHA peICTaBlIcHa
TTOCITIIOBHICTIO OKPEMHX 3MICTOBHHX JIIJITHOK — eK30HI8, PO3IICHIX
0€33MICTOBHUMH iHMpoHamu. Y CCaBIIB KOAYIOUl TOCIIJOBHOCTI —



9

eK30HM — 3aiimaroTh jume ~1,5 % renomy. Pemra npunanae na
mikreany JIHK (me MICTSTbCS TaKOK PETYJISATOPHI IiISIHKH),
iaTponn (~30 %)i, Ginblle TOJIOBHHK T€HOMA, — Ha TIOCITIIOBHOCTI,
II0 TOBTOPIOIOThCA (IUISTHKH, MPeJCTaBlIeHi OaraTbMa KOTisIMH).

Cepen moBTOpiB 3a3BUYall pO3PI3HAIOTE!

e Jlesxi remm, mo mpezacraBieHi kinmbkoma (imomi mo 1000)
KOITiSIMU.

e JlceBmoreHu — MOCIIZOBHOCTI, IO € TOMOJIOTIYHHMH IO
MEBHUX TCHIB, allie HE eKCIPECYIOThCA BHACHIOK MYyTaIllii,
MOIIKO/PKEHb CHCTEMU PETYJISIIlii TPAHCKPHUIIIT TOIIO.

* bararokpaTHi  TOBTOPHM  KOPOTKHX  ITOCIIIIOBHOCTEH
(TaHIEMHI MOBTOPH), YaCTHHA SKUX PO3MO/IiJICHA [0 BChOMY TCHOMY,
ayre OLIBIIICTD — 30CepeKeHa B OKPEMHMX OCOOJMBHMX 30HaX (IUB.
HIDKYE).

»  TurepcrepcHi (MOOITBHI) €IEMEHTH, 3MaTHI 10 TIEPEMIIIIEHHS
1 pO3MHOKEHHSI B MeXax reHoMmy (abo TiIAHKH, AKi Oyau 30amui 10
TIepEMIITIICHHS B MUHYJIOMY, a ITCJII BTPATH TaKoi aKTUBHOCTI ITPOCTO
3IMIIWINCh y TeHOMi). MOOUTBbHI eJIeMEeHTH 3aliMaloTh 3HAYHY
qacTHHY eykapiotuuHoro reaomy (Bix 30 1o 50 %),ane po3noaineHi
HEpIBHOMIpPHO: € moBri aurgHkd, 1mo Ha 90% mnpeacrapieHi
MOOUTFHUMH €JIEMEHTaMU, 1 TakKi 30HH, 1€ IHTEPCIEPCHI €IeMEHTH
BiJICYTHI.

Koxxna monekymna JHK, mo 3HaXOAWTHCS y KIITHHHOMY SIpi,
Ma€ OCOOJIMBY UEHMPOMEPHY OLIAHKY, 1O PO3MIIAE MOJEKYITy Ha
JBa TUIeYa Pi3HOT MOBKMHH. [lneui NO3HAYAIOTh JIATHHCHKUMH
mitepamu P (kopotke mmiede) Ta ( (moBre uieue). JloBKuHA
LIEHTPOMEPHOI JUIIHKKM Bapioe Bif 125 map OCHOB y JPiXKIKIB
Saccharomyces cerevisia® 0,1-4 MiIH Tap OCHOB y JIIOJHMHHU.
Hatfiwacrime mnocnigoBHicth JIHK B miii 30HI mpencrasicHa
TaHneMHIMH AT-30aradeHIMH TMOBTOPAMH 1 HE MICTUTh aKTHBHHX
rediB. Ha o0ox kiHmgx koxkHoi monekynu JIHK 3HaxomuThes 1ie
OHa OCOONMMBAa 30HA — MeEI0MEPHA, IO CKIATAEThCS 3 KOPOTKUX
EIIEMEHTIB TMOCTiMOBHOCTI (y XpeOeTHMX Ta OIIBMIOCTI BHIIKX
pocina — TTAGGG), o moBTOpIOIOTECS Garato pasis. JloBKuHA
TEJIOMEPHOI TUISHKH Bapiloe y pi3HUX OpraHi3MiB (Hampukiazg, y
muimi 6insire 30 Trc map ocHoB, v moanan 10—15Twic map ocHOB).
Ille omna ocobmuBa mimsaka JIHK meskux xpomocoMm — sodepuesuii
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opzanizamop — MicTUTh Kiactep reHiB pubocomuoi PHK, mio
tangemMHo moBToproerbes Bix 100 mo 1000 pasie. Koxxuuii kimactep
npencraBieHui Tppoma remamu pPHK — 18S, 5,8%a 28S —i mae
noBxuHy npubnmsHo 11 tuc map ocHoB. B iHTepdazHOMy simpi
SAEpUEBl OPTraHi3aTOpy KUTBKOX PI3HUX XPOMOCOM PO3TalIOBYIOTHCS
mopyd i GopMyIOTs MIIIBHY CTPYKTYPY, SKa HA3UBAECTHCS A0epyuem.
Jo cknany smepus BXOIITH TakoX TpaHckpuntu reHiB pPHK,
puOOCOMHI OiTKM Ta BeNHMKa KuIbKicTh iHImmMX OuKiB (o 700 y
JTIOAMHU) — sgepiie € dabpukor”, de BimOyBaE€ThCS CHHTE3
pubocomunx PHK i 36ipka ppbocoMHUX CYyOOINHUIIb.

Tunosa nosxwuna oxHiei monekyian JHK y ximitunHOMY siapi —
KiIbKa CaHTHMETpIB (HAaNpHKIad, y JIOAMHH, CEpeIHs JOBXHHA
nopiBHIOE ~5 cM, HalifosIna Monekyaa — Maibke 10 cm). 3po3ymino,
OO0 TOJMMEPH Takoi [OBKMHM MalOTh OYTH KOMIAaKTH30BaHi
BCEpEIMHI Aapa, SIKe Mae MIKpOoHHI posMipu, — monekynu JIHK
ICHYIOTB ¥ SI7Ipi HE cami 10 ¢00i, a Y BUTJISAI KOMIUIEKCIB 3 O1IKamu.
Po3mimenuii B KIITHHHOMY SAPI HYKJICONPOTETHOBUI KOMILIEKC, 10
CKJIaJy SIKOTO BXOAMUTH 00Ha Monekyna JIHK ta Oinky meBHUX THIIB,
Ha3WBAIOTh Xpomocomoro. HykiieonpoTeiHOBUI MaTepiall, 3 SKOTO
MoOyI0BaHI XPOMOCOMHM, HA3WBAIOTh Xpomamunom. OpraHizaris
XpOMaTHHY BiAPI3HAETHCS HASIBHICTIO i€papxii KITBKOX CTPYKTYPHHUX
PiBHIB.

['omoBHUMH CTPYKTYPHUMH OiIKaMH XPOMATHHY € 2iCHOHU —
Oikum OBOX KjaciB, 30aradeHi Ha TO3UTUBHO  3apsKEHi
aMIHOKHCIIOTHI 3ajMIIKM (3arajbHa Maca TICTOHIB MPUOIH3HO
nopiearoe maci JTHK). KpiM ricTOHIB 10 CKIaay XpOMaTHHY BXOISTh
TaKO’K YHCJIEHH] HETICTOHOBI OiIKH (3arajbHa Maca SIKMX IPHOJIM3HO
JOpIBHIOE Maci TICTOHIB) — TPaHCKPUILIHHI (haKTOpH, pi3HOMaHITHI
(dbepMeHTH, OUIKH, 110 BUKOHYIOTH Crelu(piuHy CTPYKTYpHY DPOJIb,
tomo. Ha meprmomMy piBHI cTpyKTypHOi opranizaiii xpomatuny JJHK
bopMye 3a paxyHOK B3aeMOJil 3 Koposumu cicmownamu (nepnit
KJIac TiCTOHIB) €JIEMEHTapHI YTBOPCHHS — HyKaeocomu. BinmkoBuit
KOMIIOHEHT HYKJICOCOMH (KOp) CKJIAIA€ThCsi 3 8 MOJEKYl KOPOBUX
ricroniB H2A, H2B, H3 ta H4 — o iBi MOJEKyIU KOKHOTO THITY.
OxTaMepHH KOMIUIEKC TiCTOHIB Ma€ Ha CBOIH MOBEPXHI CBOEPITHUIMA
TpEeK MO3UTUBHO 3apsPKEHUX aMIHOKHMCIOTHUX 3aJIMIIKIB, SKUH
BHKOPHUCTOBYETHCS JIJIs1 B3aeMOIii 3 HykiieocomHoro JIHK momxuHOIO
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145-147nap ocuoB: /ITHK dopmye Ha moBepxHi okTamepa ~1,7
BUTKA JIiBOI cymepceripani (puc. 1, Komsop. BCT.).

Hyxneocomn ytBOprotoThest B3moBxk yciei JJHK xpomaruny i3
cepeiHbOI0 MIbHICTIO 1 Hykieocoma Ha ~200 map ocHOB, cyciaHi
HYKJICOCOMH 3'€JHaHI Mi>KHYKJICOCOMHHUMU JIiHKEPHUMU TTITTHKaMU.
Hyxneocomna JIHK + minkepHa miasHKa CKJIANalOTh TaK 3BaHUMN
HYK/1€0COMHUII nOGMOp, IOBXHHA SKOTO Bapiloe SK Y3HOBXK
MOJIIHYKJICOCOMHOTO ~ JIAHITFOTa, TakK 1 B 3ale)KHOCTI  BiA
(hyHKIIOHATTBLHOTO CTaHy, THUIY KIITHH TOIIO. XapakTep PO3IOauTy
HyKJIeocoM y3moBxK reHomuoi JIHK mae BaxumBe (yHKIIOHATHHE
3HA4YEeHHSI: 3po3yMino, mo JinkepHa JJHK e Oinpm moctymHOO yist
30BHIIIHIX PETYJIATOPHUX BIUIUBIB.

Sk mokaszaHo Ha puc. 1, KOJIBOP. BCT., KIHIIEBI HEBIOPSIAKOBAHI
JIJISTHKA KOPOBUX TICTOHIB (XBOCTH) BHXOJSATH 32 MEXI HYKJICOCOMH.
3aBIOsSKU CBOiM CTPYKTYpHIH 7a0inbHOCTI BOHHM OepyTh ydacTb B
opramizamii XpoMaTHHY Ha HaJHYKJICOCOMHOMY piBHI, a TaKOX
BIOIrpatoTh  BaXJIUBY poib miaatrGopMu Ui 3B’ A3yBaHHA
PI3HOMAHITHUX HETiCTOHOBMX OinKkiB. Taka B3a€MOis TiCTOHOBHX
XBOCTIB 3 OlmKaMM Ma€ BaKIUBI (YHKIIOHATBHI HACTIAKA IS
perymamii TEeHHOI AaKTUBHOCTI 1 3aJIeKUTh BiA  YHCICHHHUX
MOCTTPAHCIIAIIMHIX MOJU(IKaIiii XBOCTIB.

3 HyKJI€OCOMaMH B XPOMATHHI B3aeMOi0Th (He Oinbine oHi€ei
MOJIEKYJM Ha HYKIIEOCOMY) JlHKepHi Zzicmonu (Opyruii Kiac
ricToHiB, mpenacraBieHuii ricronom H1 ta ioro Bapiantamu). L
B3a€EMOJIisl JIOAATKOBO CTa0ili3ye HYKJIEOCOMy Ta 3a0e3mnedye
" moxpyuyBanHsa' HykiieocomHoi JIHK mpubmn3HOo 10 ABOX MOBHUX
BHUTKiB. YaCTHHKY, IO CKJIAAETHCS 3 OKTaMepy KOPOBUX TICTOHIB,
onuiei monexkynu rictona H1 ta JJHK nomxwuuoro 160-180map
OCHOB, Ha3WBAIOTh XpPoMamocomoro. 3a paxyHok B3zaemonii 3 JIHK
HEBIIOPSAAKOBAHUX XBOCTIB KOPOBHX TICTOHIB Ta JIIHKEPHUX TICTOHIB
MOJIIHYKJIEOCOMHA HUTKA KOHACHCYETHCA 13 YTBOPEHHSIM Ha JPYTrOMY
piBHI kKommakTH3anii xpomatuy (puc. 1.1) tak 3Banoi ghiopunu 30
um (MaeTbes Ha yBasi mpubnmsHuii miamerp). Ha koxmi 11 HM
y3m0BX Takoi ¢ibpunu mpunanae 3a3puyail 11 Hykneocom. Takum
YMHOM, 3arajbHa JOBXHHA (iOpUIM CYTTEBO CKOPOUYETHCS Yy
MTOPiBHAHHI 3 KOHTYpHOIO moBxuHOI0 JIHK B ii ckimami — m0 KiTbKOX
COTECHb MIKPOHIB.
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®i6puna 30 HM € OCHOBHOIO (OPMOIO ICHYBAaHHS XPOMATHUHY

Ta XpOMOCOM TIiJ 9ac iHTepdhasd — MixK KIITHHHUMHM MTOIiaMu (IUB.
HK4e), TobTo Tomi, koaum Ha JIHK BigOyBaroThes — BCi
¢yHKUiOHANBHI mpouecd. AJsie y XpoOMaTHHI iCHYe 3HA4Ha
TeTepPOreHHICTh 3a CTYIEeHEeM KoHneHcalii. 3 ogHOro OOKy,
MEePEAYMOBOIO aKTUBAIll OKPEMHX TUISHOK XPOMATHHY € YacTKOBa
TUMYacoBa JieKoHAeHcawis ¢piopunu. Taka cTpykTypHa AMHAMIKa Ha
piBHI cTabimbHOCTI XpOMaTHHOBOI (QiOpHIM, a TaKOX OKPEMHX
HYKJICOCOM, € HAWBKIIUBIIIAM MIITXOM PETrYJIAIii TpaHCKPHUIIITIHHOT
akTMBHOCTI. 3 iHmoOro ©OOKy, Yy pelnpecoBaHUX JUISTHKAX
XpoMaTHHOBa (hibpuina Moxke OyTH SIK JOAAaTKOBO CTAOiII30BaHOIO Y
KOMITAKTHOMY CTaHi, TaK 1 MiAgaBaTHCS KOMITAKTH3aIlii OUIBII
BHCOKOTO TIOpsAAKY. YacTuHa XpomaTHHY, WMo 30epirae cTaH
MiABUIICHOI KOMIIAKTH3alll MOpoTAroM iHTepdasu, Ha3HBAETHCA
cemepoxpomamunom (pemita XpoMaTUHy, JI¢ B TNPUHLUIT MOXE
BimOyBaTHCS  aKTHBAISl  TPAHCKPHIINI,  TO3HAYAETHCA  SK
eyxpomamun). T'eTepoXpoMaTHHOBI 30HH OyJ0 OMHUCAHO Y
IUTOJOTIYHUX JOCHTIDKeHHAX 1ie B 1928 polli sk 30HH KIITHHHOTO
sipa, M0 IHTEHCUBHO 3a0apBIIOIOTHCS OCHOBHMMH OapBHUKAMH, 1,
BIIMIOBITHO,  XapaKTEePHU3YIOThCS  IMIIBHUIIECHOI0  KOMIIAKTHICTIO.
ChOorofHi miJ reTepoXpOMaTHHOM YacTillle PO3YMIIOTh perpecoBaHi
ninsakn JIHK, e 3HadHO mpurHiYEHA TPaHCKPHIIIiS. Y TBOPCHHS
TETEPOXPOMATHHY BiOYBA€THCS, B MEPIIy Yepry, y MUISHKAX, IO
MICTSITh TOBTOPH — Y LEHTPOMEPHHX, TEIOMEPHHX Ta CYMIKHHUX
MPULEHTPOMEPHUX 1 CyOTEIOMEPHHX AUISHKAX, 30HaX KOHIEHTpALii
MOOUTBHUX €IIEMEHTIB  (KoHcmumymuenuli TETEpPOXPOMAThH), a
TAKOXK y crieluDivyHuX JUIsl TAHOTO THITY KIIITHH TCHOMHUX 30HAaX, 1€
3a0e3MeUyeTbCsl  TapaHTOBAaHA  pempecis TeHHOI  aKTUBHOCTI
(¢paxynomamuenuii terepoxpomatuH). JlomaTkoBa KOMIAKTH3AIlis
TETEPOXpOMATHHY  3a0e3MeuyeThCS 0COOTMBUMU OiKaMu.
Crnenngivyni GiNKH PEKPYTYIOTHCS 1 10 3a3HAUCHHUX BHILE OCOOIMBUX
300 xpomocomHoi JIHK: xomriutekc Takux OiNKiB Ta TeIOMEPHOL
JIHK Ha KIiHIIIX XpPOMOCOMH HA3HWBAIOTh Me10Mepolo, a OiTKOBO-
HYKJICTHOBUI KOMIUIEKC, IIO YTBOPIOETbCA HA LEHTPOMEPHIH
TUTSHIL, — YEeHMPOMEPOI0.
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SinepHa 06010HKa

XpomaTnHoBa

% diopuia

TleresabHuii 1oMeH

/

XpomaTuHoBa
Jlamina i (piopnaa (30um)

siIepHU T 7~
MAaTpHKC

Hyxkieocoma Jlinkep

™

Slnepna nopa

XpomocoMHa
TepuTOpisn

Puc. 1.1.PiBHi cTpykTypHOI Oprasizauii XpoMaTHHY B
iHTepdazHoOMy SApi.

Ha nactymHomy piBHI CTpYKTYypHOi oOprasizamii XpomaTHHOBa
¢iopmna (mpuHaiiMHiI ii yacTmHa) QopMmye NeTdi, KiHII SKUX €
JKOPCTKO 3aKpiIUICHUMH Ha sA0epHoMy mampurci — OILTKOBHX
ckeneTHHX (imamenTax simpa (puc. 1.1).Jlesxi meTensHi JOMEHH HE €
YiTKO A€TEpPMiHOBAaHMMH — METIIS B MIEBHIHM TUISIHII XpPOMAaTHHY MOXe
YTBOPIOBATUCH TUTBKH B KIIITHHAX TIEBHOTO THIY i OyTH IMOCTIHHOIO
a00 BWHHMKATH TUMYAcOBO Yy BIATOBIAb HAa PETYJIATOPHI CHTHAIH.
[MutanHs Tpo Te, HACKUIBKM PO3BUHYTOIO € Mepeka (ijJaMeHTIB
BHYTPIIIHBOIO MAaTPHUKCY 3AJIMIIAETHCS HEIOCTATHHO 3SICOBAaHUM —
MOXJIMBO, Il MEpeXa MPOHHU3YE yBECh MPOCTIp AOpa, MOXKIHBO —
sBJIsiE 0000 JIHIIE OKpPeMi MOPIBHAHO KOPOTKi OLNKOBI (hiaMeHTH.
YactiHa Takux (inaMEHTIB NPOTATYETHCS BCEPEOMHY sApa Bif
nepudepiiHoi YaCTMHU MAaTPUKCY — JIaMiHH, ICHYBaHHS SIKO1 Ta Ti
poJIb y MiATPUMAHHI ITUTICHOCTI S7pa, a TaKOXK B3aEMOJis 3 HEIO
METEeTHLHUX JOMEHIB XpOMAaTHHY, HE BUKIIMKAIOTh CYMHIBY.

Ha mnamini ¢ikcyeTbcsi 3HauHa YacTHHA TE€TEPOXPOMATHHY,
30KpeMa LEHTPOMEpPH Ta TeIoMepH XpoMmocoM. EyxpomarnHOBa
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YacTUHa XPOMOCOMH “3BIIIyeTbCcA” BCEpenWHY sIpa, [e,
MOJKJIMBO, B3a€MOJI€ 3 €JEMEHTaMU BHYTPIIIHROTO MaTpukcy. B
pe3yibpTaTi XpoMocoMa y BUTIIAMNI XpOMaTHHOBOI (piOpwmmm, B3IOBXK
SIKOT YEPTyIOThCS €y- Ta TeTEPOXPOMATHHOBI JIISHKH, 3aiiMa€e MEBHY
OLUIBII-MEHIII YiTKO BU3HAYCHY 30HY B 00'€Mi siipa — XpPOMOCOMHY
mepumopiio.

VY geskux kmithHaX (pi3HOMaHITHI TKAHHHUA JIHYHHOK KOMax,
KIITHHU TpogoOiacTy y ccaBLiB, KIITUHH 3apOJKOBOTO MiXypa y
POCIHMH TOINO) MPUCYTHI XPOMOCOMH OCOOJHMBOTO THIIY, SKi €
BUKJTIOUYEHHSIM 31 C(OPMYJILOBAHOTO BHIIE BU3HAUCHHS XPOMOCOMH
— BOHHM MICTITh HE OJHY, a KUIbKa COTCHb a0O HaBiTh THUCSY
inentrnunnx monexyn JIHK (i, BigmosimHo, XxpoMaTuHOBHX (HiGpHII
30 uM, 3B'13aHUX MK c060r0 10 Beiit moBkuHi). I{i Mmomekymu JTHK
HaKOMUYYIOTbCA B pe3yibTari Oaratopa3oBoi perutikamii  0e3
HACTYIMTHUX KIITUHHHUX MOALUTIB. Taki XpoMOCOMH, IO iX HA3UBAKOThH
nONiMeHHUMU, MAlOTh TITAaHTCHKI PO3MIpH 1 € BUIAMHMH B
ONTHUYHUHA MIKPOCKON TMOCTiHO. biojoriuHa poap momiTeHii
WMOBIPHO TOB’ s3aHa 3 BUCOKOI METa0OIIYHOK aKTUBHICTIO MIEBHUX
KJIITHH.

Y mepeBakHIM OUIBIIOCTI €YKApiOTHIHUX KIINTHH B MPOIeCi
MirOTOBKM JI0 KJIITHHHOTO TONITY BiAOYBa€ThCS OJHOKpATHA
perorikamist JJHK 1, BiAmoBimHO, TOMBOEHHS AMILIOIIHOTO HaOOpy
XpoMocoM. B3saram Bci KIITHHH 0araToOKJIITHHHOTO OpPTaHi3My B
MPOIECi CBOTO PO3BUTKY MPOXOASATH PSI TIOCHITOBHHX CTaiiii —
KIIITUHHUX IUKTIB — BiJl OHOTO MOLTY 110 iHImoro. KiiTHHHAHN UK
CKJIaZa€ThCs 3 JBOX BEIHMKHX TEPiofiB — inmepghazu (nepiogy Mix
IBOMA IOIITAMH) Ta BiacHe MOty (mimo3sy). Inrepdasa, B CBOIO
yepry, noainserscs Ha 3 pasu — npecunmemuuny (G1, Big aHr.
gap —npomixkok), cunmemuuny (S) ra nocmcunmemuuny (G2)
(puc. 1.2).

Koxxna crazmis iHTepdasu xapakTepu3yeTbcs MEBHUM HaOOpoM
MOJIiH, SKi HEOOXIiAHI A TOro, MO0 KIIITHHA BCTYMIJIA JO0 MOMALTY:
({aKkTU4HO, JUIS KJIITHH, SKi aKTUBHO JUIATHCSA, iHTepdaza — mepion
MOCTIHHOT MATOTOBKH JI0 MOALTY. KITFOUOBUM MOMEHTOM TIPH IIbOMY
€ nogBoeHHss mosiekyn JIHK mms toro, mo® mpu mominmi KokHa
TMOYipHS KJIITHHA OTpUMalla IO OJHOMY IHUIUIOIMHOMY Habopy
xpomocoMm. Brache niporiec perutikamii JIHK BinOyBaeTbes mig yac S-
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¢a3u i TpuBae B cepenuboMy 10—-12romun. Cunre3 ycix OifKiB,
HEOOXIAHMX IS IBOTO TIporiecy, BiaOyBaerbes B Gl-pasi (cumres
TiCTOHIB — OJHOYACHO 3 perniikamicro B S-paszi). Ilix vac G2-pazu
CUHTE3YIOThCS 1 HAKOMUYYIOTHCH YCi €JIEeMEHTH, HEOOXimHi s
KJIITUHHOTO Toity. MiTO3 po3ainstoTh Ha YoTHpH etanu (mpodasa,
meTadasa, amadasza, Temodasza), y Tmporeci SKHX BiIOyBaeThCS
Kapiokinez (Monin snpa) Ta yumokine3 (HanpukiHOi Tenodazm —
MO IUTOIUIa3MH 3 YTBOPEHHSIM JIBOX JIOYipHIX KiiTHH). Kimitiay,
SIKI OCTATOYHO audepeHItiiioBani 1 OUTbIIIE HE BCTYIAIOTH J0 MOILTY,
BHUXOATH i3 IMKIIIYHOTO TPOIECY i 3HaX0aAThes Ha ctamii GO (came
Ha Ui cTanii yci KIITHHN 0araTOKJIITHHHOTO OpraHi3My BUKOHYIOTbH
mputamandi iM Qysakiii). Cragis GO 3akiHuyeTbes, SK PaBHUIIO,
MIPOTPaMOBAHOIO 3aTrHOEIIII0 KIITHHU. Y TIPOIIECi PO3BUTKY CTATEBUX
KIITAH OCTaHHIN KIITHHHUN IIMKJI 3aKiHYYEThCS HE MITO30M, a
Meil030M — KIITUHHUM TIOJIIJIOM, B PE3YJIbTaTi SIKOTO YTBOPIOIOTHCS
YOTHPH KIIITHHH 3 TAIUIOITHIMH HaOOpaMu XpOMOCOM.

Penaikania JJHK

. IocTpenaikarnBHa
IpepemrikaTuBHA crajis

cragis

Inrepd aza

KuiTuau, mo He
I THCH

Puc. 1.2.Cxema KIITUHHOTO ITUKITY.

Omxke, B mpoueci pemikamii JJHK mim dac S-pasu koxHa
xpoMocoma (y CTaHi XpOMaTWHOBOI (iOpHIM) MEPETBOPIOETHCS Ha
JIBI 1ICHTUYHI JOYipHI XPOMOCOMH, SIKi 3QJIMINAIOTHCS 3B'SI3aHHUMH
MK COOOI0 3a paxyHOK O1710K-OiTKOBHX B3aemomiid. Ilicms 1mporo y
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mpoazi MiTO3y 3a ydacTi OCOOJMBUX OINKIB IMOYUHAETHCS
HaJIKOMITAaKTH3aIliI XPOMOCOM: KOMIIAKTHI MITOTHYHI XPOMOCOMH
MaloTh 3a3BHYail BHTATHYTY (GOpMy B CEpeIHbOMY JIOBXKHUHOIO
HOPSIKY KUTbKOX MiKpoHiB (iHOIi 10 50 MKM) Ta giaMeTpoM OJIH3bKO
1 MKM, i CTalOTh BHANMHMHU B ONTHYHUN MIKpOCKOM (saepIie mpu
[bOMY,  HaBNaKW, 3HHUKa€). €OUHE  3HAYCHHS  MPOIECy
HaJIKOMIAKTH3alil XpOMOCOM TMOJIAITae B TOMY, 1100 3abe3meunTH
HIBUJKE TEPEMIIIEHHS! XPOMOCOM Y MpPOLECi KIITHHHOTO MOAUTY —
HaJgKOMITaKTHa MiToTH4Ha XpomocoMma, JIHK y ckmagi sxoi €
(hyHKIIOHATFHO HEAKTHUBHOIO, SBJSE COOOI0 IIUIBHO YITAKOBaHY
“mopriiro” cnaakoBoi iH(popMariii. OZHOYACHO 3 KOMITAKTH3AIli€I0
XPOMAaTHHOBOT (hiOpHITH “pO3UNHAETHCA" SACPHUA KOHBEPT.

ILneye xpomocomu

L~

LlenTpomepa

S N

\/

Xpomaruau

Puc. 1.3.Cxema MophoIorii MiTOTHIHHX XPOMOCOM 10 (TiBOpyY) Ta
micis (IpaBopyd) PO3XOIKEHHS XPOMATH T (HOUipHIX XPOMOCOM).

XapakTepHO MOP(OIOriuHOK 03HAKOI MITOTUYHOI XPOMOCOMHU
€ TaK 3BaHA TMEPBUHHA TIEPETSHKKA, IO YTBOPIOETHCA B 30HI
nentpomepu (puc. 1.3). LlenTpomepa € AUISHKOI XpOMOCOMH, Ha
AKiii  BimOyBa€TbCs  YTBOPEHHS CKIQJHOTO  MYJIBTHOUIKOBOTO
KOMIUIEKCY — KiHemoxopy, HEOOXIMHOTO I TPHUKPITICHHS
MIiKpOTpyOOUOK BepeTeHa moAiny. B 3amexHoCTi Bix po3MmilieHHS
LEHTPOMEPH  XPOMOCOMH  PO3NOJUIAIOTE Ha  TPU  THUIIH:
memayenmpuyni (MBa TUIeYa MPHOIU3HO OJHAKOBI 3a TOBXHHOIO);
cyomemayenmpuuni (II€di CYTTEBO PO3PI3HAIOTHCS 3a TOBIKUHOIO);
axkpoyenmpuuni (KOPOTKE IIeYe € HACTUIBKH MAJICHBKUAM, LIO ITiJ
MIKpPOCKOIIOM HOro He MOMITHO B3araii). XpOMOCOMH, IO MiCTSTh
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SOCpUEBUH OpraHizaTop, MalTh TaKOX TaK 3BaHy GMOPUHHY
nepemsxcky B Mictii Horo jokanizaiii. CyKymHICTs MOP(OIOTTIHUX
O3HaK, 3a SIKHMH MOXXHa OXapaKTepu3yBaTH HaOIp MITOTHYHHX
XpOMOCOM  OpraHi3My Has3uBalTh Kapiomunom (puc. 1.4).
OcobnuBOCTI KapioTUIy — KIIBKICTB, po3Mip Ta Mopdoioria
XPOMOCOM — € TTACTIOPTHOIO XapaKTEPUCTUKOIO JAHOTO 010JI0TIIHOTO
BUJLY.

N\ 7o,
= I “‘ F
e 'y
2 4> ““!5
‘ L
7N g
= b : 2
§ Y =
e P
8

Puc. 1.4. Xpomocomu mroanHH Ha cTajii MeTtada3u — KOXKHa
XpoMocoMa IIpeicTaBjIeHa JBOMa XpOMaTUAaMy, 3'€IHAHUMHU B
obmacri riearpoMep. PoTo T00'I3HO IPETOCTABICHO
C. P. PymkoBcbKkuM.

Ha mepmmx cramisx mMiTo3y 30epiraerbes 3B'SI30K MK JOUIPHIME
XpOMOCOMaMH B 30HI LEHTPOMEP 3a JOMOMOTrOI0 CIEIiaJbHUX
OinkiB. Came y TakoMy HAJAKOMIAKTHOMY CTaHi XpOMOCOMHU Oymnu
BIIKPHUTI Ta BIEPIIC ONHCAHI, MNPH I[HOMY BBAXAIOCHA, IO
XpOMOCOMa CKJIQIA€ThCA 3 ABOX MOJIOBUH — Xpomamud. et Tepmin
IIMPOKO BHKOPUCTOBYETbCA 1 JOCi, aje Ciil po3yMiTH, IO
XpPOMAaTHUIU — II€ MPOCTO JBI KOIi MaTePUHCHKOI XPOMOCOMH, IO
yTBOPMIIMCH YHaCTimoK perurikartii JTHK. V mporieci mito3y (mmig gac
aHagas3m) 3B'SI30K MK LEHTPOMEpaMH pPYWHYEThCS, 1 BEPETCHO
oAty 3abe3neduye po3XOMKEHHS MOYipHIX XPOMOCOM JIO TIOJIFOCIB
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KITHHU. Y JOYIpHIX KIITHHAX 3HOBY (OpMyIOThCS siIepHi
00O0JIOHKH HaBKPYT XPOMOCOM, & XPOMOCOMH J€KOMITAaKTH3YIOThCS —
MIePEXOATh Y CTaH XpOMATHHOBOI (piOpwm.
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Po3aia 2. CTpyKTYpHi OiJIkM XpoMaTUHY

CTpyKTypHa OpraHizaimis XpOMAaTHHY 3aJICKHUTh BiJ] B3a€MOZil 3
JHK 06inkiB, mo BXOAATh M0 HOTo cKiamy. Y IBOMY pO3Iiii
PO3TISHYTO CTPYKTYPY Ta BJIACTHUBOCTI 3araJlbHUX HecnenupiyHux
O1nKiB, sIKi BiZirpaioTh OCHOBHY pOJib B OpraHi3alii HYKJIEOCOM Ta
XPOMAaTHHOBOT (hiOpHITH.

2.1.Koposi ricroan

Jlo xareropii KOpOBHMX — TakKWX, SKi BH3HAUYAIOTh CTPYKTYpPY
HYKJICOCOMHU — BiTHOCATBCA yoThpHu Tictonu: H2A, H2B, H3 ta H4.
Lli Oinku € OgHMMH 3 HANOLTBII EBONIOIIIHO KOHCEPBAaTUBHUX 3a
aMIHOKHCIIOTHOIO TIOCTIOBHICTIO. B TO#l cammii d9ac, TiCTOHH €
MIIICHSIMH YUCJIIEHHUX TMOCTTPAHCIAMIMHUX MOAuQiKkaiii, Mo
CTBOPIOE 3HaYHY T€TEPOTEHHICTh Y XPOMAaTHHI 3a Pi3HUMHU HopMamu
ricToHiB moxo Momudikamii. KpiMm Toro, mopsn i3 "KaHOHIYHUMHA"
ricronamMu (0 po3mILHarOThCA y migmigposn. 2.1.1),B xpomarui
BCIX €YKapioTiB ICHy€ KiJIbka OUIBII CIEI[iali30BaHUX TiCTOHOBUX
BapianTiB (miamigposa. 2.1.3)

2.1.1. Cmpykmypa Koposux czicmonie. AMIHOKUCIOTHI
MOCITIZIOBHOCT] "KaHOHIYHMX" KOPOBHUX TiCTOHIB TPEACTABICHO Ha
puc. 3, konbop. BcT. Ciif BIAMITUTH [IBI 3arajbHi XapaKTEPUCTHKH
X MTOCITiJOBHOCTEH:

e TicTOHM BIAPI3HSAIOTHCS MiJBUIIICHUM BMIiCTOM TIO3HTHBHO
3apsDKCHUX aMiHOKMCIOTHUX 3aiumkiB LysS ta Arg. V ckiazi
ricroniB H3 ta H4 (rak 3BaHa apridin-30aradena rpyma) Bmict Arg
cranoButh 13,3 Ta 13,7 % Bigmosigno, Lys — 9,6ta 10,8 %.VY
cknani ricroniB H2A ta H2B (momipHo mni3uH-30aradeHi TiCTOHH)
BiMOBIAHI BifcoTku Arg mopiBHiowTh 9,3T1a 6,4, Lys — 10,%a 16.
BigHomreHHs KIIBKOCTI IMO3UTHUBHHUX 3aJIMINKIB 10 KIIBKOCTL
HEraTUBHUX JOpiBHIOE 1iis TictoHiB H2A, H2B, H3 ta H4 1,4; 1,7,
1,8Ta 2,5Biam0BIHO.

*  AMIHOKHCIIOTHI 3JIMIITKHA Pi3HUX THUITIB PO3MOIIICHI B3IOBXK
JIAHITFOTIB HEPIBHOMIPHO — Tipo¢oOHI 3auIIKu 30cepemkeri B C-
KIHIIEBUX Ta M[EHTPAJILHUX YACTHHAX MOJEKyd, Ha N-KiHIX ix
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npakTHYHO Hemae (puc. 3, Kombop. BCT.). BiamosinHo, B o0xacTi,
J¢ 3HaXOIAThCS TiApodOoOHI 3alUIIKH, (OPMYETHCS TIIIOOYIIpHA
crpykrypa, N-kiHmesi mginsaku (XBocTH) HOBXHMHOKI Bim 15 mo 44
aAMIHOKHMCIIOT 3aJIMLIAI0ThCS HeBmopsakoBaHUMHU. ['ictoH H2A mae
Takok mnomiTHUH C-kiHmeBuit xBicT. HeBmopsigxkoBaHi XBOCTH
30aradeHi TO3UTHBHO 3apsS/DKEHUMH  aMIHOKHACIOTaMH 1 €
cyOcTpataMu Ui YHCICHHUX MOCTTPAHCISIHHUX KOBAJIEHTHUX
MoUdiKaIii.

[To3uTHBHO 3apsKEHI aMIHOKHCIOTHI 3ajUINK{d TPHUCYTHI ¥y
JOCUTh BEJIMKIHM KIIBKOCTI 1 B MoOymspHuXx dactuHax. Ha puc. 3,
KOJIbOP. BCT. TIO3HAYEHO 3aNUIMIKK Arg, KOTpi BiIirpaioTe 0coOIHUBY
pOJIb — 3aHYPIOIOTECS Yy MajeHbkui xoji00ok JIHK y Hykiaeocowmi,
peaizyrouu MillHI eJIeKTPOCTATHYHI KOHTaKTH 3 (hochaTamu (po3mia
3). 'moOynsapHa yacTUHA BCiX KOPOBHUX TICTOHIB Ma€ CHIIBHI PHCH.
Bona Burnsgae sk xapakTepHUI TpHUCHipalbHUN TiCTOHOBUI MOTHB
(histone fold),y sxkomy omna moBra a-cmipanb (02) ¢iraHkoBaHa
nBoma kopotkumu (al, o3), mpueagHanumu go Hei nemsmu L1, L2
(puc. 2, xombop. BcT.). icton H3 MICTUTh TakoX JOAATKOBY O.-
cmipane 3 60ky N-kinms mortuBy (aN-cmipans), ricrom H2B —
nmonatkoBy oC-cImipaib, MBI KOPOTKi O-CHipalli 3HAXOIATHCS 3 TBOX
OOKiB 11032 TiICTOHOBUM MOTHBOM Y ckiafi ricrona H2A. INicronosuit
MOTHB 3YCTPIYAETHCS TAKOXK B JCIKHX CYKapIOTHYHHX (HaKTOpax
TPAHCKPHIIITIi.

TakuM YMHOM, OCHOBHUM THIIOM BTOPHHHOI CTPYKTYpPHU TiCTOHIB
€ o-CImipai, HeBEINYKI AUIIHKU B-CTpyKTypu (puc. 3, KOIBOp. BCT.)
YTBOPIOIOTBCSA TP B3a€MOMii MiK ricroHamMu  (HACTYIHHI
mimiapos3ain). I'moOymsapHi CTPYKTYpH iHIUBIAyaIbHHX KOPOBHX
TICTOHIB, MMOKa3aHi Ha pUC. 2, KOJLOP. BCT., HACTIPABAl HE ICHYIOThH
OKpEeMO. TICTOHOBHMH MOTHUB He Qopmye TriapodoOHOro sjpa,
3a€KpaHOBAHOI'O BiJ] PO3YMHHUKA, — 3HAYHA KUIBKICTh I1IApo(hOoOHUX
3aJMIIKIB ONUHSETHCS HA TOBEpXHi. BHAcHiIOK wporo onxHa
MOJIEKyJla KOpPOBOTO TiCTOHAa HE MOXE ICHYBaTH SIK OKPEMHM
TIOOYISApHUIT OUTOK Y BOJHOMY PO3UYHHI.

2.1.2. Ticmonosi komnaexkcu. MiHIMATEHUMU CTaOUTbHUMH
CTPYKTYPHUMH OIMHHIIIMH, SIKI MOXYTh ICHYBaTH B PO3YHHI 32
¢izionoriunux ymoB, € rerepogumepu H2A-H2B ta H3-H4, sxi
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MaloTh CHiIbHY OyIOBY — Tak 3BaHUH "MOTHUB PYKOCTUCKAHHS"
(handshake motifyuc. 4, xombop. BeT.).

JIBa TicTOHOBI MOTHBH (OPMYIOTH Yy CKJIadl AUMEPIB MIiIIbHE
rizpo¢o0He SAPO: MOXXKHA CKa3aTH, MO TICTOHOBI IWUMEpH — 1€
rnoOymsipHi  OiNKM 3 YETBEPTUHHOIO CTPYKTYpoio. CTpyKTypH
JUMEpIB CTall1i30BaHI B OCHOBHOMY TiIpo()OOHHMH B3a€EMOMISIMH
Mixk cripamsiMu 02—02 Ta al-a2 pizaux monekyn. CheundivHicTb
YTBOPEHHSI TE€TEPOAMMEPIB 3AJIC)KHUTh, TOJIOBHHM UYWHOM, Bif
JNOJATKOBUX B3a€MOJiM, 110 3AIHCHIOIOTH 13 3arajJlbHUM MOTHBOM
pykoctuckanus oN- ta aC-cmipaii ricronis H3 ta H2B BiamnosiaHo.
VY HabmmxeHux ofHa o oaHoi metinsx L1 ta L2 pisHux monaekyn y
CKIIami TUMEpiB YTBOPIOIOTHCS HEBEITNIKI CIeMEHTH
MiXKMOITEKyIspHOl B-cTpykTypH (puc. 4, KOJBOpP. BCT.), AKi HaIAlOTh
METISAM KOHPOPMaLitHOT >KOPCTKOCTI.

Kpim Bucokoi cmopizneHocti B mapax H3-H4 ta H2A-HZB,
TICTOHM 3/1aTHI TAKOXK 1 IO 1HITUX B3a€EMOIINA MiX CO00I0: y PO3UHHI
JBOX PI3HUX TICTOHIB MOXYTh YTBOPIOBATHCH MEHII CTaOiIbHI
koMmrutiekcu y ckiani H2B—H4, H3-H3 ta H2A-H3, mo BimoOpaxae
3MaTHICTh TICTOHOBHX TETEPOIUMEPIB IO YTBOPEHHS KOMILIEKCIB
OLTBIII BICOKOTO TIOPSAKY Ta 1€EpapXif0 MIKTICTOHOBHUX B3a€MOJIN y

HYKJICOCOMI.
VY pos3unHi 3a (iziojoriyHuX ymMoB jaBa rerepoammepu H3-H4
B3aEMOJIIIOTh MIX coboto 3a paxyHOK YTBOPCHHSI

YOTHPHUCTIPAIBHOTO My4ka MK croipamssMud o3 Ta C-KiHLEBUMH
YaCTUHAMU JIOBTUX CHipaieil 02 TicTOHOBHX MOTHBIB MoJiekyn1 H3. Y
pesyibtati hopmyersest Terpamep (H3-H4), (puc. 5, komsop. BCT.),
cTabimi3oBaHuil  TiAPpOoPOOHUMU B3AEMOIISIMH Ta BOJHEBUMH
3B'A3KamMu Mix ABoMa ricroHamMu H3. CTpykTypa TeTpaMepa Haramye
MJIKOBY, SKa XapaKTEPH3YEThCS XipaTbHICTIO — YTBOPIOE €JIEMEHT
niBoi cmipami. Bick cuMeTpii Ipyroro MOpSAKY TETPaMEPHOTO
KOMIUIEKCY MPOXOIUTh 4epe3 iHTepdeiic MK IBOMa MOJCKYJIaMH
H3 (Bick cumeTpii npyroro mopsiiky — JiHis, 0OepTaHHS HAaBKpPYT
sxoi Ha 180°mepeBoIuTh OJHY YaCTUHY CTPYKTYPH B IHIIIY).
AHAJNOTIYHUI 32 CBOEIO CTPYKTYPOIO YOTHUPHUCHIPAJIBHUHA IMy4OK
MK TiCTOHOBUMH MoTHBamu Mojekyn H4 ta H2B (puc. 2.1)
CITY’KUTB TS 3a0e3eueH s B3aeMoii Misk Terpamepom (H3-H4), ta
mumepom  H2A-H2B. Takum uymHOM, “migkoBa’ TeTpamepa
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CUMETPUYHO TPOJOBXKYETbCA nBoMa auMmepamn H2A-H2B B
obumBa OOKH, pe3ylIbTaTOM YOTO € YTBOPEHHsI OLIKOBOTO Kopa
Hykiaeocomu — okramepa (H2A-H2B-H3-H4), (puc. 6, komsop. BCT.).

- P

H2B H4

Puc. 2.1.Konrakr mixk ricronamu H2B Ta H4 y mykiaeocomi (kox
PDB 1KX5).

KonTakt Mix ricromamu H2B ta H4, six i xonrtakr H3-H3 y
terpamepi  (H3-H4),, crabimizyerbcss 3a paxyHOK TipooOHUX
B3a€EMOJIii Ta BOJHEBUX 3B's13KiB. Kpim Toro, mixk rictronamu H2B Ta
H4 yTBOpIroeThCs KiMacTep i3 TPhOX apOMATHYHUX 3IAIIKIB TYI, sSKi
3MIACHIOITh MK 0000 cTekiHr-p3aemoxaii. Ha BiaMiHy Bin
koHtakty H3-H3, B obmacti kontakty H2B—H4 cnocrepiraersces
CKYITYCHHS  TO3WTHBHO-3aPS/UKCHUX  3alMINKIB.  BimmosimgHo,
B3aemomis Mmixk aumepom H2A-H2B Ta terpamepom (H3-H4), €
YyTIUBOIO 110 10HHOI cwiM, 1 y BigcytHocti JJHK koHTakT Mix
TAMEPOM Ta TETPaMepOM MOXKe OyTH CTaOULIBHUM TiTHKH 32 YMOBH
HeWTpami3allii 3apsaiB HCOpTraHIYHUMH aHIOHAMH y JTOCHUTH BHCOKIH
konuenrpauii —y 2 M NaCl. 3a ¢izionorivHux yMOB poiib aHIOHIB
O0epyte Ha cebe ocharni sammmku JHK — sHelirpamizamis
TTO3UTHBHHUX 3apsaiB TICTOHIB 3a paxyHOK B3aemoxii 3 JIHK e
MEepeayMOBOIO YTBOPEHHSI OKTaMepa TiCTOHIB, SIKHUH, Y CBOIO 4epry,
3abe3neuye yknagannsa JHK y nykiaeocomi.

OTXe, TICTOHOBHHM OKTaMmep CKIIAIAEThCS 3 TPHOX CTPYKTYPHHX
omokis: Terpamepa (H3-H4), ta msox mumepis H2A-H2B. Bicim
MOJICKYJI TiCTOHIB B3a€MOJIIOTh NPH IIHOMY Yy TOCIIJOBHOCTI, IO
3akpydeHa B JiBy cmipans. H2A-H2B-H4-H3-H3-H4'-H2B'-
H2A'. OcHoBHUI1 BHECOK y cTa011i3a1li0 OKTaMepa Jal0Th KOHTaKTH
Mix ricroramu H2B i H4, ane n1ogatkoBo okTaMep cTabisi3yeThes 3a
paxyHOK B3aeMmofiii Mix ricromamn HZ2A-H3' i mix aBoma
mumepamu H2A-H2B. Bimnosigso, 36ipka okramepa in vitroy 2 M
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NaCl xapakTepu3yeTbCs IO3HTHBHOIO KOOINEPATHUBHICTIO —
3B'3yBaHHa Apyroro mumepa H2A-H2B i3 rekcamepom (H3-
H4),(H2A-H2B) BigOyBaeThCcs 3 MiABMIIEHOIO CIIOPiAHEHICTIO. 3a
JaHUMH  130TepMiuHOi  KaJopuMeTpil KOHCTaHTa 3B'A3yBaHHA
MEPUIOro IuMepa 3 OAHMM i3 IBOX AOCTYIHHUX CAHTIB HA TeTpaMepi y
2 M NaCl cranosurs 2,12-180 M™, koHCTaHTa 3B'SI3yBaHHS APYroro
quMepa 3 rexcamepoM gopiaioe 9,96-10 M — cropignenicTs
MiABULIYETbCA MNPUONM3HO B M'ATH pas3iB. Taki KOHCTaHTH
03HAYal0Th, [0 B €KBIMOJISIPHIM CYMIII YOTHPHOX TIiCTOHIB y 2 M
NaCl y Bigcyraocti JIHK okTamep TiCTOHIB IPUCYTHIN y ITOMITHIi
KUTBKOCTI 3a KOHIIGHTparlii OinkiB ~1 Mr/Mj, 3HMXKEHHS 3arajibHOI
KOHIICHTpAIlii 3CyBa€ piBHOBAry B OiK KOMIUIEKCIB OLIBIIT HHU3BKOTO
mopsaaky (puc. 2.2).

1,0 _

D L
0,8- of
0,6 _
04- -
0,2 HL
0,0 TH

0:0 0:5 1:0 1I,5 2:0 2:5 3:0 3I,5
Kounuenrtpauisi (Mr/mur)

Puc. 2.2.Yactka terpamepa (H3-H4), y Binbnomy crani (T), y
cknani rexcamepa (H3-H4),(H2A-H2B) (H) i okramepa ricrosis (O)
Ta yacTka 3B's3aHux aumepiB H2A-H2B (D) sk ¢yHkiist 3aranbHoi
KOHIICHTpAIIi1 OiJIKa B CKBIMOJIAPHIiH CyMillll YOTHPHOX TiCTOHIB y 2
M NacCl.3a mannmu Benedictet al. (1984).

HaBeneHi 3HaueHHsI KOHCTAHT 3B'sI3yBaHHS JUMEpPa 3 TETPAMEPOM
CBiTUaTh TIPO 3arajbHy CHEPTil0 B3aEMOii MK JBOMAa THITAMH
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TiCTOHOBUX KOMIUICKCiB Ha piBHI 16-17 omuaump KT (mipa
KIHETHYHOI eHeprii TermIoBoro pyxy, K — koncranra Bomsimana, T —
abcoimoTHa TeMiepaTypa) abo ~10Kkka/Mob.

2.1.3.Bapianmu kopoeux zicmonie. OCHOBHa KiJIbKICTb KOPOBHX
TICTOHIB KOIY€ThCS TICTOHOBHMH TE€HaMH, SKi y BCiX OpraHi3MiB
3i0paHi y KinactepH (IO M'ATh TeHIB — YOTHPH T'€HU KOPOBUX T'iCTOHIB
IUTIOC TeH JIiHKepHOro ricroHa H1), mo TaHIEeMHO MOBTOPIOIOTHCS
Oararo pasiB. Ha BimMiHy Bij OIJIBIIOCTI 1HIMMX €yKapiOTHIHUX
TeHIB, TICTOHOBI T€HH XapaKTEPU3YIOTHCS TBOMa OCOOIMBOCTSIMHU:
BOHM HE MicTaTh iHTpoHiB, Ta IixHa MPHK He mignaerbcs
MoJIiaZICHUIyBaHHI0O Ha 3'KkiHmi. Ha#Oigbinl akTHBHA EKCIIpeCis
FICTOHOBMX TeHIB BifOyBaeTbcs B S+hasi KIITHHHOIO MHUKIY —
ogHouacHo 3 perutikauiero JIHK, ToOTO TOAi, KOJMH yTBOPIOETHCS
B/Biui Oijbllle HYKJIEOCOM Ha TOABOeHid Kimbkocti JIHK.
VY3romkeHa 3 pPEIUTIKAIlEl0 OCTaBKa TICTOHIB 10 XPOMATHHY ¥
BUTJIAAl TICTOHOBUX KOMIUIEKCIB 3IIMCHIOETHCA 3a JIOHOMOIOO
riCTOHOBUX InamepoHiB ((akropiB 30ipku Hykieocomu) CAF-1
(Chromatin _Assembly_R&ctor, cknagaeTscst 3 TpbOX CyOOIHHHILE),
akuii  3abe3meuye moctaBky rictomie H3 t1a H4 (v dopwmi
rerepoaumepa), Ta NAP-1 (Nucleosome_Asembly _[Potein), mo
BIJMIOBiZlae 3a 3aBaHTaXEHHsA y xpomaruH numepa (H2A-H2B). V
SIMIIEKITITHHAX Ta KIITHHAX 3apoAKy XpeOCTHHX MPHUCYTHI 1HIII
ricTOHOBI maneponu —Hykieomta3Mid (Np) Ta N1.

l'enn y TICTOHOBHX KJacTepax XapaKTepU3yIOThCS IIEBHUM
HE3HAYHMM MOMIMOP(I3MOM, 1, BIAMOBIAHO, KOAYIOTh TI'CTOHH, IO
PO3PI3HAIOTECA  KITbKOMa aMIHOKHCIOTHHMH —3aMiHaM®. Taxi
BapiaHTH TICTOHIB Ha3UBalOTh 2omomop@uumu. Hampuknam, y
JIIOMWHU BC1 TICTOHOBI T€HH KOAYIOTH OJWH BapiaHT rictona H4 Ta,
AK 1 y OumpImocTi TBapWH, Tpu BapianTtu ricroma H3 (H3.1, H3.2,
H3.3). H3.1 ta H3.2 po3pi3HAOTbCS OAHIEID aMiHOKHUCIOTHOIO
3amiHoro, H3.3 BigpizHserscs Bim H3.2 mo  dYoTuprox
aMIHOKHUCIIOTHUX mo3umisx. ['omomopdui Bapiantu H2A 1 H2B y
JIOJUHYU  PO3PI3HSAIOTECS MO JIECATH TO3WINSX, MOJIOHWN piBEHBb
noJiMopdizMy COCTEPIraeThCsl y MUIIIi, MOPCHKOTO 1XKaKa Ta 1HIIHNX
TBapuH. YacTuHa TiCTOHOBHMX T'€HIB 30epirae akTHBHICTh 1 mo3a S-
(dazor0 — 3 MeTo0 "MAKAYKH' TICTOHIB y XpoMaTHH. 30KpeMa, IIe
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cTtocyerhess TicroHa H3.3, sxuii  Ha3uBarOTh  "TiICTOHOM
ITiICTAHOBKKA Ha BiAMiHY Bij iHIMX ToMomMopdHHMX BapiaHTiB. Ha
BapianT H3.3 30araueHi TPaHCKPHUIIIAHO aKTHBHI IIISHKA —
MPOIECH TPAHKPUIILIi BUKIMKAIOTh THMYACOBE BUAAICHHS TiCTOHIB,
MICJIS YOro YacTHHA IMX TICTOHIB 3aMIiHIOEThCS Ha CHHTEe30BaHi de
nova Hesanexna Bix perrikamii mocraska H3.3 (v ckimani Terpamepa
3 ricroHoM H4) 3abe3neuyeTbes manepoHoBuM KomiuiekcoM HIRA.

Kpim romomMopdHHX, y XpoMmaTuHi iCHYIOTh 1 eemepomopgHi
TICTOHOBI BapiaHTH — TakKi, M0 OUTBII CYTTEBO BIAPIZHSIIOTHCS Bif
KaHOHIYHMX TiCTOHIB. BiamoBimHi yHiKambHi TeHH (II0 HE BXOIATH
0 CKJIaJy TICTOHOBHUX KiactepiB) MicTaTh iHTpoHH, MPHK
HiJJIA€THCS M10JIialEHUITyBaHHIO, aKTHUBHICTh LIUX T'€HIB HE 3aJICKUTh
Bix permikarii JIHK. Cepen rerepoMmopdHHX BapiaHTiB KOPOBUX
TiCTOHIB PO3Pi3HAIOTH OJUH CIielianizoBaHuil BapiaHT rictoHa H3 ta
KilbKka —ricToHa H2A.

CenH3 - BapianT ricrona H3, sxuit 3aminioe 3Buyaitauii H3 y
LEHTPOMEPHHUX 30HaX XpomocoM (Bimomuit Takox sik CENP-A 'y
ccasuiB, Csedy npixmxkis, CID y npo3odinm). [moOysipHa gyacTuHa
CenH3 mae ~60% romororii 3 Takoro 3Bu4aiiHoro H3, N«iHresi
XBOCTH [JBOX OLIKIB HE MalOTh HIYOro MOXIOHOrO MIiX C00010.
Binpme Toro, N-kinuesuii xBict CenH3pi3HUX opraHizMiB CHUIBHO
Bapiloe 3a IIOCTIJOBHICTIO Ta JOBXKHMHOW — Bim 27 a0 196
aMiHOKHUCIIOTHUX 3anuiikiB. [Tpu nbomy CenH3ue Mae cienndivsoi
CTHOPiIZHEHOCTI 1O TMOBTOPiB, 3 fAKHX Yy 0araTboxX OpraHizMiB
cknanaeteest neHTpomepHa JIHK (i ski BiAPI3HSAIOTBCS 3HAYHOIO
BapiabenpHICTIO HYKJICOTHIHHUX ITOCITOBHOCTEH y PIi3HHX BHIIB).
HocraBka CenH3 B 1LeHTpOMEpHI 30HU 3IIHCHIOETHCS 3aBISKH
OCOOJIMBHM TiCTOHOBHM IianepoHam (po3zii 7).

VY rnoOynsapHiit yacturi CenH3 Takox crocTepiraroThCs IEBHI
BiAMIHHOCTI BiJ 3Bu4aitHoro H3: 6inbin nosroro € mema L1, kimbka
BOKJIMBUX 3aMUImKiB Arg (cepen TuX, IO 3aHYPIOIOTBCS Yy
manenbkuit xonodok JJHK, puc. 3, Koapop. BCT.) 3aMiHEeHI 1HITMMHA
aminokucioramu. Hykiaeocoma, 1o mictute CENP-A, Biapi3HIeThCS
3HW)KEHHSIM CTa0UIbHOCTI HykJeocoMHOi cymepcmipani JHK na ii
KIHLSIX — MO0 7 map OCHOB Ha KiHIAX HykieocomHoi JTHK cmabko
B3a€EMOJIIIOTHh 3 MOBEPXHEI0 OKTamepa. [Ipu 1IboMy cama CTpPYKTypa
HYKJIEOCOMH, PEKOHCTpyHoBaHoi iN Vitro 3a yuacti CenH3,cyrreso
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HE BIJIpI3HSAEThCSA BN 3BUYAiHOI. Ajie iN VIVO y LEHTpoMepax
npo3odinu Ta JIOAMHE (HOPMYIOTHCS OCOOJIMBI YaCTUHKH, IO
MicTaTh rereporerpamep CenH3H4-H2A-H2B 3amicte okramepa
rictoniB. [leski pesymeraté cBiguath, mo JHK y ckxmami nwmx
YaCTHHOK, MOXIIUBO, YTBOPIOE MPaBy, a HE JIBY CyNepCHipab.

OcHoBHa QyHkiis CenH3momsArae y BU3HauUeHHI IEHTPOMEPH K
Takoi. HasABHICTH IIOTO TIiCTOHOBOTO BapiaHTa 3a0e3nedye
B3a€EMOZiI0 3 OiTKaMH KiHETOXOPY, YaCTKOBE pPO3KPYUyBaHHSA
HykiaeocoMmuoi JIHK abo Ginbir pagukansHa mepedyaoBa HyKIEOCOM
Y YaCTHUHKH, IO MICTAThH rereporerpamep, — poctyn Ao JHK ixmmx
neHTpomepuux OinkiB. Hasericte CenH3, nameBHo, 3amobirae
HaJIKOMITAaKTH3aIlli MITOTHYHOI XPOMOCOMH B IICHTPOMEpPHIN 30HI,
110 cupusie GOPMYBaHHIO KIHETOXOPY ITiJ] 4aC MiTO3Y.

H2A.Z — Bapiant, skuii cTaHoBUTh y XpomatuHi 5—10% Bix
3araipHOI KinbkocTi TictoHa H2A Ta mae 3i 3Buuaitium H2A ~60%
TOMOJIOT1{ aMIHOKHCIIOTHOT MOCITiOBHOCTI. BigmiaHoCTI
MOCITIZIOBHOCTI CTOCYIOThCS C-KiHIIEBOTO XBOCTA, 2 TAKOXK CJICMCHTIB
TIIOOYISPHOI CTPYKTYPH, SKi 3aTy4eHi O KOHTAaKTIiB 3 rictToHoM H3
mpu  B3aemoxii 3 Terpamepom (H3-H4), — us B3aemomis
mocnabmoeTbes. 3amina aumepis  H2A-H2B na H2A.Z-H2B
3a0e3MeuyeThCs OJTHUM 13 ATP-3anexxuux KOMILIEKCIB
pemonemoBanHsa XpoMartuny (po3ain 5). Ha ricron H2A.Z 36araueni
HYKJIEOCOMH, III0 3alMarOTh IIE€BHI CHCHU(IYHI MO3UIlii B
npomoropax (posain 4) — H2A.Z mapkye mpomoTtop, e BinOyiack
iHimianis TpaHckpumnuii. Kpim Ttoro, H2A.Z  3ycrpivaerscs 3
MiBUIICHOIO YaCTOTOI0 B EHXaHCepax.

H2A.X — me oauH yHiBepcajdbHHMH IJi OLIBIIOCTI OpraHi3MiB
Bapiant H2A, piBHOMipHO po3nozineHuii o xpomatusy. HMoro Bmict
y XpomatuHi craHoBuTh 2—10%Biz 3aramsHoro H2A, 120 nepiux
aMIHOKHCJIOTHUX 3aJIMIIKIB 1IeHTHYHI 3BUYaiiHOMy HZ2A, ame C-
KIHIEBUI XBicT Ha 13 3aJIMIIKIB JOBIIUM Ta MICTUTh 22 3aJIMIIKH, HE
romoJioriui 3suuaiiHoMy H2A. ¥V mexax miei 30HH aMiHOKHUCIOTHOT
MOCTITOBHOCTI € XapaKTepHuil ojiromentuaauii MotuB Ser-Gln-
Glu/Asp-®, ne @ —rigpodoOHHII 3aTHIIOK. 3ATHIIOK SEre canTom
¢dochopmmoBanHs  cnenudivHO  KiHazow. DocdopuitoBaHHS
3MIUCHIOETRCS y BigmoBiap Ha mosBy B JIHK aBomaHIroroBux
po3puBiB  (OyAb-SIKUM  IIISIXOM — MOIIKOJDKYIOUMH  BIUIUB
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10HI3yOYOTO BUITPOMIHIOBaHHS, aroriTo3, TOMOJIOTiYHA
pexombGinartis, V(D)JpexombiHamis iMyHOrTOOYTIHOBHX TEHIB
tomo) — Big 100 mo 1000 momekynm H2A.X migmarorscs

¢dochopmmoBanHlo B obmacti  po3puBy. TakuM ~ UYHHOM,
dochopunboBanuii H2A.X (noznaugaerses sik YH2A.X) € cencopom
PO3PUBIB, KU PEKPYTYE IO 30HU PO3PUBY €IIEMEHTH perapariiiaol
cucteMu Heromosnoriunoro 3'eqnanns kinmiez JJHK (NHEJ — _MNon-
Homologous Bd Jbining).

MacroH?2A, noninenTHIHUE JaHIIOr SKOro B 3 pa3su JIOBIIHH
spuuaiinoro H2A, sBise co0ow riOpuaHy OIJIKOBY MOJEKYIy —
3BMYaiiHa aMIHOKHMCJIOTHA IOcChigoBHICT HZ2A 1mIoc Beauka
HericToHOBa YacTwHa Ha C-KiHIN, TOMOJOTIYHA IESKHM BipyCHUM
PHK-3B's13yBasibHuM Oinkam. MacroH2A 3ycrpidaeThcsi epeBaskHO
y CKIaal I1HaKTHBOBaHOI X-XpOMOCOMH CaMOK CcCaBIiB (ska
3HAXOAUTHCS y HAJKOMIIAKTHOMY CTaHI Wi 4ac iHTepdasu — y
BUTJISIAI  TaKk 3BaHOro Timeld bappa, Barr body). Hamerno,
MacroH2A Bzaemonie 3 monekynamu PHK Xist (mpoaykr rena Xist,
aKTHBHOTO TUIBKM Yy CKJIaJl IHAKTUBOBaHOI X-XpOMOCOMH),
3B'I3aHMMH 3 TUThIleM bappa, Ta mpuiiMae y49acTh y MiATpUMaHHI
iHaKTUBOBaHOro crany. Ilpote, MacroH2A 3yctpidaeTbcsi TakoX y
CaMIIiB CCaBIIiB Ta y KoMax (y SIKMX HE BiOyBaeThCs iHAKTHUBALISA X-
XpOMOCOMH), TIpUiiMar0uM, HMOBIPHO, y4YacTh Y HOAATKOBii
KOMITAKTU3aLil IIEBHUX TEHOMHUX JUISHOK.

H2A.Bbd (in Barr body deficient) —cneundiunmii ais ccaBuiB
BapianT H2A, Ha skuii 30igHeHi iHaKTMBOBaHI X-XpOMOCOMH. 3a
paxyHOK ckopodeHHs C-KiHIICBOTO XBOCTa, BiH KOPOTIIMHA 3a
spuvaiinuit H2A T1a ripme B3aemomie 3 terpamepom (H3-H4),
(momi6bHo mo H2A.Z). Hykineocoma, 10 CKiIamgy SKOi BXOIUTH
H2A.Bbd, sactkoBo poskpyuena — micturs 110-130map ocHoB
JIHK. KpiM TOro, Taki HYKJICOCOMH CHPHUSAIOTH IEKOHACHCAITl
xpomatuHoBoi ¢iopmwm 30 mm. Ha Bapiant H2A.Bbd 36arageni
TPaHCKPUIIIHO-aKTUBHI 30HU XPOMAaTHHY.

PosrnsHyTi BapiaHTH TICTOHIB € BIACTUBUMHU JJISI COMATHYHHX
KIITHH. Y XpOMaTHHI CIIEPMATOLMTIB Ta CIEPMIiB yCiX TBapuH Ta
POCIIMH TIPUCYTHI 0COONMBI criepMiii-ciennivHi BapiaHTH TiCTOHIB,
a TakoX crhepMii-crienndigai TPOoTaMiHM Ta MPOTaMiH-TIOMiIOHI
Oimku (IpoTaMiHM — MOPIBHSAHO HEBEIMKI OJTONENTHIN, 30aradeHi
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Ha Arg), siki 3a0e3euyloTh MIIbHY KOMITAKTU3ALI0 XPOMATHHY.
VY neskux BUAIB XPOMATHH CIEPMIiB MICTUTh CrepMii-crerudidi
TICTOHM Ta Ma€ HYKJIEOCOMHY CTPYKTYpy. Y iHIIHX (30Kpema, y
CCaBI[IB Ta OCETPOBHUX pHO) y MpOLECI CIepMAaTOreHe3y TiCTOHU
MOBHICTIO a00 Maiike TOBHICTIO 3aMiHIOIOTHCSI HA MPOTaMiHH. Y
monuan ymme Big 4 no 15% JIHK y cnmepmaro3oinax BXOIWUTH JO
CKJIaJly HYKIIEOCOM, pellTa — 3B's3aHa 3 TNPOTAMiH-TIOJAiIOHUMU
Ooinkamu. Ilpn 1mpomy CENP-A 3amumaerscs B XpOMaTHHI
CIIepMaTO30i1iB, MAPKYIOUH IICHTPOMEPHI 30HH.

['oBOpstYm TIPO TICTOHOBI BapiaHTH, CIIJ 3rajJlaTH TaKOX TiCTOH-
nofioni Oinku apxeiB. Lli OiIKM MICTSITh XapaKTEpHUH TiCTOHOBHIA
MOTHB, ajleé HE MalOTh HEBIOPSIKOBAHUX XBOCTIB. ['icTOHU apXxeiB, K
1 eykapioTudHi, (POPMYIOTh AUMEPH, a TAKOXK TETpaMEpH, CXOXi 3a
cBoer cTpykTyporo Ha Tterpamep (H3-H4),. Takmii Terpamep
B3aemozie 3 JIHK, BHacmigok 4oro yTBOPIOETbCS YaCTHUHKA, Y CKIai
KOl MiIsSHKA MOABIMHOI cripai nopxuHol ~60 map OCHOB
3aKpy4yeThCS B €JIEMEHT (MEHIE OIHOrO BHUTKA) JiBoi abo mpaBoi
CyTepCIipat.

2.2.Jlinkepunii ricron H1

Bwicr ricrora H1 y xpomaruni € TkannHoctenudiaaum (po3min
4), ame 3a3BHYail He IEPEBHUINYE OMHIE] MOJEKYIM Ha OKTaMep
KOpOBHX TicToHiB. Ha BigMiHy BiJ KOpoBHX, JiHKepHHUH rictoH H1
(mo3HavaeThCS TAKOXK SIK JII3WH-30aradyeHuil) — MOHOMEPHUIA OLIOK,
sakuii MictuTh Tpoxu Oimbiie 200 aMiHOKHCIOTHHX 3aJIHINKIB:
HeBIOpsAAKOBaHWi N-KIHIICBHH XBICT HOBKHHOK ~40 3anMIIKiB
(36arauennit Ha Lys ta Ala), HeBenmuKHMi TIOOYISAPHUA TOMEH
(GH1), JOBTHIA (mosToBUHA MOJIEKYJIH) C-xinneBuit
HEBIOPSIKOBaHMN XBicT, 30aravenmit Ha Lys, Ala rta Pro.
BinHomeHHs KIIBKOCTI MO3UTHBHHUX aMIHOKHCIOTHHMX 3aJIUIIKIB 10
HeraTHBHUX y rictoHi H1 nopiBHioe npubmmsHo 5.

INicton H1 icHye y BUTIISII TOCUTH BEIHMKOT KITLKOCTI BapiaHTIB —
POIOVHHU JIHKEpHHUX TicToHIB. Hampukiaz, y ccaBuiB y COMaTHYHHX
KIITHHAX YCiX TKaHUH 3YyCTpidaloThcsi 4oTMpH Bapiantu HI, ski
nosHavarotbcs gk H1%-1, 2, 3, 4.Kpim Toro, y TepMiHaIBHO
mudepermifoBaHnX KiIiTHHAX IpHCyTHIi BapianT H1°, y cim'sauKax,
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cenesinmi Ta TEMyci — Hla, a Takox kimeka izopopm H1' y
criepMaToONHTax. Y HEAaKTHUBHOMY XPOMAaTHHI €PUTPOIUTIB ITaxiB
MicTuThesl aHajmor rictroma H1 — ricrom H5. VYei mi BapianTu
PO3PI3HAIOTHCS, TOJTOBHUM YMHOM, 10 HEBIOPAOKOBAHMUX XBOCTaX,
rIoOyISIpHUA JOMEH JOCHTh KOHCepBaTHBHHUU. JIiHKEpHHUI TiCTOH
aKTHBHOTO XpOMaTHHY ApikmKiB Saccharomyces cerevisidaéhol
MICTUTh JIBa TJOOYJISIpHI JOMEHH 3aMicTh OIHOrO (rOMOJIOTIYHI
GH1) Ta mni3uH-30arauennii C-kiHIeBuil XBicT. Y XpoMmaruHi
indyzopii Tetrahymenanasmaku, MiCTHTBCS JTIHKEPHHUH TiCTOH, B
SIKOMY BIJICYTHIH TJIOOYIISIpHHUNA JOMEH.

3a cBO€IO CTPYKTYporo rnoOynspHuii nomeH H1 BimHOCHTBCS 1O
ponuan JIHK-3B's13yBasIbHEX OLIKIB THITY " CITIPATb-TIOBOPOT-CITipaTh
i3 xkpmasriem” (winged helix-turn-helix). Isi o-cmipani (y ckmami
JNOCUTH CTaHIAPTHOTO AJsl TIIOOYISpHUX OUNKIB TPHUCIipaIbHOTO
My4Ka) PO3TAIIOBaHI MPUOIU3HO M MPSMUAM KYyTOM OJTHA JIO0 OJIHOI,
POJIb KpHWIBIA Bimirpac HeBenukwii B-CTpykTypHmii 1map (puc. 7,
KONMBOp. BCT.). IloBepXHS TJOOYIM € 3arajioM IO3UTHUBHO
3apsPKEHOI0 1, BIAMOBIMHO, Mae ciiopinHeHicTs 1o JJHK. 3posymiino,
10 TTO3UTHUBHO 3aPSKCHI XBOCTH TaKOXK €(DEKTUBHO B3aEMOJIIIOTH 3
JHK. V xpomaTuHi m1o0yIsspHA JOMEH B3a€EMOJIIE€ 3 HYKJICOCOMOIO
Ha Bxoxi/Buxomi Hykimeocomuoi JIHK, C-kiHueBu#t XBicT — i3
niHkepamu (3BiIKH i moxoauTh Ha3Ba poaunu). ['icton H1 € oqaum
3 TOJIOBHUX (akTopiB crabimzarii xpomaruHoBoi ¢iopmiu 30 HM
(po3min 4).

2.3.HocrrpancasiuiitHi Moangikaunii ricroHis.

PizHOMAaHITHI TTOCTTpaHCHSIMIiHHI MOAMQIKAI] 3MIHCHIOIOTHCS 10
KOHCEPBATUBHUX AaMIHOKHCJIOTHMX 3aJIMINKaX, PO3TAlllOBAaHUX Y
HEBIIOPSIKOBAHUX XBOCTax (200 Ha MeXi XBOCTa Ta TIIOOYIAPHOL
yactuaK). OCHOBHI THUIH 1TUX MOTU(IKaIlii (alleTHITIIOBAHHS JII3UHIB,
METHJIIOBaHHS JII3MHIB Ta apriHiHiB, ¢ocdopuintoBaHHs cepuHiB Ta
yOIKBITHHYBaHHS JIi3MHIB) Ta 3aIUIIKH, SKH € IXHIMH MIIIEHIAMH B
KOPOBHX TiCTOHaX, moka3aHo Ha puc. 2.3. [icron H1 migmaerbes
¢dbochopmtoBaHHIO, a TaKOX Ie OJAHIA Momudikamii, sKka
3ycTpiuaerbess 1 s KopoBux  ricToHiB, — momi(ADP)-
prOO3MITIOBAHHIO.
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Puc. 2.3.OCHOBHI TUIIM Ta CATH NOCTTPAHCISIIIIHAUX MOAH(iKaIiit
KOPOBHX TICTOHIB (A — aneTuiroBanHs, M — MeTuIOBaHHs, P —
dochopumoBanust, U —yOiKBITHHYBaHHS).

2.3.1. Auemunrosannsa 3anuiikip LYS nojsirae y npueaHaHi 1o &-
aAMIHOTPYITH 3aJIMIIKY OLITOBOI KUCIOTH (aIerary):

HAT Q
C|ZH—(CH2)4—NH3+ -— CH—(CHy),—NH=C—CHs
HD

JI>kepelioM aleTaTHHX TPYI € aleTWiI-KoQEepMEHT A, KaTallizye
peaxIiiro ricroH-ameruiTpanchepasa (HAT, Histone
Acetyl|Transferase).[Ipueqnanns aneraty BUITQISE TMO3UTUBHUI
3aps] Ha 3aJMIIKYy J3UHY. ANCTWIIOBAHHS BIIHOCHTBCS 0
KOPOTKOTEpMiHOBUX Moaudikariii — ricron-gearnerunasu (HD,
Histone _Deacetylase,no3navatotecs Takox sk HDAC) 3nartHi
BUIAJISITH AIIETATHUH 3QJTHIIIOK.
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lNcron-auerunTtpancdepasu miIpO3AUISIOTECS Ha ABa KIIACH.
Kmac B — nuromnasmatuudi  (EepMEHTH, SKi  3HIHCHIOIOTH
aIleTUITYBaHHS TICTOHIB BiApa3y MIiCIsA CHHTE3y. B aIeTHiIboBaHiii
¢opMi TICTOHOBI KOMIUIEKCH TpPAaHCHOPTYIOTBCS TiCTOHOBHUMH
IarnepoHaMU-TIEPEHOCHUKAaMU IO siApa, JIe¢ 3aBaHTaXKYIOThCS Ha
JHK. ¥ xpomaTuHi cTaTycC aneTWIIOBaHHS y TEBHIN 30HI 3aJICKUTh
BiJl OaylaHCy aKTHUBHOCTEH JealeTwias Ta amneTwiTpaHcdepas Kiacy

A —spepHUX HEepMEHTIB.

Snepni ameruntpancdepasd 3aBXKIW TPAMIOIOTE Y CKIIAMII
BEIIMKUX MYJbTHOITKOBHX KOMILIEKCIB, JESAKI MPUKIAAN HABEIECHO Y
tabmumi  2.1. AHaIOTIYHO, D0 MYJBTUOUIKOBUX KOMIUIEKCIB
3aJydeHi 1 JeaneTdiasHi aKTHUBHOCTI (HANpWKIam, OO0 CKIaxy
komrurekcis Sin3, NURD).

Taonuys 2.1. llpuxyiaam ricroH-aneTuaTpancdepas

Ponuna IpencraB- Kommieke, o  Crneundiunicts  IIponecw, mo
aleTuI- HHUKH CKIIaJIy SIKOTO SKUX 3aJly4eHa
tpancdepas BXOJHTh
GNAT GCN5 SAGA H3/H2B Tpanckpumnis
Ada
PCAF PCAF H3 TpaHckpumniist
MYST Tip60 Tip60 H4/H2A Tpanckpumis,
pemnaparist
HBO 1 HBO 1 H3/H4 Penumikarris
p300/CBP p300 p300 4 ricronu TpaHCKpHITLLis,
CBP CBP pemnapautis,
perutiKaris
TAF;250 TAR 250 TFIID H3/H4 Tpanckpumis

AUeTHIIOBaHHS € €IWHOI0 3 MoauQikaliii, mpo sKy MOXHA
CKa3aTH OJHO3HAYHO, II0 BOHA 3aBXKAM KOPENIOE 3 MiJBUIICHHAM
AKTHUBHOCTI TPAaHCKPUNLIi Ta iHIKX (YHKUIOHAJIBHUX MPOLECIB, IO
BifOyBalOTbCA y XpoMaTHHi. Tak, TilepaleTWIboBaHi TiCTOHU
3aBKAM  TPUCYTHI Yy  TPAHCKPUIIIHHO aKTHUBHUX  JUITHKAX
XpOMAaTHHY, Y PEIpPecOBaHUX IIATPUMYETHCS IealleTHILOBAaHUI
craryc TicToHiB. SIk BuaHO 3 Tabmumi 2.1, anerwnrpancdepaszna
aKTHBHICTH €, 30KpeMa, KOMIIOHEHTOM 3arajbHoOro (akTopy
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tpanckpunuii TFIID. KpiMm Toro, koMnoHeHTH 1p0ro ¢akropa —
(axropu, acouiiioBani 3 6inkom TBP (TAFS), —-BxomaTs Takox i 10
CKIany iHmux anetmaTpanchepasnux komiurekciB (SAGA, PCAF).
TakuM YMHOM, AINETHIIIOBAHHS TICTOHIB € HEBIJI'€MHHM €JICMEHTOM
3arajbHOI CHCTEMH PeryJisiii TpaHckpuiii (po3ain 5).

IcHye nBa TMTIM MeXaHi3MiB BIUIMBY alleTHIIIOBAHHS TiCTOHIB Ha
CTPYKTYPHO-QYHKI[IOHANIBHUIE CTaH XpoMaTuHy. [lepiuii mossirae B
TOMY, [0 BUAAJCHHS MO3UTHUBHUX 3aps/iB 3 YHCICHHUX JII3MHOBHX
samumkiB  (puc. 2.3) NpU3BOAUTH IO 3HIKEHHS CITOPIIHEHOCTI
ricroniB go AHK. SIk Oyne mokazaHo y HaCTymHOMY PO3JiIi, I HE
BUKJIMKAE CYTTEBOI 3MiHH CTPYKTYpH HYKJICOCOMH, aji¢ 3yMOBIIOE
NesiKe 3HIDKCHHS ii CTaOUTBHOCTI, a TaKoX CIpHSE JACKOHACHCAITil
XpoMaTuHOBO1 (iOpumu. [pyruit, ORI BaKJIWBHMA MEXaHI3M, €
CHUTBHUM JIJIS alleTHITIOBAHHS Ta 1HIIUX MOAMQIKAI: aneTuiIboBaHi
JII3MHU BII3HAIOTHCS YUCICHHUMH HETICTOHOBHMHU O1TKaMU, 10 Ma€
neBHi QyHKIioHATBHI Hacmiaku (miamiaposa. 2.3.6).

2.3.2. Memunioeanna  3aNUILKIB JTi3MHY Ta  apriHiHy
3IIACHIOETHCS 32 CXEMOIO!

| HMT .
(|2H—(CH2)4—NH3+ — c|:H—(CH2)4—NH2 ~CHs
H
NH,  HMT | N—CHj
cltH—<CH2>3—H—c€.+ —>  CH—(CH)—N—CC +
| NH, NH,

ne HMT — ricron-metuntpancdepaza — GpepMeHT, 110 MEPEHOCHTh
METWIBHI TPYIU 3 S-aJICHO3WIMETIOHIHY Ha amiHorpymy Lys aGo
ryaHiiuHOBY Tpymy Arg. Ha amiHorpymy Moke TpHETHATHCH HE
TIIBKK OxHa (AK Ha cxeMi), a aBi a0 TpM METWIBHI TPYIH, Ha
TyaHiIMHOBY Tpymy — oaHa abo nBi. SIKk mMoka3aHo Ha cxemi,
MO3UTHBHHN 3apsij HE 3HUKAae BHACIIOK MeTwioBaHHS. [Ipote,
nesKl Hecnenu(piyHi HACHITKA MOXYTh MaTH MiCIle: METHIIOBAHHS
TS0 TiABUINYE TiApohOOHICTh 3AUIIKY Ta 3HIKYE HOTO 3MaTHICTh
YTBOPIOBATH BOJHEBI 3B's3KU. [ OJIOBHUI HACIIJOK METUIIOBAHHS —
BIII3HAHHA METWJILOBAHMWX 3aJMINKIB TEeBHUMH Oinkamu. YiTkoi
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KOpeJsitii MikK METHIIFOBAHHSIM Ta TPAHCKPUILIHHOIO aKTHBHICTIO
HEMae€ — Hampukiam, MeTwiaboBauwmii H3Lys4 (@erBeptmii LyS B
ricroni H3) 3a3Buuaii TPHCYTHIH B TPaHCKPUII[HHO aKTHBHHX
ninsakax, a H3Lys9 —y penpecoBaHuX.

lNcron-metuntpancdepasn — BUcoKocmenudiuHi  (epMeHTH,
KOJKEH 3 SKHX 3[1ICHIOE METHUIIIOBAHHS JINIIE KOHKPETHOTO 3aJIUIIKY
Yy KOHKpPETHOMY TicTOHi. JlesKi 3ajHIIKd MOXYTb MiAJaBaTHUCh
JeMETUITYBaHHIO 32 PaxXyHOK JEMETWJIA3HUX aKTUBHOCTEH. Ase Ay
0araThOX 3aJMIIKIB — Ha BIAMIHY BiJ IHIIMX Moudikamii —
METWIIOBAaHHA €  JIOBTOTPUBAINM.  METWJIbOBaHI  TICTOHU
30epiraloThCsi y MEBHUX MAUITHKaxX XpOMaTHHY JOBTHHM dYac i
3HUKAIOTh 3 XPOMATHHOBOI MUITHKH TUIBKH pPa3oM 3 TiCTOHOM
BHACJIJIOK HOTO 3aMiHM Ha HEMETWJIhOBaHY MoJieKyiTy. Hampukman,
MeTwiIboBaHi rictorn H3 mpu aktuBanii Tpanckpuniii MoxyTh (i 1e
CYNPOBOJUKYETBCSl ALICTWIIOBAHHSAM TICTOHIB) 3aMIiHIOBaTHUCh Ha
HeMeTHIbOBaHMi BapianT H3.3. [IoBroTpuBalicTh METHIIFOBAHHS
TICTOHIB POOHTH 110 MOJU(IKAIiI0 OJHUAM 13 BaXKIIMBUM MEXaHi3MiB
eMireHeTUYHOI criaikoBocTi (po3aia 5).

2.3.3. Dochopuniosanns TICTOHIB 3IIHCHIOETBCS IO KIIBKOX
3aJIUIIKAX CepiHy:

HK CI)_
CH—CH,—OH <__" CH—CHZ—O—IID=O
HP o

dochopunroBanns — nepenecenHs pocdaty 3 ATP va OH-rpyny
Ser 3a paxyHok aktuBHOCTI TicTtoH-kiHa3 (HK) — € oGoporHmM 3a
paxyHok  rictoH-pocdarasaux  (HP)  axtmBHOCTe#i.  Xoua
(dochoprtoBaHHS PU3BOAMUTH 0 TOSBH IBOX HETaTHBHUX 3apsIiB,
3BaKAI0UW Ha HEBEJIMKY KUIBKICTh MimeHed (ochopuiIioBaHHS B
KOpoBHX TicToHax (puc. 2.3), edekr miei Momudikarii Ha
cnopigaeHicts rictoHiB A0 JHK He € BaxkmuBum. ['onoBHa poib
(dochoprioBaHHS KOPOBUX TiCTOHIB (TOJIOBHUM YHHOM MOBa iine
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npo H3Serl0) monsirae B #ioro BruMBI Ha iHON MoauQikarii
(migmigposn. 2.3.6).

dochopuiaroBaHHIO MiAIaeThess Takoxk 1 rictod H1, i TyT BruuB
(dbochopmmroBanHs Ha 3HIKeHHS criopimHeHocti mo JJHK e Ginbimn
cyrreBuM: onuH Sers N-kiHIleBoMy XBOCTi, ABa Serrta aga Thr —y
C-kiHIIEBOMY.

OyHkioHaNEHa poib (HOCHOPUITIOBAHHS € MOABIHHOIO. 3 OJHOTO
Ooky, B mepioxn intepdazu QocdopunmoBanns H1 mpuszBoauts 10
JIeKOHICHCAIll XpoMaTHHOBOI (HiOpWIM 1 9acTO CIIOCTEPITaeThCsS B
AKTHBOBAaHMX  NpPOMOTOpax.  AHajoriuno,  (GocHopHIOBaHHS
H3Serl0 wgacrto ciyrye curHaioM [uis 3B'I3yBaHHS TiCTOH-
aretunTpancdepas y TPAaHCKPHININIMHO aKTHBHUX IIISHKAaX. 3
iHmoro 0Ooky, ¢ocdopmwmoBanus H1 Tta H3 3pocrae mig uac
MITOTHYHOI HaJKoHAeHcalil xpoMocoM (po3ain 6). MoximuBo, TyT
TakoX BifOyBaeTbcs mocnabnenHs B3aemonii H1 3 IHK 3 meroro
JaTH JOCTym 10 Hei IHmmMM OijokaM, BiI SKHX 3aJIeKUTh
Ha/IKOMIIaKTH3aLlisl.

2.3.4. Yoixkeimunyeanns TICTOHIB 3IIHCHIOETBCS II0 JBOM
saqmmkamM Lys B ricromax H2A i H2B (puc. 2.3). V6ikBiTHH
(ubiquitin) — HeBenukui TIOOYNSAPHUI OINOK, SKUH MICTUTH 76
aMIHOKHCIIOT. Peaxkinist yOIKBITHHYBaHHS IOJISTa€ B KOBAJICHTHOMY
npuenaandi C-KiHIEBOT KapOOKCHIBLHOI Tpymu YyOIKBITHHY 1O €-
amiHorpynu LyS — yTBOproeTscs i3omentuaHuii 3B'130K. JJo peakuii
3agydeHo Tpu TunH QepMmeHTiB. depmeHT Tuny E1 ATP-3anexxHum
IUISXOM aKTUBYE MOJICKyly yOikBiTHHY, (pepment E2 npuennye
fioro mo BmacHoro samumky Cys, pepment E3 (y6ikBiTuH-mirasa)
nepeHocuTh yOikBiTHH 3 E2 Ha aMiHOrpymy TOro 4yu iHmoro Oijka.
Sx nobpe BimoMo s OaraThox OLUTKIB, Ha MPHETHAHUN YOIKBITHH
TIEPEHOCHUTHCS e OJHA MOJIEKyJa yOIKBITHHY, Haii Ie Kiabka, i
Takui MONiyOiKBITHH € MapKepoM CHUCTEMH MPOTEOTITHUYHOI
nerpafanii 'y mporeacomMax. [iCTOHM TakoX MOXYTh OyTH
cyOcTpaToM Takoi merpajaiiii, ame TYT MoBa #ae TIpo
MOHOYOIKBITHHYBaHHS, $SKE€ HE MAa€ JKOMHOTO BiHOIICHHS 10
mpoteonizy. Y xpomaruHi 3a3zBuyaii 0 10% ricronie H2A €
yoOikBiTuHOBaHUMU 1o Lys119 i1 mo 1-2% ricronie H2B — mo
Lys120. Ilpuennanuii [0 TIiCTOHIB YOIKBITHH BiAIICIUIIOETHCS
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yOIKBITHH-cIIEIIM(IYHOI0 TMpoTea3ol0 — YOIKBITHH Yy CKIafi
MoAM(iKOBaHHUX TiICTOHIB MBHIKO OOMIHIOETECS 13 3arajIbHAM ITyJIOM
BIIBHOTO YOIKBiTHHY B siipi. YOiKBITHHYBaHHs/I€yOIKBITHHYBAHHS
ricroniB H2A 1 H2B 3pilicHioeTscst pisHUMH — Habopamu
cneunivHuX GepMEHTIB.

DOyHKIIOHABHI HACTIIKK YOIKBITHHYBAaHHS € Pi3HOMAaHITHUMHE (Y
3aJIOKHOCTI  BII ~ KOHTEKCTy  IHmMHMX  Moaudikamiii),  aie
CIIOCTEPIra€Thcsl HACTyNHA TeHAEHMis: yOikBiTHHOBanuii H2A €
yacTilie MapkepoM pempecii, yOikBituHoBanmii H2B uacto
3aJIy4eHui 10 aKTUBaIlii TpaHckpuii (mus. migmigposn. 2.3.6).

2.3.5.IIoni(ADP)-pubosunioeanns — monudikaris, ska CyTTEBO
3MIHIOE (hizuuHi BJIACTHUBOCTI TICTOHIB. ADP-pubo3a
(amenozunmudocdar, A0 SKOro NPUEAHAHMN IIE OJMH 3AJTUIIOK
pH603H puc. 2.4) mepeHOCUThCS Ha TiCTOHH (Ta Jeski iHI OiTKH)
3B'SI3aHUM i3 XpOMATHHOM (hepmeHTOM moi(ADP)-
pubozononimepazoro  (PARP, _ly(ADP)-ibose _lymerase),
noropom ADP-pu6o3u € Hikotunaminaneninaunykieotun (NAD™).

Puc. 2.4.TToni(ADP)-pu6o3a, npreanana 10 KapOOKCHIBHOI TPYITH
sanmumiky Glu, myxxkoro nmo3snaueHo monomep — (ADP)pubo3zy. Ha
scrasii: NAD®, opanom o6Beneno (ADP)-pu603y. N —HikoTHHaMI,
A —anenis, P —pochaTHmit 3aHIIOK.



36

Bamumok (ADP)-pn603u mpHeaHYETHCS 10 KapOOKCHIIBHOL TPYITH
(wactimme y ckmami  Glu). Mogudikamiss Moxe TONATaTH Y
NpUEHAHHI OJHOTO TaKOro 3anuiuky abo Oaratbox (mo 200) —
nomiMepuuid  saHmor  (nomi(ADP)-pubo3a),  skuit  Moxe
PO3TaTyKyBaTUCh, VTBOPIOEThCSI 32 PaxyHOK IPHETHAHHS
MoHomepiB 10 OH-rpym pu6o3 (puc. 2.4).

OcHoBHa wmimeHs noni(ADP)-prbo3mintoBaHHs B XpOMaTHHI —
ricron H1 (mBa Glu B N-xinmeBoMmy xBocTi, oguH y C-KiHIIEBOMY
mopsin i3 rTi00ymapHUM 1moMeHoM Ta C-kiHreBa KapOOKCHIIbHA
rpyna). [Ipore iHOmI MOIMQIKYIOTBCS TakoX i KOPOBI TICTOHH —
30kpema 3anuimok Glu B N-kirmesomy xBocti H2B.

Ha BigMminy Bif inmmx moaudikaitiii rictonis, moai(ADP)-pubosza
SBJIsl€ COOOK0 MACHBHHWI HETAaTMBHO 3apsyDKCHUE  (3aBAsKU
dochaTHUX 3aNMIIKIB) TONIMEp, HyKE CXOKUH Ha HYKICTHOBI
KUCJIOTH. Takuii  TMOJdiaHiOH, TO-TIepINe, CYTTEBO  3HIKYE
cnopigHeHicth MonudikoBanux TrictoniB mo JHK. Ilo-mpyre,
nofti(ADP)-pu603a Moke HEKOBAJICHTHO B3a€MOISATH 3 TICTOHOBUM
KOMIUIEKCAMHU, CTIpUSItOUN iX TuMuacoBoMy BuaaieHHto 3 JJHK. Ilpu
npoMy PARP, npucyTHs y 6araTh0xX JIOKycax XpPOMAaTHHY, 4YacTo
micIs MEeBHUX perynstopHux curHaiiB noni(ADP)-pubosmiroe cama
cebe, a 1elt moJriMep BxKe ancopOye TiCTOHOBI KOMIUIEKCH.

IToni(ADP)-pubosuiaroBanHss  iHOAI  CIOCTEPITa€rbess  MpH
rinepakTuBamii ~ TpaHCKPUMLIi  JOESKMX  TEHIB,  CIPHAIOYH
TUMYacOBOMY BHIAJICHHIO TICTOHOBHX KOMIUICKCIB y KOAYHOUHX
niuTsHKaX. [HIMM 106pe BUBYEHUM MPOIIECOM, JIO SIKOTO 3alTydeHa IIs
Mmoaudikaris, € pemapamis. aktuBHiCTE PARP ctumymoeTscs y
micusx HakonmdeHHst po3puBiB JIHK. IToni(ADP)-pubo3a Bupamnse
TICTOHM, 3aBASKA YoMy 3abesrmeuye goctyn nmo JIHK emementiB
pemnaparifHuXx CHCTEM, IICIAS YOro TOJIaHIOH JOCHTh IIBHUIKO
JerpanyeTbesl creuiambHuMHu (GepmeHTamu (TIepiof HamiBpo3mamy
noni(ADP)-pu6o3u B xpomartuni Big 30 ¢ mo 10 xB), i ricTOHOBI
KomIuiekcH noepTatotbest Ha JIHK.

2.3.6. I'icmonosuit ko0. 3Baxaroun Ha KUIbKICTh MOau(iKarlii
(puc. 2.3), MOXIHBO ICHYBaHHSA KiIBKOX THCAY Pi3HOMaHITHHX
130()OpM HYKJICOCOM, IO PO3PI3HAIOTHCS HAOOpOM MOIU(IKOBAHUX



37
aMiHOKHCIIOTHHX 3aJIMIIKiB. Pi3HOMaHITHI KoMOiHauii (marepHm)
Moaudikarii 3amydeHi M0 peryimii (yHKIIOHATBHUX IPOIECIB Y
XpOMaTHHI — HECYTh TIEBHY iH(OpMAIlifo, CHCTeMa 3YMTYBaHHS ITi€l
iHpopmanii Oa3yeTbcsi Ha BII3HAHHI MOAM(IKOBAHWUX 3aJHILIKIB
HETiCTOHOBMMHK  OinkamMu.  BigmoBimHICTF  Mik  HaTepHaAMHU
Momudikariii Ta HabopoMm OinKiB, moO I1X Boi3HaOTH (i
(GYHKIIIOHATBPHUMH HACJIJIKAMH TaKOTO BITI3HAHHS), HA3MBAETHCS
zicmonosum Kkooom. binku, 31aTHI B3aEMOMIATH 3 MOAU(DIKOBAaHUMHU
TiCTOHAMH, Ha3WBAIOTh eghexkmopamu.

Jleski HAWOUTBIT TIOIIMPEHI CTPYKTYpPHI MOMYJi, IO 3AaTHI
BITi3HABaTH MOAM(]IKOBaHI 3aJUIIKU B TFICTOHAX Ta 3yCTPiYalOTHCS B
0araThbOX HET'iICTOHOBHX O1JTKaX:

»  Epomooomen (bromodomain) —crpykTypHHii IOMEH B
Oimkax, IMO BINI3HAE AalNETHILOBAHI Ji3MHH B TricroHax (pumc. 8,
KOJBOP. BCT.). JlocUTh 4yacTto OpOMOJOMEHM € CrelHu(iYHUMH —
TakKWUMH, 10 3JaTHI B3a€EMOMISTH TUIBKH 3 KOHKPETHUM
areTmiboBaHuM LYS. 30kpema, Oimkd, MmO MICTATH OpOMOIOMEH,
4acTo  BXOAATH 1O  CKIaAy  TiCTOH-aueTHATpaHcdepasHux
komruiekciB: HAT 3matHa BmisHaTu anetwiboBaHuit LyS omHiel
HYKJICOCOMH Ta 3MIMCHUTH aleTHIIOBAaHHS I1HIIIOTO, HAa Tik camii
HYKJIEOCOMI YM Ha IHIINK — aleTHIIOBAaHHS TICTOHIB y IICBHIHM
TCeHOMHI 30HI MOX€ pO3MOBCIOKYBATUCHh 32 TaKUM KacKaJIHUM
MexaHi3MOoM. barato iHmmX OUIKiB, 3adydeHHUX OO0 AaKTHUBAIil
TpaHCKpHIiii  (30KpeMa, KOMIIOHEHTH 3araibHOro  (akTopy
tpanckpumniii TFIID) takox MicTTh GpOMOIOMEHH.

*  Xpomooomen (Chromodomainpsaemoiic 3 METUIILOBAHUMH
JIi3MHAMM. Hampukan, XpOMOJIOMEH y cKIazi
rerepoxpomatuHoBoro Oinka HP1  cmenmdiuno B3aemomie 3
MeTmiboBaHUM H3LYS9, i ms B3aeMofiss € CyTTEBUM E€ICMEHTOM
CHCTEMH IiATPUMAHHS T€TePOXPOMATHHOBOTO CTaHy (po3aia 5).

*  PHD-naneus (PHD-finger, FPant HomeoDpmain) takox
BITiI3HA€ METHWJIHOBAHI JI3WHU — 30KpeMa Taki, IO € MapKepamu
AKTHBOBAHOTO IIOJIO TPAHCKPHIIIIII cTaHy XpoMaTHHy. [IpukiamoM
JBOXBaJICHTHOTO edekTopa € TpaHcKpunuiiauid ¢akrop BPTF
(bromodomain + PHD) -y iioro ckiami OpoMOIOMEH, IO BIIi3HAE
areTUIhOBaHMM LYS, mpueaHaHuil a-cripaibHuM JiHkepom g0 PHD-
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HaJIBLS, IO 3BSI3y€TbCA 3 TpUMeTWIboBaHUM Lys4 y ricroni H3
(pmc. 8,ko0mB0D. BCT.).

@Di3MYHOI0 OCHOBOIO TiCTOHOBOTO KOIYy € T€, IO CIEMEHTH
CHUCTEMH PEeryislii TpaHCKpUNLii BHI3HAIOTH BiApasy oOacamo
pizHOMaHITHUX MoauQIKaliii: B3aeMOAIL 3 KOXHOIO OKPEMOIO
MOAM(IKOBAaHOIO TPYNOI € IOCUTh CJIaOKoro, ajae B IJIOMY
CHOPIAHEHICTh OJTHOTO YH KUTBKOX OUIKIB-€eKTOpiB 10 JaHOi
HYKJICOCOMH  MOXe  OyTH  JOCTaTHbO  BHCOKOIO.  Taka
MYJIBTHBAIICHTHA B3a€EMOJisA 3abe3medye IUHAMIYHHN XapakTep
3B'I3yBaHHS. OJHY 3 IIEBHOTO HA0OpYy B3a€MOI MOKHA JIETKO
3pyHHYBATH 32 PaXyHOK SIKOTOCh KOHKYPEHTA, [0 3HU3UTh 3arallbHy
CIIOPITHEHICTh Ta MOPYIIATH KOMIUIEKC. Pi3HOMaHITHI BapiaHTH
MYJbTUBAICHTHUX B3a€MOJIH 3 TICTOHOBUMH XBOCTAMH CXEMATHYHO
MOKa3aHo Ha puc. 2.5.

MynbpTUBaJIGHTHA ~ B3a€EMOAIS  PI3HOMaHITHUX  €(EeKTOpiB
3abe3nedyye He TUIbKM creunivyHe 3B'13yBaHHSA MOAU(DIKOBAHUX
TiCTOHIB, a ¥ B3aeMHUWIl BIUIMB Moau(ikamiii ogHA Ha OJHY.
Hampuknan, B akTHBOBaHUX [IISHKAX XPOMATHHY METHIYBaHHS
H3Lys4 iuribye 3B'sa3yBaHHS TICTOH-IEalleTHa3 Ta TICTOH-
MeTuiTpaHcdepasu, ska BiAmosigae 3a MerwiroBaHHs H3Lys9.
OpnnouacHo, dochopmmroBanas H3SerlO iHmykye aneTHIIOBaHHS
octaHHboro jisuHy Ta H3Lysl14, mi 3aiuiliki B aleTHILOBAHOMY
CTaHi JOHaTKOBO ONOKyoTh 3B's3yBamHs HMT (puc. 2.6).
JeaneTniroBaHHs ~ BKa3aHWX  JI3WHIB, HAaBMaKH, CTHMYJIIOE
3B's3yBanHss HMT, sika 3milicHioe MetwmoBanas H3Lys9, a mei
OCTaHHIH METHJIbOBAaHUHU 3ayMIIOK iHTriOye meTwaroBanHs H3Lys4
IHIIIOK0 ~ TICTOH-METHITpaHcepa3ord —  Taka  KOMOiHaIis
Monudikamiii B N-kinueBomy xBocti H3 € 03HaKo penpecoBaHHX
minstaok (puc. 2.6).

3a3Buyaid, K y PO3NISIHYyTOMY IpHKazi, MeTuiaboBanuii H3Lys4
€ MapkepoM akTtuBHMX, a H3Lys9 — pemnpecoBanux Ta
reTepOXPOMATHHOBUX AUISHOK. [IpoTe, kKOMOiHaIisT METUIHLOBAHUX
H3Lys4, H3Lys9ta H4Lys20 Bmi3HaeThCss OAHUM 13 aKTHBATOPIB
TPaHCKPHIILi.
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Edexropn

Ticronosi
XBOCTH

Hyxsieocoma

Puc. 2.5.MynbpTHBaneHTHA B3aEMOTis e(hEeKTOPIB 3
MOIM(DIKOBAHUMU 3AJTHIITKAMH, PO3TAIlIOBAHUMH B MEKaX OJTHOTO
XBOCTA, JIBOX XBOCTIB Pi3HUX TiCTOHIB OIHIET HYKJIEOCOMHU ab0 Ha

PI3HUX HYKJIEOCOMax.

/@@\ Ny,

M ‘A A
—— K e— KO = S10 m—K14 —

— K e KO = S10 s K14 m—

Puc. 2.6.1lpuknany ricTOHOBOTO KOIy: BEpXHs KOMOiHAMis
moaudikarii B N-kiHiieBomy xBocTi ricrona H3 BignoBinae
TPaHCKPHIIIIIHO aKTUBHOMY CTaHy, HHKHS — PETIPEeCOBAHOMY
(mOsSICHEHHSI B TEKCT1).
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Jlo 3arajgpbHOI CHCTEMH TiCTOHOBOTO KOAY 3ajydeHe TaKoX 1
yOikBiTHHYBaHHs ricToHiB H2A ta H2B. Sk B:KE 3raayBajgoch BHIIE,
yoikBiTnHoBanuit H2A (UH2A) e 3a3Buuaii Mapkepom permpecii. B
Hykineocomi C-kinmeBuit xBict H2A posramoBanuii B 30HI
Bxony/Buxony HykiaeocomHoi JIHK — Tam, ae 3 HyKJI€OCOMOIO
B3aemozie ricron H1 (mus. puc. 15,kombop. Bet.). ITosiBa yOIKBITHHY
migBuIIye crmopimHeHicth g0 H1 i, BigmoBigHO, cTabuTizye
KOMITAKTHUI CcTaH XpoMmaTHHOBOi (iOpumu. Kpim Toro, UH2A
iaribye mermmoBanuas H3Lys4 (Mapkepa akTHBHHX iISHOK). |
HaBITaKH, neyOiKBITHHA3A UH2A PEKPYTYEThCS bi (o)
MIXXMOJICKYJIIPHAX KOMIUIEKCIB, 110 30MparOThCs Ha MPOMOTOPAX
TIPU aKTUBAIII] TPAHCKPHIIITIi.

VoiksitnnoBanuit H2B (UHZB) € BakiaMBHM aKTHBATOPOM
MetwnioBanHd H3Lys4 — yOIKBITHH ymi3HA€Tbes  (aKTOpoOM,
HEOOXIHUM JJIsi aKTHBAaLii BiAMOBIAHOI TiCTOH-METHITpaHC(epasu.
IMicns Toro, sSK METHIIOBaHHA (IOBrOCTPOKOBA MOAM(DIKAILis)
BiIOYJ0Ch, YOIKBITHH BHIAISIETHCSA, BUKOHABIIM CBOIO POJb, — B
aKTUBHUX HinsHKax 10 5% H2B e yOikBiTuHOBaHUMH, ane 10 35%
H3 — MetunboBanumu 1o Lys4. Kpim toro, UHZB BiporigHo ciyrye
Oap'epoMm it  HOpMambHOTO pyxy PHK-momimepasn mpwm
TPAHCKPHILII — WOro BHIANCHHS Michs iHimiamii TpaHCKpUMii 3
HYKJICOCOMH, IO 3HAXOIUTHCS Bifpa3dy 3a CTAPTOBOIO TOYKOIO, €
HEOOXITHOIO  YMOBOIO  HOPMAajabHOTO  MPOIOBKEHHSI  PyXy
noJimMepasH.

Hesxki  HaOLIbII ~ XapakTepHi  KOMOIHaIii  TiCTOHOBHUX
Moau(dikariii, 3a IKUMH PO3PI3HAIOTHCS Pi3HI QYHKI[IOHAIBHI CTAaHH
XpOMAaTHHY KIITHHHOI JiHIl apo3odinu, HaBemeHi y Tabn. 2.1.
HacnpaBni, xomOiHaTopHMid aHani3 ao03Boise Bumimutd 30 Takux
rpyn komOiHamiii — 30 cTaHiB XpOMaTHHY, IO PO3PI3HAIOTHCS 3a
(yHKIIOHATFHUMH  BJIACTHBOCTSAMH Ta IaTepHAMH TiCTOHOBHX
MoauiKarlii.

Taonuys 2.1. XapaxkrepHi komoinauii Mmoaugikauii ricronis y
AUISTHKAX XPOMATHHY, 10 3HAXOAATHCH B Pi3HUX
(pyHKLIOHAJIBHMX CTAHAX
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Cran

H3K36me3
H3K79mel
H2B-ubiq
H3K79me2
H3K4me2
H3K4me3
H3K9ac
H4K16ac
H3K4mel
H3K36mel
H3K18ac
H3K27ac
H3K9me3
H3K9me2

MiKreHHuit
eyXpoMaTHH

Binkpurnii
(moreHiitno
AKTHBHMI)
XPOMaTHH

AKTHBHI
CTapTOBI TOYKH
TPaHCKPHIILIi,
eK30HH

AKTHBHI
€K30HH, 30HU
eJloHranii
TPaHCKPHIII{

AKTUBHI
IHTPOHH,
€HXaHCepH

I'erepoxpoma-
THH

ITo3HaueHHs:

ac — ameTwiyBaHHi, Me —werunysanusa (1, 2, 3 —

KUTBKICTh METHIBHHMX TPyI), UbiIQ — yGikBiTHHYBaHHS. 3a JaHUMH
The modENCODE Consortium (2010).

TakuMm 4YWHOM, TICTOHOBHH KOA Ja€ MOXKIHBICTb TOHKOT
perymarii Ta MOIyJAMmii TPAHCKPHIIII 3a paxyHOK BITI3HAHHS
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ricTOHOBUX MoAM]iKaniid YMCIeHHUMHU eeKTopaMu — haKTOpaMu
i kodakTopaMu TpaHCKpHLii, (epMEeHTaMH, IO 3HIHCHIOIOTH
moaudikarmii ricroHiB 1 JIHK, kommiekcamum pemMoaemtoBaHHS
XpOMaTHHY TOLIO.

2.4.Binku HMG

Hazea HMG (High Mobility Group, maetbcs Ha yBa3i BUCOKa
PYXJIHUBICTE TPH enekTpodopesi) o6'€aHYe TpH, CTPYKTYpPHO
a0CooTHO pi3HI, poawHU OinkiB. Bci BOHM TpPHCYTHI B
XpOMaTHHI Y JOCUTH BEJIMKIH KITBKOCTI Ta CYTTEBO MOAYJIIOIOTH
WOro  CTPYKTYpHY IOHHaMIKy — 1X 1HOOI  Ha3WBaIOTh
"apxiTekTypHUMH OLTKaMu'" a00 "XpOMaTHHOBUMM IIallepOHAMH .

2.4.1. HMGA (imma nazBa HMG-I/Y) — Oinku, mo He MarwTh
BIIOPSIKOBAHOI CTPYKTYpU Ta ICHYIOTh Y BHDJISIII  TPHOX
BapiantiB. HMGA-1lata HMGA-1b (mpoaykT anbTepHaTHBHOTO
criaiicuary ogHoro reHa) Ta HMGA-2 (mpoxykT iHIIOTO reHa).
I'enu HMGA € npoTooHKOreHaMU — TXHSI T1IEPaKTUBHICTh MOXKE
BUKJIUKATH 3705KicCHY TpaHchopmalio. L{i reHn € MinieHIMH
YHUCIICHHUX LUISIXIB CUTHAJIBHOI TPAaHCAYKUii, 110 MPU3BOIATH SIK
0 3MiHA aKTHBHOCTEH MPOMOTOPIB TEHIB, TaK 1 3a0e3MeuyioTh
PI3HOMAaHITHI MMOCTTPAHCIIAIINHI MO (IKaIil IXHIX MPOTYKTIB.

IMoninenTuaHMi JIAHIIOT HMGA MICTUTH 107
aMiHOKHCJIOTHUX 3allMIIKiB, Yy TEPBUHHIA CTPYKTypi € Tpu
xapakTepui MortumBu: Tak 3BaHi AT-zaku (AT-hooks) -
najxigapomui nentanentuan Pro-Arg-Gly-Arg-Pro. AT-rak mae
MiIBUIIEHY CTIOPITHEHICTh 10 HeBelnkoro AT-30araueHoro caty
JTHK (3Bigku MOXOIWUTH Ha3Ba MOTHBY) HOBKHHOIO ~5 IMap OCHOB.
AT-rak 3B'A3y€TbCS 3 MAJICHBKUM OJIOOKOM TOABIMHOI CITipali,
ne HaOyBae BHUTATHYTOI KOH(opMamii — BiH J0Ope YKIamaeTrbes y
3BY)KCHUH MaJIeHbKHH >KOJ000K IUISHKH, 30araueHoi AT-mapamu.
['onmoBHUIT BHECOK y cTabiIizaIii0o KOMIUICKCY Mal0Th ABa 3aHYPEHi B
XKOJI00OK 3anmumkud Arg, 10 YTBOPIOIOTH BOAHEBI 3BSI3KH 3
CK30LUKIIIYHUMU TPpyNaMH TUMIHY (puc. 9, KOJIbop. BCT.).

Kondopmariiiina pyxJauBicTh MOJIMENTUIHUX 3'€aqHAHL MK AT-
rakam¥ JIO3BOJIss€ OUIKy BITI3HABAaTH pi3HOMaHITHI KomOiHamii AT-



43
30araueHuX CaTiB, IO 3HAXOATHCS HA Pi3HIN BiJCTaHI OJHH Bij
omHOro: Oimok B3aemomie abo 3 AT-30araueHor0 AUIIHKOIO
TOBXHHOIO ~15map ocHOB, a60 3 TproMa AT-30arauecHuME caiiTami,
BiJIJAJICHUMH 110 JIAHITIOTY OAuH Biag oxHoro. Taki AT-30aradeHi
TPEKH JOCUTh YacTO 3YCTpivaroThCcs B mpomoTopax. [lpu 1pomy
caiit 3B'si3yBaHHA 3 AT-rakoM IO MajJeHHKOMY >KOJOOKY dYacTo
MEPEKPUBAIOTHECA 3 CalTaMH JJIsl TPAHCKPUIIIHHUX (aKTOpiB MO
BelMuKOMY. OCKINBbKH CalT B3a€MOJii Mae MalleHbKHHA po3Mip, BiH
MOe OyTH TOCTYITHUM 1 Ha TTOBepXHI Hykiaeocomuoi JIHK.

Kondopmariitino  mabimpHi  3'emHanHs MK AT-rakamu
BUKOPUCTOBYIOTBCS ~ Jdami Ak miatrgopmMu g 30ipKH
MYJIbTHOLTKOBHX KOMITJIEKCIB, 111(0) aKTHBYIOTH/OJIOKYIOTh
TpaHckpuiio. Omke, 3B's3yBanHs HMGA Ha npoMoropax Ta
€HXaHcepax 4acTo iHilioe 30ipKy MYJIbTHOIIKOBHX KOMILIEKCIB,
AKi 3a]Ty4eHi 10 peryJisuii TpaHCKPHUILii.

2.4.2.HMGB — 0inku, sfiKi MiCTSTbh Y CBOEMY CKJIaJi 0COOIUBI
rIoOyaspHI CTpYKTypHi AomeHn — Tak 3BaHi HMG-6okcu. B
oinkax HMGB apixmkiB, KoMaX Ta POCIHMH 3HAXOMAUTHCS OIUH
Takuii OoOkc, y XxpebeTHmx — nBa. 3arajmbHa JTOBXKHHA
nominentugHoro  nmanmora HMGB  xpebermmx — 215
aMiHOKHCIOTHHX 3anuinkiB (mBa HMG-6okcu mopsm oguH 3
OJHHM Ta HeraTHBHO 3apsmkenmii C-kiHnesuii xsicT). JIBa
Bapiantu 1poro Oinka — HMGB-1,2 ¢rapa nazsa HMG-1,2)
OPUCYTHI Y KIITHHHOMY SIpi B JOCHTHb BENHUKiH KiIBKOCTI — Y
ccapiiB 10—20komiit Ha Hykieocomy. Crnopigaenicte HMGB mo
JTHK € meBucokoio (6inok moBHicTio aucoitoe Bix JHK y 0,35M
NaCl). Heratusuuii C-kiHIEBHI XBICT Jga€ CBill J0OAaTKOBHUI
BHECOK y 3HIDKCHHS CHOPITHEHOCTi, KpiM TOTO, BiH, IMOBIpHO,
3/1aTeH B3aEMOJIATH 3 IHIIUMH O1IKaMH.

HMG-60kc Mae L-momiOHy CTpYKTYpY, IO CKIaJa€ThCS 3 TPHOX
a-cripaneid. JIBi 3 Hux (OLIBII KOPOTKi) BOYAOBYIOTBCS Y MaJCHbKHUIA
o060k JIHK, mo cympoBOmKYyeThCS PO3KPYUCHHSM IOABIAHOT
cripaii Ta ii BurnHoMm Ha ~80°y NpOTUIIEKHHUN 1O BiTHOLIEHHIO 1O
Oinka Oik — y Benukwmii x01000kK. Y B3aemogii mixk JIHK Ta Ginkom
OepyTh y4acTh TiApodoOHI TMOBEpXHI [BOX O-CIipaled Ta
nehOpMOBAHOTO MaJICHBKOTO KOJIOOKA, MPH ITbOMY 3IIHCHIOETHCS
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YaCTKOBAa IHTEPKAJALIS ABOX TiApo(oOHMX 3alMIIKIB (3a3BHYAN
Met, Phea6o lle) mix mapamu ocuos. VY ckmazni 6inka HMGB 6oxc
(hmanKoBaHUN TTO3UTHUBHO 3apsHKEHOI0 N-KiHIIEBOIO
HEBIOPAIKOBAHOIO TUISHKOIO, SIKA TOJATKOBO CTalili3ye KOMILIEKC,
enekTpoctaTyHo B3aemoxitoun 3 JIHK i3 BHyTpimHBOTO OOKY
Buruny (puc. 10,kombop. BCT.).

HMG-60kc € nyxe pO3MOBCIOMKEHUM CTPYKTYPHUM MOTHBOM Y
Oaratbox JIHK-3B's3yBanbHux Oinkax. Cepen HMG-0okciB € sik
crenndivHi IO MEBHUX IOCTITOBHOCTEN map OCHOB (30Kpema, B
TpaHckpumiiiiaux  ¢akropax LEF-1, Sox-5, SRY), tak i
Hecrienudiuni. Hecneundiunuit 6inoxk HMGB Bukonye ¢yHK1i0
¢dakropa, 1m0 migBuinye KoHpopmamiiny pyxauBicte JHK y
KIITHHI: OUIKH 3B'SI3yIOTBCSI HA KOPOTKHH IPOMIKOK Hacy,
IHAYKYIOTh BUTHH, TWICJIS YOrO JUCOIIIIOIOTH Ta 3B'S3YIOTHCA B
iHmomy Micui. Pe3ynpTaTroM € TONETrmeHHS Pi3HOMaHITHUX
Manimyamin 3 JAHK, sxi morpebyiors medopmariiii moaBiiHOT
cmipaii: pekoMmOiHalis, peMojentoBaHHs XpoMaTuHy (po3min 5),
3B'A3YBaHHS TPAHCKPUMNUIHHUX (AaKTOpiB y 30HI THUMYACOBOTO
BUTHHY TOIIIO.

2.4.3.HMGN — meBnopsiikoBaHui nojinentu] qoxuHO0 ~100
aMIiHOKHUCIIOT, AKWi icHye y nBox BapianTax: HMGN-1,2 (crapa
naszsa HMG-14, 17).Bmict HMGN y xpomartuHi Bapitoe IIst pisHHX
TKaHUH, aJic He MEPEBHIIY€e OHIET KOMii Ha HykJIeocoMy. B maHIo3i
€ nBi 30Hu (nomenm): moszutuBHO 3apsyvpkenuii NBD (Nucleosome
Binding Domain) —nimsaka Big ~104 mo 404 aMiHOKMCIIOTH, IO
B3a€EMOJIIE€ 3 HYKJICOCOMOIO, Ta HETAaTUBHO 3apspkeHui C-KiHIIEBHI
CUD (Chromatin _Uhfolding Domain). NBD B3aemozie 3 nBoma
CyCiIHIMH BUTKaMH HyKJIeocoMHOi cymepcmipam JHK, 1 msa
B3a€EMOJISI  CTabUTi3ye  CTPYKTYypy HYKJICOCOMH. 3  OIHIEIO
HYKJICOCOMOIO KOOIIEPAaTHUBHO (ITiIBHIIYIOYM CIOPIJHEHICTh OJHA
0/1HOT) 3B's13y10ThCs /1B Mostekynn HMGN, npuuoMy 3aBxkau 0THOTO
tuny (1 gm 2). C-kiHIEeBa HEraTWBHO 3apsPKEHA YaCTHHA MOJIEKYITH
koHkypye 3 JIHK 3a ricronoBi xBoctu. Y pesynbrati HMGN, sixwii
HAKOMMYYEThCS Y TPAHCKPUIIIAHO aKTHBHUX JISHKAX, CIIPHUSE
JIeKOHZCHcalli xpomatuHoBoi (iopunu. Bzaemomis HMGN 3
HYKJICOCOMOIO — cjia0ka, T00TO BiH, sik 1 HMGB, mwiiie Ha KOPOTKHiA
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vac (cepenniil yac imo6inizanii ~30¢) migsuiye goctynsicts JJHK
JUTSL 1HITMX €JIEMEHTIB CUCTEMH aKTHBAIlil TpaHckpumiii. Ha meskmx
HyKjIeocoMax (y 3aJeKHOCTI Biff KOMIAKTHOCTI (piOpHIIH, KOHTEKCTY
moaudikariii, kopakropiB) HMGN moxe 3atpumyBaTHCh Ha OLTBII
JIOBT'HIA Yac i TOJI CTUMYJTFOBATH TPAHCKPHUIIITIFO.
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Pozain 3. Hykieocoma

Hyxneocoma € 6a30B0O0 CTPYKTYPHOIO OJMHHIICIO XPOMATHHY. B
IOMY PO3AUTI  OUTBII JETAIBHO PO3MIIIHYTO i  CTPYKTYpY,
MeXaHi3MH cTabinizauii Ta CTPyKTYpHOI JHHAMIKH.

3.1.CTpyKkTypa HYKJE0COMH

3.1.1. THK-zicmonogi 63a€mo0ii ma npocmopoea opzanizauis
Hyxneocomu. Koxen ricronosmii rerepomumep (puc. 4, Komsop.
BCT.) Ma€ Ha CBOIH TIOOYJISIPHiM MOBEPXHI TPH 30HH CKYIUCHHS
MO3UTHBHO 3aps/DKECHUX aMIiHOKHCIOTHUX 3alIUIIKIB, SIKi 37aTHI
B3aemozisatu 3 JJHK 3a enekTpocTaTHUHUM MeXaHi3MOM: Y MiCLIsIX
B3aemomii Mixk merasmu L1 ta L2 pisHmx cybomumMIs (SKi €
KoH(OopMaIiitHo AKOPCTKUMH 3a paxyHOK CJIEMEHTIB
MDKMOJICKYJSIpHOT  B-CcTpyKTypH, miamiapo3a. 2.1.2) ta B 30HI
KoHTakTy MK N-kinmsamu cmipaned ol. Pazom mi Tpu caitu
CTBOPIOIOTH TIaTdopMy s 3B’ si3yBaHHA AUIHKA JIHK moBkuHOIO
27-28 map ocuHoB (~2,5 BuTKa mongiitHOi cmipaini, puc. 11, konbop.
BCT., TMB TAKOX pHUC. 4, KOJIBOP. BCT.).

Terpamep (H3-H4), (puc. 5, komsop. BCT.) 3aiiMa€e LEHTpaIbHY
TIO3UIII0 B CTPYKTYpI HYKJICOCOMH Ta 3B'3ye ~ 55map ocHOB (puc.
12, xonbop. BcT.). Kommekc terpamepa 3 JHK Ha3uBaroth
mempacomoro. CTpyKTypa TETpacoMH, SK 1 TeTpamepa, Haramye
MiKOBY, sIKa YTBOPIOE €JIEMEHT JiBoi cymepcmipaii. Bick cumerpii
APYroro MOPSAKY TeTpacoMmu (sSKa BOJAHOYAC € 1 BICCIO CHMETpii
IPYroro MOPSIIKY BCi€l HYKJIEOCOMH) IPOXOIUTh depe3 iHTepdeiic
Mix JBOMa MoJiekynamu H3 Ta ieHTpanbHy mapy OCHOB.

Nea numepu H2A-H2B (B3aemomitoun mpu oMy 3 JTHK, 1o
HeHTpalisye TO3WTHBHI 3apsad TIiCTOHIB, AWMB. mimmiaposm. 2.1.2)
MPOJIOBXKYIOTh ~ TETPACOMHY  CyIlepcHipalib B oOuagBa OOKH,
YTBOPIOIOYH HYKJIEOCOMHY YacTHHKY. Pesynbrarom peamnizanii JJHK-
TICTOHOBUX Ta TICTOH-TICTOHOBHX B3aeMoOJili € QopMyBaHHS Ha
moBepxHi okrtamepa ~1,7 Burka miBoi cymepcmipani JIHK.
Crpykrypy Hykiaeocomu, mo Mictuth JHK moexwmuoro 147 map
OCHOB, BCT@HOBJICHY METOAOM PEHTI€HOCTPYKTYPHOTO aHaji3y
KpUCTaliB  HyKJIeocoM y jaboparopii Pwumonma (Timothy
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Richmond),nokazano nHa puc. 13, koab0p. BCT. (IMB. TaKOX pUC.
3.1, 1,xomBop. BCT.).

Puc. 3.1.011Ha 3 CHMETPHYHMX ITOJIOBHH HYKJIEOCOMH (31 CTPYKTYPH
Ha puc. 13,xonpop. BcT.). [lo3HaueHO cynepcmipanbHi MO3HIT
(SHL) nykneocomuoi JTHK.

Sk 3a3HaYeHO BWINE, BICH CHMETPii HYKICOCOMH IPOXOIUTH
TOYHO dYepe3 LEHTPATbHY Hapy OCHOB (HE 4epe3 MPOMIKOK Mik
nBoMa mapamu) HykimeocomuHoi JIHK — y mifi Toumi Bemukumit
JKOJIOOOK TIOABIHHOI cImipani € 3BepHEHUM JI0 IOBEPXHI OKTaMmepa
ricroniB (puc. 12, 13, kompop. Bcr.). JAHK-ricroHoBi B3aemomii
30IACHIOIOTECSl Y TO3ULISX, J€ MaJCHBKHH KOMOOOK KOHTAaKTYeE 3
OKTaMepoM — 3 TIO3UTHBHO 3apsS/DKCHHUMH CaliTaMd Ha TOBEPXHI
ricroHoBux aumepiB (puc. 3.1, 11-13,konpop. Bct.). OmmH i3
MPUKIIAIiB TAKUX KOHTaKTiB 300paxkeHo Ha puc. 14, Koibop. BCT. —
3aHypPEHHS 3aJIHMIIKY apriHiHy (IUB. TaKoX puC. 3, KOIbOP. BCT.) B
MaJICHBKHI 7K0JI000K BiIOYBA€ThCS B KOXKHOMY caiiTi B3aemomii. Y
KO’KHOMY caiiti aBa ¢ocdaThi 3amumku pisaux nanioris JTHK (o
00umBa GOKM BiJl Mall€HBKOTO KOJI0OKA) JKOPCTKO (DIKCYIOTBHCS Ha
TTIOBEPXHI OKTaMepa, sKa, TAKUM YUHOM, 3aJa€ MEeBHY KOHGMOPMAIIII0
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Hykiaeocomuoi JIHK, mo posrmsgaTuMmerscsi y HacTyIHOMY
T JTITH TP O3 TLTA.

I3 3a3HaveHMMH BHINE CcalTaMH Ha TIOBEPXHI YOTHPHOX
TiICTOHOBUX JAMMEPIB B3a€EMOAI€ LeHTpalbHa dacTuHa — ~121mapa
ocHOB (~12 BuTkiB mojBiiHOI cmipani) — Hykieocomuoi JTHK (12
KOHTaKTIB 3 MaJleHBKMM >k01100Kk0oM). JIBa ocraHHi KoHTaKkTH (repesn
BuxogqomM JIHK 3 Hykieocomu) 3 MaleHBKHMH >KOJOOKaMHU
peanizyroTecs 3a gornomoroto oN-cmipaneit ricronie H3 (puc. 3.1,
13, kompop. BcT.). 3aramoMm HykiaeocomHa JHK MicTuTe Tpoxm
Oimpmre 14 BUTKIB MOABINHHOI Cripaili, HEBEIWKI J0IATKOBI
¢parMeHTH Ha KIiHOAX CTa0imi3yoThess YacTUHaMu N-KiHLIEBHX
xBocTiB H3, sxi d¢uankyrors oN-cmipami. LleHTpanbHy TOYKY
Hykiaeocomuoi JIHK, depe3 siky mpoXoauTh BiCh CHMETpIii 1 B sKiH
BEJIMKHUN K0MOOOK MOABIMHOI cHipami € 3BEpHEHHM A0 TOBEPXHi
OKTamepa TICTOHiB, mpuitHaTo no3Hadatu sk SHL O (SuperkHelical
Location —cynepcmipansia mo3uitist). ITo3uitii, e BeIUKHiA 5K0I060K
3HOBY OIHMHSETHCS 3BEPHEHUM JIO TIOBEpXHI OKTamepa (4epe3 KoxKeH
BUTOK TIOZBIMHOT CripaJi), MO3HAYA0Th IITUMH Yuciamu Big 1 1o 6
(mpu pyci Bix meHTpy m0 mepudepii 3a TOAMHHUKOBOIO CTPIIKOIO,
puc. 3.5)ta Big —1 10 —6 (y mportmmekHOMY Hampswmi). BixmosimgHo,
SHL #0,5; #1,51 T1.1. € mo3uiissMH, € MaJ€HBKHI KO0JI00OK
KOHTaKTye€ 3 TIoBepxHer oktamepa (puc. 3.1):Hykieocomua JIHK Ha
mimsai Big SHL —2,510 +2,538'13ana 3 Terpamepom (H3-H4),, Bin
SHL £3,5 10 5,5 —3 numepamu H2A-H2B, B SHL 16,5 —3 aN-
cripaysimu ricronis H3.

B ocHOBHOMY, TICTOHH B3a€EMOMIIOTH 3 IyKpodochaTHUM
octoBoM JIHK: TONOBHY poJNb BimIrparoTh EJIEKTPOCTATHYIHI
KOHTAaKTH, J0 SKHX 3aJIy4alOThCs 3aJHIIKH apriHiHy Ta Ji3HHY, a
Takok N-KiHIIEBI YaCTHHHU AUIIOJEH MCTOHOBHX cripaiei ol (kokHa
o-crmipans B Oinkax siBisie co0oro aumonb — Ha N-kiHmi cmipami
YTBOPIOETHCSI YAaCTKOBUI MO3UTHBHUM, Ha C-KiHII — HeraTHBHUUI
3apsan). Ilpy 1pOMY peami3yroThCsl YHCICHHI BOJHEBI 3B'S3KH 3
mykpodocdaraum ocTtoBoM (0 OimbInoi IX YaCTHHM 3alydeHi
samumku Arg ta Lys), sk 6e3nocepenni mixk JJHK ta rictronamu, Tak
1 omocepenkoBaHi MoieKynamu Boxu (Boma Bimirpae  podb
0i(yHKIIIOHAIBHOI 3IIMBKH, YTBOPIOIOYM BoAHER] 3B'13ku 3 JIHK Ta
011K0BOIO TTOBepXHET0). CITOCTEPIratOTHCS TAKOX BOIHEBI 3B'SI3KHU 3
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A30TUCTHMHU OCHOBaMH, SIKi HE MOXKYTb BifirpaBaTH 3HAYHOI PoIi
B 3B'si3yBanHi, — 13% Bix 3arajbpHOI KIIBKOCTI Oe3mocepenHix
BOJHEBUX 3B'sI3KiB. B3arai, BoQHEBI 3B'SI3KM B JaHOMY BHITaJIKy CIIif
pO3TISAAATH K TNPUOIU3HO 130CHEPTETUYHUN HACHIOK 3aMiHU
YaCTHHU BOJHEBHX 3B'SA3KIB 3 BOJIOI0 HAa KOHTAKTH MiX MOJSIPHUMH
MOBEPXHIMHM — TOJIOBHUM YHMHHHKOM 3B'I3yBaHHs € HecrenudidHi
moao  HykiaeotuaHoi mociuigoBHocTi  JIHK  enektpocraTtwyHi
B3a€EMOZII.

Hykneocomna JIHK 3B's13aHa 3 TIOOYISIPHOIO YaCTHHOIO
OKTaMepa TICTOHIB, KIHIICBI HEBIIOPSIKOBaHI XBOCTH TiCTOHIB
MPakTUYHO He OepyTh y HboMy y4acTi. N-KiHIIEBi XBOCTH TiCTOHIB
H3 ta H2B BuXOmaTh 3a MEXI HYKJICOCOMH dYepe3 KaHajH,
chopMOBaHI MaJICHBKUMH JKOJ00KaMH ABOX AYIUIEKCIB CYCIIHIX
BUTKIB HYKJICOCOMHOI cymnepcmipaii (puc. 15,kombop. BCT.) —oauH 3
qotupbox xBocTiB H3 Ta H2B mpoxomuTh yepe3 Takuii kaHam yepes
koxHi ~20 map ocHoB y3m0Bxk HykieocomHoi JJHK: mixx SHL +6,5
ta —0,51 —6,5Ta +0,5 H3); mixx SHL +4,51a —2,51 —4,512 +2,5
(H2B). MinsHku XBOCTIB, sKi 0O€3MOCEpeIHbO pO3TAIIOBaHI B
KaHalaX, € TO3UTHBHO 3apsS/PKCHUMH i, TAKUM YHUHOM, JTOJIATKOBO
CKpIILTIOIOTH CYCiJTHI BUTKU Cymnepcimipaii. [HmmM HacIi KoM TaKoro
pO3TallyBaHHS YOTHUPHOX XBOCTIB € caMa HEOOXiJHICTh CTBOPEHHS
KaHaiB, TOOTO TOYHOTO pO3TAllyBaHHSI MAaJECHBKHX JKOJIOOKIB
CYyCIIHIX BWTKIB OJWH HAaNpOTH OJHOTO, IO HAKJIaJae IIeBHI
OoOMEXeHHs Ha chipalibHy nepiogmuHicts HykiaeocomHoi JJTHK. N-
KiHIeBl xBoctH rictoHiB H4 ta H2A B3aeMOmiroTh 3 Maje€HBKHUM
JKOJIOOKOM 30BHI HYKJIEOCOMHOI cymepcmipaini. OcobmuBe wmiciie —
Bxofy/suxony mykiaeocomuoi JIHK — 3aiimarors Haiibiaem qoBri N-
kiHnesi xBoctu rictoHa H3. [losutuBHO 3apsypkenuit xBict H3
cTabimi3ye CTPYKTYpy HYKJICOCOMH B IIi 30HI, JIe¢ CHOCTEPITacThCs
HaWBWINA NTUTBHICTh HeTaTUBHUX 3apsaiB JTHK.

3a3HaYeHUM BHECKOM Yy cTalifi3alio HyKJIEOCOMHU POJb XBOCTIB
HE OOMEXKYEThCA. 3HAYHA YaCTHUHA TICTOHOBHX XBOCTIB IPOCTO
BHUXOANTH 3a MeXi Hykieocomu (puc. 15, Koiapop. BCT.). 3aBISKH
CBOI CTPYKTYpHiIH J7a0inbHOCTI BOHM MNPHUHMAIOTh Y4YacTb B
oprasizanii XpoMaTHHy Ha HaJHYKJICOCOMHOMY piBHi (po3min 4), a
TaKOXX BITITPalOTh BAXIMBY POJIL IWIATHOPMH JUISI 3B’ sI3yBaHHS
PI3HOMAHITHHX OUIKIB, CIIOPIAHEHICTH OO SKHX BHU3HAYAETHCS
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MNOCTTPaHCIUIHHUME MoOJM(IKaIisiMA XBOCTIB (migposain 2.3).
OcTaHHSA PO XBOCTIB € OJHUM 13 KIIFOUOBHUX €JIIEMEHTIB CHCTEMH
peryisiii TpancKpuIii (po3min 5).

OCKiNbKH TO3UTWUBHO 3apsKEHI XBOCTH JAalOTb BHECOK ¥
JIOJTATKOBY CTa0LIi3aIlif0 HYKJICEOCOMH, OJHA 3 Momudikamiid, ska
3HIKYE TO3UTHBHHUE 3apsi]] XBOCTiB, — aleTHIIOBaHHs (3arajom
oimpme 30 3anumkiB  Moke OYTH aleTWIIBOBAHO B CKIIAII
HYKJIEOCOMH) — IIPU3BOIUTH JI0 YaCTKOBOI JecTadii3amii CTpyKTypH.
AllCTHIIOBaHHS HE BIUIMBAE HA CTPYKTYPY HYKJICOCOMH (siKa
MPaKTHYHO HE 3alle)KUTh BiJl XBOCTIB), alleé 3MIHIOE XapakTep
CTPYKTYpHOI IWHaMIKH SK Hykjaeocomu (mimposnmin 3.3), Tak i
XpoMaTHHOBOI (hiOpHIM Ha HAJHYKJICOCOMHOMY PiBHI ii oprasizarii
(po3min 4).

3.1.2. Cmpyxkmypa /THK y nykneocomi. Ha puc. 3.2300paxeHo
HykiaeocoMuy JIHK Ta omny 3 ii cumeTpuanux moyoBuH. O4eBHIIHO,
IO MOABIHHA CIipajb € 3HAYHO BUTHYTOIO Ha IMOBEPXHI OKTamepa
TiCTOHIB, a 3araibHa KOHQirypauis ii oci Moke OyTH anpoKcHMOBaHa
ineanpHOIO MiBOO cymepemipanio i3 pagiycom 41,9 Ai kpokom 25,9
A. Llenrpansni 133 mapu ocroB Takoi cymepcmipam naote 1,67
BUTKA, JBI MUISHKA MO / Tap OCHOB Ha BXOMI/BUXOIi MPOCTO
MPOIOBXKYIOTh Xif Hykieocomuoi JIHK mo mpswmiii. Hykmeocomna
cymepcIipank € Maibke imeansHOro. 1100 3'icyBaTH, mo o3HaYae
“Maibxe” B momepeIHbOMY PEUCHHI, CIiJ CHOYaTKy 3YNHHUTHCH Ha
TOMY, SIK Ma€ 3MIHUTHCH KOH(opMaris Ayruiekca IJisi YTBOPEHHS
ideanvHoi cymiepcmipaii.

IneanbHa cmipanbHa JTiHIS XapaKTepHU3YEThCS, 30KpeMa, THM, IO
B KOXHIH TOUIl Ma€ MOCTiliHe 3HAUYEHHSI KPUBU3HH, SIKA OJTHO3HAYHO
BH3HAYAETBCS pamiycoM Ta Kpokom cmipami. s JIHK “koxxna
TOYKa“ — 1€ KOKEH IWHYKICOTUAHHN KpPOK Y3IOBX IOABIHHOT
crmipaii, a KpHBH3Ha € MPOMOPLIHHOI 10 KyTa BUTUHY [ Mix
CYCiIHIMM TIapaMH OCHOB, SKHH, y CBOIO 4Yepry, 3aJieKUThb BiJ
3HaYeHb KOH(MOPMAIIHHIX KYTiB pOJUIa p Ta THITA T (IUB. HIKYE).
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Puc. 3.2.THK gosxwunor 147map ocHOB y Hykiaeocomi (3i
CTPYKTYpH Ha puc. 13,K0nbop. BCT.) Ta 0j1HA 3 il CAMETPUIHUX
nosyioBuH (73 +o/Ha eHTpaibHa Mapa 0CHOB). Bkaszano
cynepcnipaibHi mo3uilii SHL Ta caliT B3a€MOiil 3 TICTOHOBUMH
numepamu it aN-croipammo H3.

Bzarani gns  Bu3HaueHHs KoH(oOpMallii MOABIMHOI cripai
HEOOXIZTHO Ta JOCTaTHHO JUIS KOXKHOTO JUHYKJICOTHIHOTO KPOKY
BU3HAUUTH INICTh KOH(GOpMaUiMHUX MapaMeTpiB, M0 3aJaloTh
BIIHOCHI Opi€HTAaIii CyCiHIX map oCHOB. /|0 KO’KHOI TTapy CTaBUTHCS
y BiAIMOBIMHICTD JIOKaNbHA JEKAapTOBa CHcTeMa kKoopauHar (puc. 3.3).
JIBa naHIIOTH, SKMM HaJIe)KaTh OCHOBH IIapH, IMO3HAYAIOTHCS SK
nanitoru I ta I (moBinbHO, ane 3a maHior | npuiiMaeTbes To#, a7
SIKOTO 3aIMMCYETHCS TOCIIOBHICTh HYKJICOTHIIB Y HAPSAMKY Big 5'-
10 3'KIHI; a0COIIOTHI 3HAYEHHS ONMMCAHUX HIIKYE MapaMeTpiB HE
3ajIe)KaTh BiJl HyMepallii JIaHIoTiB). Bick Y JISKUTH y TIIOMIKHI Tapu
OCHOB Ta crpsMoBaHa Bif maniora II mo manmrora I (mo3uTHBHMIMA
HanpsaMok). IleprmeHmukynspHa Bick Z (HOpMaib 10 Mapd OCHOB)
CrIpsIMOBaHa Ha HACcTyNHY (y HampsMKy 5'-3'10 mepuomy JIaHIoTy)
napy ocHoB. Hampsim oci X oOHpaeTbcsi 3a MpaBWIaMH yTBOPEHHS
MPaBoi JEKapTOBOI CHCTEMH KOOPIMHAT — JKOJIOOOK, Ha SIKUH BOHA
CHpsIMOBaHa, Mo3HavaeThes K “Benmukuit” (i B-bopmu JJHK neit
KOJIOOOK € nificHo OunbmMM 3a po3mipamu). Llicte mapamerpis,
rpadiyHO  HpPEACTaBIEHHMX Ha puc. 3.3, XapaKTepH3YIOTh
KoH(OopMaIlito TMHYKICOTHIHOTO KPOKY — IBOX CYCITHIX ITap OCHOB:
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Puc. 3.3. /181 mapu ocHoB y monekymi JIHK i nokansHa nekaptoBa
CUCTEeMa KOOPJMHAT, IOB’ A13aHa 3 OHI€0 3 HUX. [IpaBopyd: mricTh
rmapaMmeTpiB, [0 OMKMCYIOTh KOH()OPMAILIit0 JBOX CYCIIHIX Hap OCHOB.
[Tapu ocHOB Opi€HTOBaHI J0 TUIsA1a4a MAJICHEKUM JKOJI00KOM, JIIS
MIEPIIOi CTPYKTYPH TO3HAYCHO MOJTIHYKICOTHIHI JTAHITFOTH.
CrpimodkamMu MIO3HAYCHO TO3UTHBHUIN HAIPSIMOK 3MiHU TTapaMeTpiB
(mst KyTiB — 0OEpTaHHS 338 TOAUHHUKOBOIO CTPLIKOIO, SIKIIO
JTMUBUTHUCH B3IOBXK TTO3UTHBHOTO HATPSMKY OC).

* wugm (shift, DX) — 3MimeHHs B310Bxk oci X — XapakTepu3ye
3CYB JpYyrol mapyu OCHOB BITHOCHO MepIuoi (y HOpsAKy Hymepauii 1o
MEepIIOMY JIAHIIOTY) Y HAmpsMKy OJHOTO 3 OJIOOKIB (MO3MTHBHE
3HAYCHHS BIATIOBIMAa€ 3CYBY y BEIHKHH >KOJIOOOK, TPH 3MiHi
HyMepallii JJAHIIOTIB IH(T 3MIHIOE 3HAK);

* caaiio (slide, Dy) — 3MimieHHs1 B3IOBX oci Y — XapaKTepH3ye
3CYB Yy HampsMKy IyKpodocdaTHoro ocroa (MO3UTHBHE 3HAYCHHS
BIIMOBIIa€ 3CYBY y HANpsMKY MEpIIOro JAHIIOra, 3HaK claiaa He
3aJIEKUTh BiJl HyMepallil IaHIfOTIB);

* paiiz (rise, DZ) — 3MmimeHHs B3IOBX Oci Z — XapakTepHu3ye
BiZICTaHb MiXK ITapaMy OCHOB y3JIOBXX HOpMaJli 10 TIEPIIOi 1mapwu;

o munm (tilt, T) —xyT oOepTaHHs Ipyroi mapu BiTHOCHO MEPILIOi
HaBKpYr oci X — XapakTepu3ye JIOKAJbHUI BUTHH Y HANpsIMKy
nykpodocdarHoro ocropa (MOUTHBHE 3HAYCHHS BiNOBIIa€ BUTHHY
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B OiK Apyroro JaHIOra, HpU 3MiHI HyMmepaumii JaHIIOTiB THIT
3MIHIO€ 3HAK);

e poan (roll, p) —kyt obepranHs HaBKPYyT 0oCi Y — XapakTepH3ye
JIOKaTbHUN BWTWH TOABIMHHOI cImipaidi y HampsIMKy OJHOTO 3
KOJIOOKIB (ITO3UTMBHE 3HAYCHHS BIAIMOBIA€ BUTUHY B OiK BEIHKOTO
’KO0JI00Ka, 3HaK POJUIa HE 3aJICKHUTH BiJl HyMepallii JIaHIIIOTB);

o meicm (twist, Q) — Kyr obOepraHHs APYroi Mapu HaBKPYyT
HOpMaJli JI0 TepInoi, SKUH XapaKTepu3ye CTYIIIHb CHipaJbHOTO
3aKpyueHHs (NO3WUTHMBHE 3HAYCHHS BIJNOBINAE TpaBild cripaii,
HeraTUBHE — JIBii).

Cepen TpbOX MepeTiueHUX KOHPOPMALIHHUX KYTIB TBICT OMHUCYE
CTYINHb TOPCIHHOTO 3aKpYUYEHHS MOIBIMHOI CITipalli, a THAT Ta POJLT
— ii BuruHy. CyMapHuil JTIOKaJbHUN KyT BUTHHY MK JIBOMa Mapamu
ocuoB I = (¢° + p?)™, KOHKpeTHNMII HAIPAMOK BUTHHY BH3HAYAETHCS
CIIBBIAHOIIECHHSAM MK pOJUIOM Ta THITOM. OjHA 3 MOXKJIUBOCTEH
peamizyBaTd TOCTiHY KpHUBU3HY TMOJIsira€ B TOMY, MO0
KOH(OpMaIiiiHi KyTH 3MiHIOBAJUCHh Bil OJHOTO KPOKY IO IHIIOTO
TIepioAMIHO Ta 31 3CyBOM 10 ¢a3i Ha YBEPTh MEPioAY:

p = r COS(Q|OC)’

(3.1)
T1=Tsin(Q,.),
1e | — MOPSAAKOBHI HOMEp MapH OCHOB (Apyroi mapu KpoKy), sSKuit
NpuitMae TO3WUTHUBHI Ta HETaTHUBHI 3HAYCHHS, IMOYMHAIOYHM BiJ
neHTpainbHoi napu HykieocomHoi JJHK i3 HynboBuUM HOMEpOM, Qjoc
— MEBHUH KyT, IO BH3HAYa€e mepioanvHicTs. Jlerko Oaywtu, mo B
TAKOMY BMIIQJIKy CyMa KBaJpaTiB JABOX KYyTIB € U1 KOXKHOT'O KPOKY
MOCTifiHOIO ~ BenmuumHO0 —  piBHsHHA  (3.1)  BH3HAYAIOTH
cynepcripanbHy KoH(irypamito i3 mocTiiHO KpuBH3HOKO. Kpok
Takoi Cymepcmipali 3ajlieXKUTh BiJl CHIBBIIHOIICHHS MK KyTOM
TBicTa {2 Ha KOKHOMY KpoIli Ta Qjo.. Hexait Qo =Q 1 Ha meskoMy
KpOIll apryMeHT TpuUroHomeTpuuHux ¢yHkuii B piBH. (3.1) €
kpatHuM 10 360° —pomn HaOyBae MaKCHMAaJILHOTO MO3UTHBHOTO
3HayeHHs [’ (BUI'MH y BEJMKHI KOJIOOOK), THUIT JOPIBHIOE HYJIIO.
Uepe3 uBepTh BHUTKA TOABIMHOI cHipalli y TOMYy JX HampsMi Ha
MOBEPXHI1 AyIJIeKCa, A€ Ha BUXiAHOMY KPOIl PO3MILIyBaBCs BETUKHUIMA
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KOJ000K, 3HAXOMUTHCS OAWH 3 JIAHIIOTIB, B il TOUIl (Qoc =Q
sminuBes Ha 90°) p=0, t=I — Buruu B 6ik myKpodochaTHOro
OCTOBa, aji¢ B TOMY CaMOMY HampsMi, IO W Ha BUXiTHOMY KpOIIi.
Uepes miBBUTKA MICIIE BEJIHMKOTO JKOJIOOKa 3aiiMae MaleHBKUI
#0J1000Kk — p = -, T = 0; yepe3 BUTOK 3HOBY MAEMO MaKCUMAaIILHUI
poJIT Y TOMY caMOMYy HampsiMi, IO Ha BUXiAHOMY Kpoili. To0To,
peamizyerbcs BuruH JHK B omHili TUIOmMHI: KpOK cymepcmipaii
nopiaoe  Hymo. o6 cynmepcmipans Oyna JiBOIO, TOYKH
MaKCUMaJbHOTO 3HAYCHHS poJula Ta THITA MalOTh OyTH
PO3IIICHUMH  JIETI0 MEHINOK  KUTBKICTIO TIap OCHOB, HIX
YKJIaIa€ThCS Ha TOBHUH BUTOK Iymuiekca. ToO0To HeoOXimHO, 100
BHKOHYBalach yMoBa Qo >Q (mis mpaBoi cymepemipami —
HaBmaku). PisHHI Qe —Q € Ipu IBOMY TPOIMOPIIIHHOI I0 Tak
3BAaHOTO TCOMETPUYHOTO KpPYUYEHHS, a BeIWYMHA Qo — IE KYT
JIOKAJILHOTO TBIiCTa, KWW BHU3Ha4a€ mepioandHicth kKoHTakTiB JJHK
13 IOBEPXHEIO OKTamMepa TiCTOHIB.

Omxe, ans cTBOpeHHs ifgeanbHOi JiBoi cynmepcmipani JIHK
HEOOXiHO, 100 POJIT Ta THIT 3MIHIOBAIHCH IEPIOUYHO B3IIOBXK
MOJIBIMHOI CIipalti 3 OJHAKOBOIO aMILIITYI00 3a piBH. (3.1),a Takox
00 KyT JIOKAJILHOTO TBICTA, SKWH BH3HAYAE ITFO MTEPIOTUYIHICTE, OYB
OLTBIIMM 3a KyT TBiCTa MOABIHHOI cripami. PeanbHi koH(poOpManiiHi
napameTpu Hykieocomuoi JIHK, sKi 1eMOHCTPYIOTh BiIXWICHHS Bif
TaKoi “i71eaabHOI OBEAIHKU", MPEACTaBICHO Ha puc. 3.4.

[o-miepire, y BiAMOBIMHOCTI 3 aHI30TPOMIED MOABIHHOI cripai
mozo BuruHy (JIHK 3Ha4yHO neriiie BUTMHAETHCS B OiK YKOJOOKIB, a
He mykpodochaTHOro 0CTOBa), POIUT Aa€ 3HAYHO OiNbIINI BHECOK Y
BuruH Hykieocomuoi JIHK, Hixk Tunr. SIkmio Bapiarlii OCTAaHHBOTO €
JIOCUThH O€3NaJHUMH, TO POJUT 3MIHIOETHCS TEPIOJUYHO 3 BHUCOKOIO
amroritymoro. Ilpm 1boMy BHUTHH y OIK BEJIHMKOTO >KOJOOKa
(TO3UTHBHUI POJLI) € CYTTEBO OLNBIIMM Yy MOPIBHSAHHI 3 BUTHMHOM B
0ik MayleHbKOrO >KoJoOKa. KpiM TOro, cmocrepiratrorbesi pi3ki
BUTHHH B JICKUIBKOX MICIISIX, IMOBIPHO IOB’ 513aHi 3 OCOOJIMBOCTSIMH
KoHKpeTHO1 mociigoBHocTi JIHK: Hanpuxmam, Tpu pi3ki HeraTwBHI
Burnan B SHL 3,5; 4,5ta 5,5 puc. 3.4) TpamnsroTbcs Ha KpoKax
CA/TG. Taki 3aiexHi Bifl IOCIIIOBHOCTI OCOOIMBOCTI KOH(pOpMAIIii
JHK BigoOpakaroTh NEBHUM CTPYKTYPHUH HOIIMOP(I3M HYKICOCOM
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(muB. Hmxye). Omxke, BuruH Hykieocomuoi JIHK ronoBHuM
YMHOM BU3HAYAETHCS 3MIHAMU poOJUIa.
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Io3u1isi AMHYKJIEOTHAHOTO KPOKY

Puc. 3.4.KondopmariiiiHi mapaMeTpH MOJOBHHHA HYKJICOCOMHOT
JHK, po3paxoBaHi 31 cTpyKTypH Ha puc. 3.53a J0OMOT0I0

nporpamuoro makety 3DNA (Lu, X.-J., Olson, W.K3DNA: a

software package for the analysis, rebuilding aedalization of
three-dimensional nucleic acid structures // NAcids Res. — 2003.
— V. 31. — P. 5108-5121)lunyke0TH/IHI KPOKH TPOHYMEPOBAHO
Bix neHTpy HykiaeocoMuoi JJHK mo nepudepii. CyminsHi KpuBi —
arpoKCUMAaIlii 3aJIe)KHOCTEH CHHYCOIIaMHU.

[lepionnuna 3MiHa TBiCTa € IIJIKOM OYiKYBaHOIO i BimoOpaxae
nobpe BiIOMy HETATHBHY KOPEJAII0 MK IIMM IapaMeTpoM Ta
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poyIoM (IMiIBHUIIEHHS OJHOTO KyTa 3a3BHUYail CyNMpPOBOKYETHCS
3HIKCHHSIM 1HIOTO, 1HAKIIE KaKy4dH, BUTHH y BEIUKHHA >KOJIO0OK
YacTO CYNMPOBOJKYETHCS PO3KPYUYBaHHSM CHipami, a BUTHH Y
MalleHbKUIl — 3akpydyBaHHsaM). CepeiHe 3HAa4YeHHS TBicTa
BignoBigae mepioguuHocti 10,4 m.o./BUTOK TOABIMHOI crmipami B
HYKJIEOCOMi — TOOTO, AeIio MeHIe, Hixk 11 ButbHOI JIHK y po3unni
(3azBuuait  ~10,5m.0./Butok). Ilpm 1BOMYy oOCIMIALISA — poLIa
BiOyBa€ThCsl MPAKTUYHO 3 TaKMM CaMUM MEpioJoM — BCyIeped
OUYIKyBaHHSIM, TBICT Ta JIOKAJIGHHA TBICT TIPAKTHYHO HE
BIIPI3HAIOTHCS OJHH Bil OHOTO B HYKJICOCOMHIN CyTepCITipati.

Hatowmicts, crnocTepiraerbcsi HeowiKyBaHa IepioguyHa 3MiHA
claima; KOXHOTO pa3y, KOJIU BEIMKUH KOJIOOOK € OPIEHTOBAHHUM IO
MOBEpPXHI OKTaMepa TicToHiB (i 3Hawenns SHL), cmaiinm mae
HeratusHi 3HauenHs (y cepenmbomy ~ —0,5 A):peanmisyerscs 3cys
napu OCHOB y HampsMKy JApYroro JaHIora, TOOTO 3CyB
BiIOYBAETHCS B3IOBXK OCI HYKJICOCOMHOI CYTEpCITipalli y HaIPsSIMKY,
IO BiANOBiae came JiBii cmipami (mpaBopyd Ha puc. 3.3., AMB.
takok puc. 13, 16, xonpop. BcT.). Komm m0 moBepxHi okTamepa
OpIEHTOBAHUH MaJICHBKHH KOJIOOOK, CITali]] Ma€e TTO3UTHBHI 3HAYCHHS
(6ipI HiX BABIYi GiNTBIN 32 AOCOFOTHOIO BEIMYUHOIO B TIOPIBHIHHI
3 BEJUKHM >KOJOOKOM): 3CYB JI0 IEPILIOTO JIAHIIOTa, SIKHW uepe3
MMBBUTKA AyIUIEKCa 3aliMae MiCIle APYyroro JaHIlora Ha TIOBEpXHIi
JHK (puc. 16,K0m60p. BCT.).

Takum  uymHOM, cymepcrmipaibHicTh  Hykineocomnoi JIHK
BU3HAYAETHCS IMEPIOAMYHOI0 3MIHOIO claija: SKIO0 B CTPYKTYpi
nykineocomuoi JJHK 30epertu Bci xoHpopmaliiiHi mapaMeTpH sK
BOHH €, aJi¢ 33/1aTH HYJIbOBE 3HAUCHHS CJalijla Ha KO)KHOMY KpOIi,
peanizyeThcss BUTHH TOJBIHHOT cripaii B oaHii momuHi (puc. 16,
KOJIbOP. BCT.).

IIlo crocyeThcss nBOX IHIMUX KOH(MOPMAMIMHUX MapamMeTpiB
3cyBy, mdT Bapitoe Oe3namHo (iHOMAI B JOCHTH NMIMPOKHUX MEXKax),
BigoOpaxkatoun meBHI HeperyispHocTi B cTpyktypi AHK, 3anexni
Bil BUTHHIB (KOpemsIiii MiXK pi3sHMMH HapameTrpaMu) Ta/abo Bin
oco0MBOCTEH MOCioBHOCTI. Paif3 Bapiroe B IykKe BY3bKHMX MeKax
(cepenne 3mauenns 3,35 A), mo Bkasye Ha 30epeeHHs MillHMX
CTEKIHT-B3a€EMO/i# Mk mapaMu OCHOB y HykiieocomHii JIHK.
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[ToBeprarounch N0 KyTOBUX IapameTpiB, CIiJl OCOOJIUBO
3YIMUHUATUCH Ha pi3HMII MiX cepenniMm TBictoMm JIHK y Hykimeocomi
Ta B PO34MHI, sIKa CBIMYMTH PO TOPCIHHY aedopmariito moaBiiHOI
cmipani (3akpy4dyBaHHS) Ha TIOBEpXHI OKTamepa TrictoHiB. Lle
3aKpydyBaHHs, TaK caMo 5K i BUrHH, 3ymoBicHe JIHK-rictroHoBuMEI
B3aEMOJIISIMH —  PO3MOAUT  IMO3UTHBHO  3apS/DKCHUX  CaWTIB
3B'SI3yBaHHS TI0 IIOBEPXHI OKTaMmepa BHUMAarae 3MiHH TBiCTa JUIs
migBeeHHs (pochaTHUX 3aUINKIB Mif MilHI KoHTakTH. KpiM Toro,
0OMEXEHHS Ha TBICT HAKJIAHAIOTHCS HEOOXIMHICTIO chopMyBaTH
KaHAIM BHUXOAY TICTOHOBHX XBOCTIB MDK JBOMa BHUTKaMH
cynepcripani  (momepenHii  mimminpos3a.). Ilpote, crpykrypa
HYKJICOCOMH JIOITyCKA€ TOCHTHh 3HAYHI 3aJICKHI BiJ MTOCIHIIOBHOCTI
Bapiaiii TBicTa, K JIOKaJbHI, TaK 1 B CEPEIHBOMY 10 HYKJICOCOMHIH
JTHK.

Hoci B 1poMy po3aiii oOroBoproBajiach OAHA KpHCTaliyHA
CTPYKTypa HykJIeocoMu (Hykieocoma-147), sska MiCTUTH CIIEIialbHO
ckoHcTpytioBany Mouekyny JIHK mosxunoro 147 map ocHOB: nBa
OJTHAKOBI 32 MOCIIZOBHICTIO iHBEPTOBaHI (parMEHTH JOBXKHUHOIO TO
73 mapu ocHOB ((hparMeHT IMOXOIUTH 3 Ol-CATENIITHOI — IIEHTPOMEPHOI
— JIHK mromuHM) IUTIOC OJHA Tapa MK HuMH. ToOTO, 3araibHa
MOCIIZIOBHICT ~ SIBISIE  COOOK0  MATIHAPOM — 32 BUHSITKOM
NEHTPAIbHOTO  HYKJICOTHIY, YWTA€ThCS OJHAKOBO 1O 00OM
JnaHmoraM Big 5'- go 3'«iHug. TakuM 4WHOM, 1 IIOCIIIOOBHICTH, 1
CTPYKTypa HYKJICOCOMH XapaKTEPHU3YIOTbCS 11€abHOI0 CHMETPI€l0
JOpyroro Mopaaky. Y OumbImocTi KpucTajgoradiyHux poodiT mIoxo
CTPYKTYpH HYKJICOCOMH (32 €IMHMM BHKJIIOYCHHSM, JUB. HIKYE),
Kpim 1poro ¢parmenty JJHK, Oyiau BHKOpHCTaHi me TpH iHmm (gKi
TaKOX MOXOJATH 3 0-CATENITy JIFOJJMHHU) — JBl JOBXKUHOIO 110 146 map
OCHOB, Ta ogHa — 145mnap ocHos. [Tocmimosuicts JJHK HyKII€OCOMME-
145 sigpizHAeTbCA Big HykieocomMu-147 BIiACYTHICTIO ABOX
CUMETPUYHUX TMap OCHOB Ha KiHHeBUX AinsHKax. OOuuBi
MOCIIZIOBHOCTI B CKJIali HyKJIeocoM-146 ckiIamarThes 3 JIBOX
IHBEPTOBAHUX IMOBTOPIB MO /3 mapu OCHOB KokeH. [loBTOp mepioi
HYKJICOCOMH MPAKTHYHO CITIBMAAE 32 MOCTITOBHICTIO (32 BUHATKOM
OJIHi€1 TApX OCHOB) 3 TIOBTOPOM, BUKOPHUCTAHHM Y HyKIieocomi-147.
IMocnigoBHICTE MOBTOPY Apyroi HykicocoMu-146 €  iHIIOH
(BuKOpHCTaHO IHIMH o-caTeMTHHN MMOBTOp).  OCKIJIBKH BiCh
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CHUMETPpii APyroro MOPSIAKY MPOXOAUTH TOYHO Yepe3 Mmapy OCHOB,
o0uaBl CTpykTypu 31 146 mapaMy OCHOB BHSBHJIUCH JICIIO
ACHMETPUYHUMH — OJIHA I[EHTpaJbHa Tapa Ta JBI TIOJOBUHH
nykiaeocomuoi IHK nosxunoro 73ta 72 nmapu OCHOB.

Acumerpist Hykneocomuoi JJHK noexunoto 146 map ocHoB
MPOSIBIIIETBCS. B TOMY, IO OULTBII KOPOTKa TIOJOBHHA 3MYIIICHA,
3apajiM peanizalil KOHTAKTIB 3 TIOBEPXHEI0 OKTaMepa TiCTOHIB (IKuit
30epirac CUMETpil0), TPOXU PO3TATHYTHUCS (IEIIo 3pocTae paii3) Ta
30UTBIIUTH 3aKpYYCHHS — CyMapHa KITBKICTh BHUTKIB IyIUIEKCA
3aJIMIIAETHCS] TAKOK CaMOI0, 10 ¥ JUIsl OUIbII JOBrOi IOJIOBUHH, a
KUTBKICTB Tap OCHOB € 3MEHIICHO0 Ha 1. B pesynbraTi cepenniii KyT
TBiCTa KOPOTIIIOI ITOJOBUHH 3pocTae (KiTBKICTh Iap OCHOB Ha BHTOK
Aymiekca 3MeHinyeTbesi). CepelHe 3HAYCHHS TBICTa B JIBOX
HyKJIeocoMax-146 BianoBigae NEpPiOAWYHOCTI MOABIHHOI cmipai
10,23 ta 10,15 m.o./Butok. B mepmiii HykieocoMi goBmIa Ta
KOPOTIIIA TIOJIOBHHK MaroTh, Biamosiguo, 10,3ta 10,16m.0./BuToK, B
apyriii — 10,22ra 10,08m.0./BuTOK.

3pocTaHHA KyTa TBiCTa Ta PO3TATYBAHHS Peali3yloThCs JIOKAIBHO
Ha JISHKAX JOBXHHOIO M0 ~12map OCHOB, aji¢ B PI3HUX MICIIAX IS
IBOX HykieocoM: B obmacti SHL —2 a6o —5 (Km0 mis moBimoi
MIOJIOBHHY BUKOPHCTOBYBAaTH MO3UTHBHI 3HaueHHs SHL). YV nosmiit
MIOJIOBHHI caMe€ IIi MiCld XapaKTEePHU3yIOThCS MEHIIUMH,
TIOPIBHSAHHI 3 IHIMAMU JUTHKAMH, 3HAYCHHSMHU TBICTa — JIOKAJIhHE
posTsryBaHHs/3aKkpydyBaHHs (Stretching/overtwistingpinOysaerbcs
TaM, Ji¢ TOJBilHA CIipaiah OUIBII JIETKO MOXE 3IIHCHUTH TOPCIHHY
nedopmariro. Hykmeocoma-145 € cumerpudHoro, aie B Hiit B 000X
MTOJIOBHHAX CIIOCTEPITAEThCS PO3TATYBaHHsA/3akpyuyBanus B SHL +2
(Ha JinAHII JOBXKHHOO ~9 Map OCHOB 3pocTac paif3 1o 3,63 Ara kyr
TBicTa); 1 cepenHiit KyT TBicTa Bigmosimae 10,261m.0./BuTok. Takum
YMHOM, HaBiTh OHA ¥ Ta cama MOCTimoBHICTH (y HyKieocomax-145
ta -147) npu yTBOpeHHI HyKiIeocoMu Mae "BHOIp" — abo 30epertu
MiHIMallbHEe 3HAa4YeHHS paif3a Ta TBicTa, a00 TPOXU PO3TATHYTHCH Ta
30UTBIITUTH 3aKPYICHHS Y TIEBHOMY HEBEITHKOMY CAMTi.

HaiiimoBipHilIe, Takuii caliT po3TAryBaHHs/3aKpydyBaHHS MOXKE
OyTH JIOKaTi30BaHMA TiTBKKM B JBOX Miclsax — B SHL +2 aGo 5,
TOOTO B TO3MINAX, sAKI (QIaHKOBaHI OXHOTHUITHAUMH CadHTaMu
B3aemonii JJHK 3 mosepxHero ricronoBux aumepis H3-H4 ta H2A-
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H2B Bigmosigo (puc. 3.1, 3.2). Lla 3akoHOMipHicTH Oyna
MITBEpIPKEHa Yy 1Ie OonHid KkpucrajmoradiuHid poboTi, e
JOCHI/PKYBaJlaCh CTPYKTYpa HYKIIEOCOMH, IO MICTUTh TaK 3BaHy
"mocmigoBHicTs 601" — CHHTETHYHY BHUNAIKOBY HYKJICOTHIHY
MOCITIZIOBHICTh, BifliOpaHy SK Taka, 10 MA€ IiIBUIICHUNA MOTEHITiaN
OA0 Mo3MIitoBaHHA Hykiaeocomu (po3min 4). Hykmeocoma-601
Mmictuth 145 map ocuoB JIHK (mocmifoBHICTE € acHMETPUYHOIO),
cepeaHiit KyT TBiCcTa BiJINIOBiIa€ 10,09  1.o./BuTOK,
PO3TAryBaHHs/3aKpydyBaHHS Peasli3ye€ThCsl JIOKAJTbHO Ha [iISHKAX
mo ~13 map ocHoB B oroueHHi SHL 5. Cnig 3ayBakuTH, 110, HE
JTUBJISIYUCh Ha acuMeTpiro mnociimoBHocti 601, nBi monoBUHU
OKTaMmepa TICTOHIB y ckiamai HykieocoMu-601 xapakrepusyroTbes
CUMeETpi€ro, OipIle TOr0 — CTPYKTypa OKTaMepa Y CKiIai
HykineocoM-147 Ta 601, He guBNAYKMCH HAa BIAMIHHOCTI Yy
koHpopmarii JIHK, € myxe momionoro. OTxe, OKTamep TiCTOHIB,
30epiraroun OUTBII-MEHIII KOPCTKY CTPYKTYpy, 'BuMarae" Bimx JJHK
peamizyBaTd KOHTakTH 3 TICTOHaMH, a TMOABIHHAa cmipaib
aIanTyeThCs MiA i KOHTAKTH, 3MIHIOIOYH CBOIO KOH(OpMAIIO Yy
TIEBHUX MEXaX 3aJICKHO BiJ CBO€T HyKJICOTHIHOI TTOCIiOBHOCTI.

Cmipansaa nepioamunicte JHK mas HykiaeocoM, Mo MiCTATH
IHII  TOCTIJIOBHOCTI, JOCUTh IMUPOKO JOCHTiKyBajacs 3a
morniomororo ¢yrnpuHTHHTa — posmermienas JIHK y Hykireocomi
JHKasoro 1 abo Bineaumu pamukanamu. JIHKa3a I Ta Bineni OH'-
paaMKalli  PO3MICIUTIOIOTh TUIBKH EKCIIOHOBaHI 30HU KOXKHOTO
nanirora JIHK 3 0oky ManeHbpKOTo K07100Ka; IISHKY, SIKi 3B’ sI3aHi 3
riCTOHAMH, 3aJIMIIAI0ThCS 3aXUIIeHUMHU. M’ sika 00poOKka hepMEeHTOM
YM paadKajaMy Ja€, TAKMM YHHOM, HaOip parMeHTiB, po3Mip SIKHUX
€ KpaTHHM [0 TEPIOJUYHOCTI CKCIOHYBAaHHSA, MO0 MOXKHA
MpoaHai3yBaTH 3a JOMOMOTOK eJeKTpodope3y B JCHATYPYIOUHX
yMOBax. 3a MMM JaHUMH MepioandHicTh Bapitoe Bixg 9,9 mo 10,5
11.0./BUTOK, B cepeanbomy popisHioroun 10,2-10,31.0./BUTOK.

OTxe, BIACTHBOCTI KOHKPETHOI MOCIIOBHOCTI, SIKa BXOAHTH JI0
CKJIay HYKJICOCOMH, BU3HAYAIOTh 0COONMBOCTI il KoHbopMarii — y
BIJIMOBITHOCT1 /IO 3arallbHUX YSBJICHH IOJ0 OLIKOBO-HYKJICTHOBUX
B3aeMOJiH, BiaOyBaeTbcs ToHKa migronka koHpopmamii JHK mix
IIOBEPXHIO  OKTaMepa TICTOHIB. BimmosimHo, HykJIeocoMaMm
MIpUTAaMaHHUN TIEBHUH CTPYKTYPHHM MONIMOpdi3M — caMe Takui
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nonimMopdi3m, BiacHe, i HE [O3BOJSE OTPUMATU CTPYKTYPHY
iHhOpMAIlil0 BHCOKOTO PO3IIICHHS Ha KpUCTalaX HYKICOCOM,
NPUTOTOBAaHUX IIPOCTO 3 TOTAJIBHOTO MpemapaTy HYyKICOCOM
XpOMaTHHY.

3.2.MexaHni3mu cTadiizanii HykJeocoMu

Sk 1 ans Oyap-AKO1 1HIIOT CTPYKTYPH, CTa0UIBHICT HYKJIEOCOMH
MOXXHa OIMCAaTH B TEPMiHAX BITBLHOI €HEpPrii, sKa XapaKTepU3ye
IMOBIpHICTh peami3allii Toro d9Yd IHIIOTO CTaHy Tiel YW 1HIIOL
CUCTeMH. 3HIDKEHHS BUIBHOI CHEPrii  3aBXAM  BIAMOBigae
MIBUINCHHIO IMOBIPHOCTI — 3pPOCTAaHHIO CTa0impbHOCTI. BinbHa
eHepris Oyab-sIKOI CHCTEMH CKJIAAa€ThCs 3 TIEBHOTO Habopy
crabumi3yrounx (i3 HeraTMBHHM 3HaKoM) 1 gectabimizyroumx (i3
MO3UTHBHUM 3HAKOM) BHECKIB: OaJlaHC MK HUMH # BH3HAYa€e
CTYIIHb CTabITLHOCTI.

Onucani B TONEpEeAHbOMY MiAPO3AiNi 3Ha4yHI Jedopmarii
nykineocomuoi JIHK motpedyrors enepretmunmx Butpat. 1106
MPUOJIM3HO OIHUTH HAHOUTBII BaroMHH JECTaOLII3yIOUMi BHECOK
Bix Buruny JIHK, MoxHa ckopucTaTtich J00pe BiIOMHUM PiBHSIHHSIM
1uis1 eHeprii BUruHy Gy, e1acTHYHOTO CTPYIKHSL:

as
= kT,
G =Ko

ne KT — enepris temnoBux ¢aykryaniid, 8 = 50 HM — Tak 3BaHa
mepcuctenTHa pomkuuHa JIHK (Mipa THYYKOCTI MOIEKYIH), S —
3arajbHa KOHTypHa pnoBkuHa (parmenta JIHK, R — paxaiyc
KPHBU3HH, IO B JaHOMY BHIIQJKy BU3HAYAETHCS paliycoM Ta
KPOKOM HYKJICOCOMHOI CyIepcripai. 3a UM piBHAHHSAM BUruH 133
map OCHOB i3 pafiycoM KpuBu3HU 4,23 HM (BUXOIAYM 3 TTApaMeETPiB
cynepcripanti, o BU3HAYAIOTh KPUBH3HY) MOTpedye 62 oquuuib KT.
Kpim nedopmanit JIHK, me omHuM necta0iimi3yrounM BHECKOM Y
BIJIbHY €HEprif0 HYKICOCOMH € EIEKTPOCTATHYHE PO3IITOBXYBAHHS
MiX cycigHiMu BUTKamu cynepcmipaini JJHK.

Cralini3yloTh  HYKJIEOCOMY, KOMIICHCYIOUM  HECHPHUSITIUBI
BHECKH, Kilbka (akrTopiB. [lepmmum € B3aeMozii — Hacammepen,
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enektpoctatnuHi — mix JHK Ta rictoHamu, ski yTpuMyroTbh
nedhopMOBaHy TMOABIMHY CITipajdh Ha TIOBEPXHI OKTaMepa TiCTOHIB.
Ane He MeHII BAXKIMUBHUMH € TICTOH-TICTOHOBI B3aeMomii, IO
3a0e3MeuyIoTh LTICHICTE caMoro okTamepa. IIpu mpoMy ocranHi, B
eIy YEepry Ie CTOCYEThCS B3aeMoin Mixk numepamu H2A-H2B Ta
tetpamepom (H3-H4),, 3anexars Bim emexrpocratnunmx JHK-
TICTOHOBUX B3a€EMOMIN — MIIHMA KOHTakKT MK JUMEPOM Ta
TETPaMEpPOM € MOXJIMBUM 32 yMOBH HeHTpamizamii MO3UTHBHUX
3apsaniB ricroHiB ¢ocharamu JIHK. Inakimie kaxydw, B3a€MOmis
ricroHoBux koMmimiekciB 3 JIHK 3abe3neuye MOKIUBICTh YTBOPEHHS
OKTaMepa, i ToAi BUrHyTHii cran Hykiaeocomuoi JJHK mintpumyerbces
OJTHOYACHO 11 amcopOIIi€r0 Ha TIOBEPXHI KOMIUICKCIB Ta B3aEMO/IISIMH
MDK ~ caMHMH  KOMIUIEKCaMH.  BigmoBigHO,  poO3ropTaHHS
nykieocomuoi JIHK € moxmuBuMm y nBa crocoOu: abo BHACIHiOK
MOPYIIECHHS eJIEKTPOCTATHYHHX B3a€MO/IiH 3 TICTOHAMH, a00 MUIIXOM
MOPYIICHHS  TICTOH-TICTOHOBHX  B3a€EMOJIA, HANpUKIAL, V
MPUCYTHOCTI JICHATypaHTiB, koiu HykiieocomHa JJHK posropraerbes
pa3oM 3i 3B'SI3aHUMH 3 HEIO TicToHaMmu. JlomaTtkoBumu (hakTopamH,
oo CTabLT3yI0Th CTPYKTYpPY HYKJICOCOMH, € acHUMETpHUYHA
HeWTpami3ailiss  3apsAaiB  TOHABiMHOI  cmipami  TicTOHaAMH 31
BHYTPIIIHBOTO OOKY BHUTHMHY (Taka HEHTpaji3amis 3aBXKIU CIIPHSE
puruany JIHK) Ta  OpHUCYTHICTD  MTO3WTHBHO  3apSKEHHX
HEBITOPSAAKOBAHUX XBOCTIB, fKi 3HWKYIOTb €IEKTPOCTaTHYHE
PO3IITOBXYBAaHHS CYCiIHIX BUTKIB HYKJI€OCOMHOI Cymnepcmipari.

Cepen 3a3HaueHUX BHECKIB Yy BUIBHY EHEPTil0 HYKJICOCOMH
TUIBKHA OJMH — €Hepris medopMaliiii moaBiiHOT cripalli — 3aJIeKUTh
Bil IOCTIJIOBHOCTI IIap OCHOB, ycCi I1HIN € HecnenudiuHuMHu.
BinmoBigHO, HYKICOCOMH TparHyTh YTBOPIOBATHCh Ha TaKUX
nisakax JIHK, sxi mokna nerme nedopMyBaTh — came TaKHil
MEXaHI3M JIGKUTh B OCHOBI BaXJIHMBOTO ()EHOMEHA IEPEBa)KHOTO
MO3UINIIOBaHHS  HYKJICOCOM  BIJIHOCHO  TIOCTIJIOBHOCTI,  SIKUH
po3rIAgaTUMETbes Yy po3aimi 4. 3apa3 cilif TiINbKH 3ayBa)KHTH, 110
PI3HHI BUTBHHUX CHEPrid MK PI3HHUMH TO3HUINISIMHA HYKJICOCOM €
JIOCUTh HEBHCOKO — B TPHHIMIN, SKIIO “‘HeMae BHOOpPY",
HyKJICOCOMa MOXe C(OpMYyBaTHCh TMPAKTUYHO Ha Oyab-sAKii
MIPUPOTHIN TTOCITITOBHOCTI.
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VYci HecnienudiuHi BHECKH Yy BUTBHY €HEpril0 TaKk YW iHAKIIE
3aJIe’KaTh B 10HHOI CHIH. BimmoBimHO, 3MIHM KOHIICHTpAIlii coJi
JOTIOMAararoTh 3MIHATH OajaHC BUIbHOT eHeprii y TOH 4uu iHmuH Oik 1
TAM CaMHM BHSBHTU Ti Y iHIII B3aemomii. Tak, 3a qyxe HH3BKOI
ionHoi cumn (1-2 MM NaCl) y HykiieocoMi croctepiraerbesi Tak
3BaHUN HU3BKO-COJILOBUM CTPYKTYPHHM TIEpEXill. pPO3ropTaHHS
KiHLeBuXx AinssHok Hykineocomuoi JJHK mpu 30epexenHi KOHTaKTiB 3
Humu  aumepiB H2A-H2B  (enextpocratmuni  JIHK-ricToHOBI
KOHTAaKTH MOXYTh JIMIIE TIiJACWIIOBATUCh TPH 3HWKEHHI 10HHOI
CHIIH). PymIiiHOI0 CHIIOK HHU3BbKO-COIBOBOTO MEPEXOMY € 3POCTAHHS
€JIEKTPOCTATUYHOTO PO3LITOBXYBaHHS MDK CYCiIHIMH BUTKamu
HYKJICOCOMHOI1 CyTepCITipat, sika, oIi0HO MPY>KUHI, pO3rOPTAETHCS,
pyiiHyroun koHTakTH aumepa H2A-H2B i3 terpamepom (H3-H4),.
EnsuMatnuHe BUAaNeHHS HEBIOPSAAKOBAHMX TiCTOHOBHX XBOCTIB
(ToOTO 3HIKEHHS CTYNEHs HeWTpamizalii HEraTHBHUX 3apsiB,
HacaMItepesl, Ha KiHIeBuX IiIssHKax Hykiaeocomuoi JTHK) momertye
el CTPYKTypHHH TMepexia, 3cyBaroud HOro 10 JACHIO BHIIHUX
KOHIIEHTpALi# coJi.

3a ¢isiomoriunoi  iomHHOI cmiam iN Vitr0  Hykileocoma
XapaKTEepHU3y€e€ThCI  BUCOKOIO  CTaOuUmbHICTIO.  EjexTpocrarnyni
B3aeMoOAll € HACTUIBKM MINHHUMH, IO BHKIIOYAIOTh HE TIIBKU
THMYACOBY IIHCOITIAIliI0 TICTOHOBMX KOMIUICKCiB, a ¥ HaBiTh
TpaHCIALINHI mepeMimienHs Hykmeocomu B3osx JIHK (cmaiigunr).
VY 3B’s3ky 3 THM, 10 B3aeMHe po3rauryBaHHia [IHK i okxramepa
TICTOHIB € J>KOPCTKO JeTepMiHOBaHUM (NOMEpeqHild MiApo3aii),
MepeMIIeHHs] HyKJIeOCOMH TOTpeOye MOSIBU BHCOKO-CHEPTeTUIHUX
inTepmeniariB (dacTkoBe posropraHHs Hykieocomuoi JIHK ab6o ii
NPOKPYYyBaHHs 1O MOBEPXHI OKTamepa). 3a (i3ioNoriyHUX yMOB Iii
iHTepMemiaT HE € BIpOTiTHUMHU. BimmoBigHO, 3MiHA ITO3HITIHA
HYKJIEOCOM B KIITHHI mOTpeOye HasBHOCTI cremianbaux ATP-
3aJIeKHUX MOJIEKYJISAPHUX MallMH — KOMIUIEKCIB PEMOJEIIOBAHHS
xpomatuHy (po3minm  5), IO MOJErmylOTh YTBOPEHHS TaKHX
IHTepMETiaTHUX CTaHiB.

B pmiamaszoni 0,3-0,6 M NaCl crioctepiraethest gucormiaris Bij
JHK HeBmopsAKOBaHMX TiCTOHOBHX XBOCTIB, & TaKOX €(EKTHBHUM
CalUHT HYKJIIEOCOM: Yy BKa3aHMX yMOBax BUIbHA EHEpris
IHTepMEMiaTHUX CTaHIB CTAa€ TIOPIBHSHOIO 3 CHEPTI€I0 TEIUIOBUX
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¢GiyKTyanii, mo poOUTh MOMXIJIMBUMH 3MiHU TO3ULIH HYKJIEOCOM
B3gopk JIHK. BigmoBimHo, 3pocTaHHS TeMIepaTypd TaKOX
migBuirye  edekTuBHICTh  cmaiamHry. Ilomameme  3pocTaHHS
KOHIIEHTpALi COMi iHAYKY€E JBOCTYIEHEBY IAUCOLIAIII0 HYKICOCOMH:
B miamaszoni 0,7-1,2M NaCl aucomitotots fumepun H2A-H2B, y 1,2—
2,0 M NaCl - rerpamep (H3-H4),, sxwii B3arami € OIHHM 3
HaHOUIBIT MinHO 3B's13aHuX 3 JIHK OinkiB.

Ockinbku enexkrpoctatnyuHi B3aemonii mixk JJHK Ta ricronamu 3a
(hiziomoriyHUX YMOB AyXe MilHi, 3B's3yBaHHs TictoHiB 3 JIHK €
HNPAaKTHYHO HEOOOPOTHHUM — JyXK€ BHCOKA KOHCTAHTA 3B'A3yBaHHS
(muB. HMWKYE) POOUTH HEMOXKIIMBOIO PIBHOBAary MiK 3B'SI3aHUMHU Ta
TUCOIIHOBAaHUMH  TICTOHaMH. BiAmoBimgHO, X04Ya  CTPYKTypa
HYKJICOCOMH BIIIOBITa€ MiHIMyMY BIJIbHOI €HEpTii, IbOTO MIHIMYMY
HEMOXKIIUBO JOCATTH 332 PO3YMHHUI MPOMIXOK 4Yacy: Mpu 3MilTyBaHHI
TiCTOHW MBUAKO Ta Oe3namaHo 3B'sa3yroThes 3 JIHK Oe3 momanbimoi
Iucoriartii. PEKOHCTPYKIIisS HYKICOCOMH iN VItr0 MOKJIMBA IIUIAXOM
MOCTYMOBOTO 3HW)KEHHS KoHHeHTpauwii comi B cymimi JIHK Ta
ricToHiB Big 2 M 1o (izionorivaux abo OUTBIT HU3BKUX 3HAYCHH 32
JIOTIOMOT'OI0 CTYIIEHEBOTO mializy. B Takmx ymoBax 3a IPOMDKHUX
KOHIICHTpAIliH COJIi, KOJIK EIEKTPOCTATHIHI B3aEMOII1 ITIe HE € HAATO
epeKTHBHUMHY, BinOyBaeTbCsl  pPIBHOBaXHE  3B'SI3yBaHHSI  Ta
(dopMyBaHHA HYKJICOCOMHOI CTpyKTypH. Ilomambiie 3HIKEHHS
10HHOT CHITH “3aMOPOXKYE” ITI0 CTPYKTYPY.

Jlnst peanizanii piBHoBakHHX yMOB JJHK-ricTroHOBOT B3aemoii in
VIiVO y XpOMaTHHI IiCHYIOTb NPOMDKHI aKIENTOpU TIiCTOHIB —
XpPOMATHHOBI ~ IIAlIEPOHH, M0 BHKOHYIOTh pOJib  (haKTOPIiB
36ipKu/pyiiHyBaHHS HYKJIEOCOM, SIKi 3ragyBanuch y posmim 2. ITi
aKIENTOPH MAaIOTh CIOPiIJHEHICTh IO TICTOHIB TPOIIKH MEHIY, HiX
cropigaenicte rictoHiB mo JHK (puc. 3.5), mo # 3abesmeuye
MOXUIMBICTh pIBHOBa)XHOTO 0O0MiHy ricroHamu wMik JIHK Ta
MPOMIKHUMH akIentopamu 3i 3cyBoM wiei piBHoBaru y 0Oik JIHK-
TiCTOHOBUX KOMIUIEKCIB. HasBHICTh MPOMIKHUX aKIENTOPiB FiCTOHIB
MPU3BOJINTE 1O MOXIJIMBOCTI 0OMiHy numepamu H2A-H2B wmix
pI3HUMH HYKJICOCOMaMH. THMYacOBE BHAAICHHS JHMEPIB €
BaXXJIUBUM HUISIXOM CTPYKTYpPHOI AMHAMIKH XpOMAaTHHY B KIIITHHI.
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A Binnua eHepris

ricroHun
. Oinok-akuenTop
‘\’\HHK ricronis

o)

Puc. 3.5.Ponb npomi>kHUX aKIenTOpiB FiCTOHIB y 30ipii
HYKJICOCOMH: JUCOIIIAIlis TICTOHIB € IPAKTUIHO 3a00pOHEHOIO 32
(i310J10TIYHOT 10HHOT CHITH; Y TPUCYTHOCTI aKIEITOPa B3aEMOIis

ricroniB 3 JIHK cTae piBHOBaXXHOIO.

CralinpHICTE HYKICOCOMH MOXe OyTh BHIpoOyBaHa 3a
JIOTIOMOTOI0  MEXaHIYHMX  MAaHImyJmsamidi 3  iHAUBIIyaJlbHUMH
Moyiekynmamu. OjHa 3 TakWX TEXHIK BHKOPUCTOBYE TaK 3BaHY
ontuyHy macTky. OmnThyHa TMacTka CTBOPIOETHCS —JIA3EPHHUM
mpoMeHeM, CGOKYCOBaHMM B TI€BHIM TO4YIl, A€ YTPUMYETHCS
HEBEJIMYKA TOJICTHPEHOBA KYJIbKA, MPUIINTA JO KIiHIS MOJICKYIH
JHK. Iamuit kiHemb NPUITUBAIOTH, HANPUKIAN, OO0 KiHYHKA
MUKPOIIIETKHA, M0 MOXE PYXaTHUCh, 3aBISKH YOMY CTBOPIOETHCS
po3TaryBanbHa cuia pi3Hoi BenmumHH. Y poGoti Mihardja et al
(2006) 3a TOMTOMOTOI0 TEXHIKH ONTHYHOI MACTKHM TOCIIIKYBaIOCh
pO3TATYBaHHS 30BHIMHBKOIO cwiioro Mojekymu JIHK, Ha sxii
3HaXoAWIack OJHa HykjeocoMma. Bracmigok 3akpyuyBanas JHK y
HYKJICOCOMI, 3arajibHa JIOBXKWHA TaKOi KOHCTPYKII Y pO3TATHYTOMY
CTaHI € MEHINOK 3a CyMapHy KoHTypHY nmoBxuny JIHK, i
HYKJIEOCOMa YHHHUTH CIIPOTHUB OCTATOYHOMY PO3TATYBAHHIO O IIi€l
KOHTYPHOI J0BXUHH. OCTaTOYHE PO3TATYBAHHS PEANi3yEThCS MPH
30UTBIIIEHH] PO3TATYBAIBHOT CHJIM 1 BiOYBAa€ThCS B NBa CTalM.
Iepmmii eram BIANOBIZa€ pPO3rOPTAHHIO KIHIEBMX MiIAHOK (B
HYKJIEOCOMI 3aiumiaeTbesi ~1 BHTOK cymepcmipani), Apyrud —
PO3ropTaHHIO LEHTpaIbHOTrO BUTKa HykieocomHoi JIHK (puc. 3.6).
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% — % —
Puc. 3.6./[BocTyrneHeBe pO3KPYUyBaHHS HYKJICOCOMHOT

CymepcIipati i Ji€f0 30BHINHBOI crn (agarnTtoBaHo 3 podoTH
Mihardjaet al, 2006).

Jpyruii mepexia CKIagHO aHai3yBaTH KITBKICHO, TOMY IO BiH
XapaKTEePU3YEThCS TICTEPE3UCOM — IIOBEPHEHHS 10 BUXIHOTO CTaHy
MpY 3MEHIICHHI PO3TATyBaJbHOT CHIIM BiIOyBa€ThCA 13 3ai3HEHHSM,
MIPU MEHITIOMY 3HA4YeHHI CHJIM, HIK Ta, 3a SKOI IepexiJl MOYHHABCS.
Ane mepmuii mepexiJ OMUCYEThCS CTAaHAAPTHOIO MOJEIIIIO JTBOX
CTaHiB. 3a MPOMDKHOTO TIOCTIHHOTO 3HAYEHHsS CHJIM JOBKHHA
MOJIEKYJIH OCIMJIIOE MIDK JBOMa 3HAa4eHHAMH, IO BiANOBIAAIOTH
JIBOM cTaHaM. AHali3 OTPUMAaHHUX 3alIe)KHOCTEH JI03BOJISE OIIHUTH
KOHCTAHTH HIBHIKOCTI MPSAMOTO Ta 3BOPOTHOTO MEPEXOAY, a OTXKeE i
KOHCTaHTY PiBHOBAard, y BiICYyTHOCTI pO3TATYBaJIbHOI CHiU. OLiHKH
BKa3ylOTh, 10 CIIOHTaHHE pO3TOPTaHHS KIHIEBUX JUITHOK
(momxuHoro mo ~30 map ocHoB) HykieocomHoi JIHK € pigkoro
MOJIEI0. Y PO3TOPHYTOMY CTaHI HyKJIeocoMa MpOBOAMTH ~17 mc
potu ~44XB y KOMIIAKTHOMY CTaHi. PI3HHUIII BUIBHUX €HEPTIA MiX
IBOMa CTaHaMHu cTaHoBHUTH ~12 ommumnps KT. Excrpamomsiis i€l
BEJIMYMHHU JI0 BCi€i HYKJIEOCOMH Ja€ TpyOy OLIHKY BUIBHOI eHeprii
yrBOpeHHs Hykiaeocomu ~ —30KT, 110 BiAmoBigae ekcTpaopanHapHO
BHCOKiil koHCTaHTi piBHOBaru ~10° M™. SIkio BpaxyBaTy OLiHeHHIt
BUIIIC HAWOINBII BaroMuidl JecTaOlLTI3yHOUWN BHECOK BiJf BUTHUHY
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JHK, cTabini3yrodi BHECKH Y BUIbHY €HEPTil0 HYKJICOCOMH MalOTh
craHoButu ~ —90KT.

I[Ipu npomy edektuBHICTH B3aemomii JIHK 3 moBepxHero
OKTamepa TICTOHIB He € OHOPIIHO0 1Mo JoBxuHi. [Ipo 11e cBiquuThH
xo4ya O Jyxke pi3Ha KOHIICHTpAIlisl COJi, IO € HEOOXiJTHOI IS
mucormiartii qumepie H2A-H2B Ta Terpamepa (H3-H4), (nuB. BuIe).
Ha BigHOCHY ciaOkicTh B3aeMofili Ha KiHIX Hykiaeocomuol JJHK
BKa3ye TaKoX pi3Ha TepMocTadinpHiCTh HykiIeocomHoi JJHK: B3arani
TICTOHM BIimirparoTh poihb “ckpinmku” (MiIBHILYIOTH TeMIEpPATypy
IIaBJEHHS MOABIHHOI cripani y mopiBHsAHHI 3 BimeHO JIHK), ame
MpY bOMY LIEHTPaIbHI AUITHKH HYKJICOCOMHOT TUIABJIATHCS 3a OLIbII
BHCOKHX TeMIIEpaTyp, HiK KiHmeBi. [IpsaMy OIiHKY BiIHOCHOI CHITH
JIHK-ricTonoBHX B3aemoiii 1o moBxkuHI Hykiaeocomuoi JIHK Oyro
3IIHCHEHO 3a JOTIOMOTOIO 1€ OAHI€] 3 CyYaCHUX TE€XHIK MaHIMyJISii
3 IHIUBIAyaJTbHUMU MOJIEKYJIaMH — PO3CTiOaHHS MOABIHHOI cripaii
(unzipping). CxeMy eKCIEpUMEHTY HaBeIeHO Ha puc. 3.7: Ha
nBojaniiorosiii monekyni JJHK 3HaxoanThcst Hykiieocoma, KiHEIb
OJTHOTO JIAHITIOTA 3a()iKCOBaHWN B ONTHYHIN MACTINi, KIHEIb iHIIOTO
MPUIIATO JI0 TIOBEPXHI CKEIBIIS, [0 PyXa€ThCsl.

LI Dy W
I I T T N I Y I I
6 -4 2 0 2 4 6
SHL
Cuna

® I

Puc. 3.7.Cxema eKkCliepuMEHTY 3 PO3CTiOaHHs MOABIHHOI cripai
JHK (mosicHeHHsI B TekcTi) Ta kapTa BimHocHOi crn JJHK-
TiCTOHOBHUX B3aeMoill B310Bxk Hykieocomuoi JJHK (amanroBaHo 3
po6oru Hall et al, 2009).
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[lin  gier0  30BHIMIHBOK  CWJIM  TOJBIHHA  CHipaih
po3kpy4ayeThes, a B3aemonii JIHK 3 ricroHamMu 3MyIIyIOTh CKEIbIIe
3arajibMyBaTHCh Ha TIEBHHUI Yac — PO3KPYUIYBaHHIO MEpEJye BiIPHB
MOABIAHOT cmipali BiJ TOBEpXHI OKTaMepa TicToHiB. Yac
ranpMyBaHHA BimoOpaxae cuimy JIHK-rictoHoBuX B3aemopiii, a
BiZICTaHb MIXK JIBOMa oJHOJaHIoroBumu kinusmu JJHK, Ha skiii me
raJIbMyBaHHS TPAIUIIETHCS, — TOUKY B3IOBX HykieocomHoi JIHK, ne
peaNizyroThCs 1li B3aeMOii. Pe3ynbTaTu BKa3yrOTh, M0 radbMyBaHHS
BiIOYBA€ETHCS 3 MEPIOAUYHICTIO B ~5 HYKJICOTHIIB, BiIOOpaxarodn
B3aeMoJii ricToHiB 3 nBoma janmroramu JIHK. HaricnaOkimm JHK-
riCTOHOBI KOHTakTH MawoTh Micue B SHL 6,5 fB. puc. 3.1);
BiTHOCHO cna0Oki koHTakTd —B SHL +5,5,a Takox £3,5Ta +2,5;30Ha
OUIBII CUJIBHUX KOHTAKTIB 3HAXOOUTbCA B oroueHHi SHL +4.5:
HaWUMIIHINI KOHTAKTH Peali3yroThcs Ha MinsHIi mikx SHL —1,5Tta
+1,5.

Hapeneni maHi momo CTPYKTYPHHX IEPETBOPEHb HYKICOCOMH
CTOCYIOTBCSI JIOCUTh EKCTPEMAabHUX, IIJIKOM Hedi310J0ri9HuX
BIUIMBIB. [IpoTe BOHM BKa3ylOTh Ha Jedki “crmalbki wmicus’ y
CTPYKTYpi, B SKHX MOXKHA OUIKYBaTH IepeOYyIOB HYKICOCOMH Y
¢iziomoriuHnx ymoBax. Takux MiCIlb MOYKHA Ha3BaTH TNPUHAWMHI
IBa. KiHIEeBl cermeHTH HykineocomHoi JIHK, ski HaliMeHIT MilHO
cTaliai30BaHi y HYKJI€OCOMI, Ta KOHTaKTH Mk auMmepamu H2A-H2B
ta rerpamepom (H3-H4),.

3.3.Kondopmauiiina pyxJuBicTh HyKJI€0COMH

3.3.1. Tumuacoee  pozzopmannsa  Kinueeux  OLIAHOK
nykneocomnoi /[HK € oqHUM 3 OCHOBHHX IIISAXiB KOH(POpPMALiIHHUX
nepeOymoB 3a (i3iojoriyHUX YMOB. 3 OAHOro OOKy, BHCOKa
IIIBHICTh HETATHBHOTO 3apsiay (KOHTaKT MK CYCiZHIMH BHTKaMH
HYKJIEOCOMHOI cymepcmipaini) aectadinmizye HykineocomHy JHK Ha
BUXOJi 3 Hykieocomu, 3 iHmoro — J[HK-rictonoBi B3aemonii Ha
KIHIIEBUX IUISHKAX € OUTBIN CIIA0KMMHM, HIXK Y IEHTPAIbHIN JacTHHI
HykneocomHoi JJHK.

HaBeneni B momepeaHboMy MiAMiAPO3AUNI NMPHONW3HI OLIHKU
natotb —30 KT sk BimbHY eHepriro yTBOPEHHS HYKJIIEOCOMH 3a
¢iziomoriuHnx ymoB. Aue posropranHs Hykieocomuoi JIHK mae
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3IICHIOBATUCH HE 3a MPUHIMIIOM “Bce abo Hi4oro“, a mocTymnoso,
nounHaroun 3 Kiumg JJHK — JIHK-ricroHoBi KOHTakTH OymyTh TOI
pyiinyBatrch oaumH 3a omumM (puc. 3.1, 3.8).IlopymeHHsS IBOX
KOHTAaKTIB — IO OJHOMY Ha 000X KiHIsX B SHL +6/5 —sanumae ~1,4
BUTKH cynepcnipaini (1,67 Burka Bignosinarote 133 mapam ocHos, 1
BUTOK — 80mapam). SIKIo 1o JBa KOHTAKTH 3pYHHOBaHI Ha KiHIX,
cynepcHipanb, Mo 3aldIInIach, MiCTUTh ~1,2BUTKH.

Buxomsium 3 HaBeieHOi CyMapHOi OLIHKM BUIBHOI €HEprii,
pyiHHYBaHHS OZHOTO KOHTaKTy — PO3TOPTAaHHS MITSIHKU JOBXKHHOIO
OJIMH BHMTOK TOBIMHOI cripaii — Komrye B cepeaubomy ~2 KT (Ha
KIHIPIX TPOXU MEHIle, Bcepeauni HykieocoMHoi JJHK — 6inbmre). L
eHepris, HaOMwKeHa 10 eHepril TemoBux (JIyKTyallii, BKa3zye Ha
MOXJIMBICTh CHOHTAHHOTO THMYacCOBOTO PO3TOPTAHHSA KOPOTKHX
KiHLeBUX AUsSHOK HykineocomHoi JIHK 3a ¢isiomoriuanx ymos.
Buxopsum 3 HaBeieHOi OLIHKM BUIBHOI €Heprii pO3ropTaHHS,
KOHCTaHTa piBHOBaru K Mi’k pO3TOpPHYTHM Ta KOMIIAKTHUM CTaHAMH
oaHoro Kinnesoro Butka aymekca (K =exp(-G), ne G — BinbHa
eHepris B omunuIx KT) mae mopiBuioBatu mpubmusuo 0,1, mis
pO3rOpTaHHS MBOX BWTKIB, KOJIM TICIsSI KIHIICBOTO PYWHYETHCS
npyruii  koHtakt (puc. 3.8), KoHCTaHTa KOH(OPMAIHOTO
neperBoperHst ~0,01 (pubnusno mpotsirom 1% wvacy minsHka €
po3ropHyTo1o). CIIOHTaHHE PO3rOPTAaHHS IOJIOBHHU HYKJICOCOMHOI
JTHK (pyitnyBanHs 6—7 KOHTaKTiB) Ma€ TOZi BimOYBaTHCh 3 HU3BKOIO
KOHCTaHTOIO KOH(opMariitHoi piBHoBarn ~10°-10"".

Puc. 3.8.Cxema cioHTaHHOTO po3ropTanHs Hykineocomuoi JJHK,
TTOYMHAIOYHM 3 11 KiHIiB. Ha KOXHIN cTamil pyHHY€eThCS OOMH KOHTAKT
Majoro xonooka JIHK 3 moBepxHero okTamepa TiCTOHIB.
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[lixg yac Takoro COHTAaHHOTO PO3roOpTaHHA creUU(piuHI calTH
BcepenuHi HykiaeocoMuoi JIHK cTaroTh THMYAacOBO JOCTYITHUMH IS
B3aeMoii 3 BigmoBiAHUMH Oinkamu. ToOTo, Taka KoH(popMmarliitHa
IMHaMiKa HYKJICOCOMH BiIKpHBA€ MOKIMBICTD IS “NMPOHUKHEHHS"
perynsaTopHux OinkiB g0 ixHix MimeHeld. OCKUTBKH crenudiuHi
OLTKM XapaKTepU3YIOThCS BUCOKOIO CITOPITHEHICTIO IO BiITOBITHUX
PETYISTOPHUX €JIEMEHTIB MOCIiIOBHOCTI, B3aEMO/Is 3 O1IKOM MOKE
3aikcyBaTH YacTKOBO PO3TOPHYTUH IHTEpMENiaTHUH BHCOKO-
CHePreTUYHUH  CTaH  HYKJIEOCOMM.: TaKMM  4YHHOM  MOXeE
HOJIETIIYBAaTUCh JIOCTYIl [0 IHIIMX CaWTIB LUIAXOM MOJAJIBIIOrO
posropranHs. Kpim Toro, BmactuBicth HykieocomHoi JIHK
CIOHTAaHHO PO3rOPTaTUCh Ha KIHIIX MOXE BUKOPHUCTOBYBaTHCh
KOMIUIEKCAMH PEMOJICITIOBAaHH XPOMATHHY, SIKi BIacHe i (ikcyioTh
BHCOKO-CHEPIeTUYHI TPOMiXHI CTaHU HyKJieocomH, a Takox PHK-
noJiMepasoro Ui MPOHUKHEHHsI Becepeauny Hykieocomuoi JJHK mix
Yac eNoHTamnii Tpanckpumii (po3mia 5).

YactkoBe posropranHs Hykineocomuoi JIHK 3a ¢izionoriunnx
YMOB OYJIO MPOAEMOHCTPOBAHO EKCIEPHUMEHTAIbHO. Y JabopaTopii
Bimoma (Jonathan Widomjyio mokaszano, mo mykieocomua JJHK €
THMYACOBO JOCTYITHOIO IO PECTPHUKIIHHUX eHOoHykieas. ILls
JOCTYIHICTh € HaWOUIpIIOI Ha KiHLAX HykieocomHoi JJHK i He
TOB's3aHa 3 TPAHCIAIMIMHUM  TMEPEMIMIEHHAM  HYKJIEOCOM:
CKCIIOHYBaHHsI PECTPUKTHUX CalTIB yCepeiuHI HYyKJIEOCOMHU
BinOyBaeThCsl 3a paxyHOK TuMmuacoBoro BuzBojenHs JIHK Bix
MOBEPXHI OKTaMepa TiCTOHIB, SIKE POTPECYE, MOUYNHAIOUUCH 13 KiHI[SI
HykiaeocoMuoi JIHK. OmiHKH KOHCTaHT PiBHOBArw ISl PO3TOPTAHHS
KIHIIEBUX IiIAHOK pi3HOI MOBKUHM (Pi3HOI BifCTaHi pO3TAIlyBaHHS
MEBHOTO PECTPUKTHOTO caiTa BiJ KIHIE) Y3TOMKYIOThCS 3
HaBeleHMMHU BHIIe. THUMuYacoBe pO3TOPTaHHS KIHIEBUX IUISHOK
Hykiaeocomuoi JITHK Oymo mokazaHO TakoX METOJIOM peecTparil
PE30HAHCHOTO TMEPEHOCY CHeprii MikK JBOMa (UIyOPECIICHTHUMH
MiTKaMH — Ha Kini HykiaeocomHoi JIHK ta Ha ricronax mo0imsy Bix
ueHTpy HykiaeocomHoi JIHK. 3a ¢dizionoriyHux 3HaYeHb 10HHOI CHIIH
KOHCTA@HTa PO3TOPTaHHS OJHOTO BHUTKA MAYIUIEKCA OIIHIOETHCS B
0,02-0,1.
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3.3.2. Kougopmauiina  pyxnusicme  Hyk1eocomu 8
yupkynapuux JHK. Ockiapkd in VIVO HYKJIEOCOMH 3HAaXOISTHCS B
CKIIaZi TIETCIIbHUX JIOMEHIB XPOMAaTHHY, BIUIUB TOMOJOTIYHUX
0OME>KeHb, Ki ICHYIOTh y TaKHX JOMEHAX, Ha CTPYKTYPHY AUHAMIKY
HYKJICOCOM € BaXJTUBUM ()i310JI0TTHHUM (PaKTOPOM.

Koxna merns 3 3adikCOBaHUMM  KIHISIMM  TOTIOJIOTIYHO
exBiBaieHTHa a0 wupkymsipuoi JHK. IleHTpanbHUM TOHATTAM
tonosorii mupkyispuoi JIHK e tak 3BaHe umcio 3aueruieHb LK
(linking number)aBox MoMHYKICOTHAHNX JAHIFOTIB — IBOX KilleIlb,
3aKpy4eHUX OJHE HaBKPYI OAHOTO Yy MOABIHHY cmipans. Yucmo
3a4eIUIeHb BU3HAYAETHCS SK YUCIIO MMEPETHHIB OJHUM IUPKYJISIPHUM
KOHTYPOM TIOBEpXHi, III0 HATATHYTa Ha IPYTHH KOHTYP: BIATOBIIHO,
LKk mMoske OyTH TiNbKM LiauM 9uciIoM. Byab-saki gedopmariii Kineis
(3a yMOBH 30epesKEHHS I[UTICHOCTI KOXHOTO KijIblls) HE 3MIiHIOKOThH
i€l BETMYMHM: Kbl HE MOXKHA Hi PO3BECTH, Hi 301TBIINTH CTYIIHb
3aderieHb. OTke, 1 IIe JApyra BaXJIWBa BIIACTUBICTh YHCIIA
3averuieHb, LK cuctemMu ABOX Kijlellb € MOCTIHOI BETMYHHOI —
TOTOJIOTIYHAM iHBapiaHTOM, — TMOKH OOH/IBA KiJIbI € IHTAaKTHUMHU
(me wmictaTe pospueie). Ili 1B BIacTMBOCTI umMCla 3adYeIlICHb i
HaKJIaJIal0Th TOIOJIOTIYHI OOMEXEHHS Ha MOJICKYNY ITUPKYJISIPHOT
JHK. OpnakoBi UHUPKYJISpHI MOJIEKYNIH, IO PO3PI3HIIOTHCA 3a
YHCIIOM 3a4eIUIeHb, HA3UBAIOTh MON0I30MEPAMU.

Y  3aragpHOMY BHNAQAKy YHCIO  3a4CIUICHb  Oyab-sKO1
mupkyspaoi  JJHK  (a6o JIHK i3 3adikcoBaHMMH  KiHISIMH)
miAnopsaKoBaHe BitoMoMy piBHSHHIO Kanmyrapeany-Baiita-®ymnepa
(Gheorghe @lugireanu, James White, F. Brock Fuller):

Lk =Tw+ Wr,

ne Tw (twist) — TBicT — KiNBKICTE BWTKIB MOABIHHOI cripai
(mopiBHIOE cyMi KyTiB TBICTYy JJIsl YCiX Map OCHOB, MOALUICHINA Ha
360°, i3 mo3Haukor “+“ s mpaBoi cmipami Ta “—‘ ans niBoi), Wr
(writhing) — paii3uar — mapameTp, SKHi € MIpO BiIXWJIEHHS OCi
MOABIMHOI cripaii BiJ IuiaHapHOi KoHQirypauii (i IUiaHapHOTO
kimerit Wr = 0). Posnoain Bemuunuu LK mo gBoM ckmagoBum
3QJICKUTH BiJl MEXaHIYHHX BiIacTuBocTer Mostekynu JTHK.
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Hait6inem Burimgauit tBict JJHK Twy (1 sikoro wacrimie

BHUKOPHCTOBYIOTh CKBiBaJICHTHE TO3Ha4YeHHs LKy) BU3Ha9aeThCs
30BHIIIHIME yYMOBaMHM Ta TIIOCIIOBHICTIO Iap OCHOB (THIIOBE
cepeiHE 3HaueHHs 3a (i3i0NOTIYHUX YMOB BiJAINOBiga€ MPHOIN3HO
10,5mapam OCHOB Ha BUTOK IMOJBIiHOI cripaii). SIKiio, sIK e yacTo
oysae, LK#Twy, B JHK mnpucytas npedopmariis (BiIXHICHHS
KoH(popMmallii Big HaiOimpm  BUTigHOI), 1 1g Aedopmarris
MiHIMI3y€TbCS, PO3NOAUISIIOUYMCH IEBHUM YHHOM MiX 3MiHOIO TBicTa
ATwW = Tw — TWp Ta HEHYJIHOBUM Pal3MHTOM BHACIIIOK 3POCTAHHS
BUTHHY Mojekymnd. OTKe, 3aralpbHOIO Mipoio jaedopmariii €
BEJIMYHMHA

ALK = Lk —Lko = ATW+ W (3.2)

OckinbkM 3pOCTaHHs paii3mHra (mpH 3pOCTaHHI  3arayibHi
nedopmarrii) mos's3aHe 3i cripamizamiero oci MOABIHHOI crmipami —
naocnipanizayicio (supercoiling),senmuunna ALK BukopucToByeThCS
Ak Mipa Hagcmipamizaumii y nwmpkymaphid JHK. Takum duHOM,
HaJICIipatizamis € THM OiIbInor0, unM Oinbine LK BimpisHseThCS Bix
Lky, i umm Oimeima Hampyra, IOB'si3aHa 3 jgedopmariiero,
Hakonunuyetscs B JJHK.

OmauM 3 OCHOBHHX DKEpENl BUHUKHEHHS HaJCIipami3alii y
JKUBUX CHCTEMax € PI3HOMaHITHI (YHKIIOHAJbHI MPOLECH, IO
snicHooThest Ha JHK, — B mepmry depry, TpaHCKpummis i
pemmikamis.  [IpoxomkeHHs  Takoro Tpouecy TMOB'sI3aHe 3
mepecyBaHHsM (TpaHciokariero) y3mosxk JHK Toro um iHmmoro
bepmenty (mpanciokaszu), SKAR JIOKaABHO pyHHYE ITOABIHHY
coipans. Tpancnokazamu €, 30kpema, PHK- i JIHK-monmimepasu, a
takox iHm (epmentu. Ockigbku Mmojekyiaa JHK — cmipans,
TepecyBaHHS TPAHCIOKAa3W Ma€ CYIPOBOKYBaTHUChL abo 1l
o0epTaHHAM HABKpPYT OCi MOABIWHOI cripaii (Ha KIutanT oOepTaHHS
raiky HaBKpyr TBUHTA), ab00 MPOKPYYYyBaHHSAM caMoi MOBIiiHOT
crmipani (oOGepraHHsaM rBUHTA y Taiiri). Came apyra MOXIHBICTB i
pearizyeTbcs, OCKUIBKM TpaHCIIOKa3a Tpalloe 3a3BHYail y CKiaii
BEJIMYE3HOTO MYJBTHOIIKOBOTO KOMILIEKCY — ‘Taiika“ € Haaro
MacuBHOIO. Kpim ToOro, obGepraHHsS TpaHCIOKa3W JOJATKOBO
ranpMyeThes B3aemomisiMu 3 JIHK, mo peamizyroThcs HE TIIBKH B
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00NacTi aKTUBHOTO ILIEHTPY TpaHCIOKa3W. I[HONI TpaHCKIIOKa3a
B3araji He 37MaTHa o0epTaTHCh, OCKUIBKM cama 3adikcoBaHa Ha
eneMeHTax snepHoro wMarpukcy. Skmo kiami JHK xopctko
3aikcoBaHi 1 HE MOXYTb 0OepTaTHCh, TpaHCIOKalis Oyze
CTBOPIOBATH TOIOJIOTI4HI podiemu (puc. 3.9).

Y mnpormeci mepecyBanHs B3moBk JHK Tpancmokaza pyliHye
MOJBIHY cmipadb Momepexy Big cebe ¥ BigHOBMIOE ii 1o3amdy.
JlokanpHe  pO3Kpy4YyBaHHS  MOABIMHOI  cmipali  momepeny
TpaHCIOKa3M  Mae  OyTH  KOMICHCOBAaHMM  IO3UTHBHOIO
HaJCIIpani3amicro, BITHOBJAEHHS cmipami  (3aKpydyBaHHA) —
Ha/cIipani3amielo HeraTHBHOW. B pe3ynbraTi momepeny ¥ mozamy
BiI TpaHCIOKa3W BHUHHUKAIOTH JABI “XBWIl“  Hajcmipamizarii
MPOTHIICKHOTO 3HAKY.

Tpancioka3a

Puc. 3.9./Ipi xBuTi HajcCHipami3aliii B mpoieci poOOTH TPaHCI0Ka3:
y TIETEIbHOMY JTOMEHI.

JIBi XBWI Hajncmipamizallii, 0 BHHHUKAIOTh B Ipoieci poOOTH
PHK-nonmimepasu, Oynu mpoeMOHCTPOBaHI eKCIIEPUMEHTAILHO, TIPH
4oMy sK iN Vitro, Tak i in vivo. B mepmiomMy BUIIaaKy eKCIIEPUMEHT
NOoJATaB y 3AIHCHEHHI TpaHCKpunmii iN VItro Ha IMPKYJIspHii
IJIa3Mili y TOPUCYTHOCTI (pepMeHTy, MmO 34aTeH 3HIMATH TUIBKH
HETaTUBHY HAJICITipaIi3allilo: aHITUIALIT JBOX XBIWIb HE BigOyBayocs,
1 TIiCIIs 3yNMMHKY peaKiii MaTpuL SIBJIsSUIa COOOI0 CyMIlll TO3UTHBHUX
TomoizoMepi. ExcrepumenTta iN VIVO 30iCHIOIOTECS, HaIPUKIAL,
UISIXOM BHpi3aHHS Ta 3aMUKaHHS B KUIbIIE TEBHOTO (parMeHTa
JHK B knituni cnienudiuanM gepmentoM. Kinble BUAiISETbCS Ta
BHKOPHUCTOBYETHCS K “CBIIOK" — BOHO MICTHTHh HaJACIipai3aIliio,
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mo Oyla NMpPUCYTHhOIO B TEBHIW TeHOMHIN 30HI. Komm Ttakwmii
(parMeHT 3HAXOMUTHCA B MPOMOTOpPI (IO3amy Big IMONIMeEpasn),
iHTeHCH(IKAIliT TPAHCKPHUMIII TPHU3BOAUTH 10 HAKOIHYCHHS
HETraTUBHOI HaJCIipai3allii.

3po3ymino, 10 HAKONMMYCHHS Hajacmipatizamii (exacTUUHOT
HAMpyTd) HE MOYXE IMPOIOBXKYBATUCH HECKIHUEHHO: B PEIITI PEIIT
Harpyra Oyzae OJOKyBaTH mpolec TpaHcuokamii. BinmosimHo, Mae
OyTH cnoci0 BHUpilIyBaTH 110 MPoOJieMy — 3HIMaTH HaJACIipai3alliio,
penakcyroun  JIHK. [HcTpymMeHTOM,  SKMH I8 LBOTO
BHKOPHUCTOBYETHCS KIIITHHOIO, € CcremiansHi ¢depmentn — JHK-
monoizomepazu, MO 37aTHI 3ailicHoBaTH penakcaitito JJHK (3nimMaTu
HaJICITipai3aiiro), IHIYKYIOIH THUMYACOBHUI po3puB
MONIHYKJICOTHIHOTO  JaHiora. [licias  3aliMBaHHS — PO3PUBY
YTBOPIOEThCS Tomoi3oMep, LK skoro € mMakcumanbHO OJMHM3BKUM 10
Lko. IIpote, TonoizoMepasu He MOKYTh pearyBaTH HAa BUHHKHCHHS
HaJCITipaTi3allii panToBo — iM MOTPIOCH MEBHHM Yac Ha 3B'I3yBaHHS
3 JAHK Ta 3pilicHeHHs penakcallii. BusiBiseThcs, 1m0 4YacTUHY
€JIACTUYHOT HAIIPYTH MOXKYTb 3HIMAaTH HYKJICOCOMH 3a PaxyHOK CBO€T
KoH(OpMAIiHHOT pyXJIUBOCTI.

I3 Hykneocomamm B cKiami OUpKyIsipHux  Moiekyn JHK
noB'a3aHa  AaBHA  npoOjemMa  Tak  3BAHOTO  HApAdOKca
Haocniparbnocmi. Buacmimoxk ¢GopMyBaHHS JIiBOI  cymepcmipati
(meraTMBHE 3HAYEHHS pai3WHra), HyKJIeocoMa BHOCHTb
mupkyisipny JIHK mosutuBHY Hagcmipamizamiro — abo, mo Te X
came, ¢ikcye Ha cobi yacTMHY HETaTHBHOI Hajcmipaiizalii, SKIIo
BoHa Oyma mnpucytHs B 1upkymsapHid JHK. Skmo 3giticauTn
PEKOHCTPYKITII0O  HYKJIEOCOM Ha IMPKYSIpHIA miasmimi  y
HNPUCYTHOCTI eyKapioTHYHOI Tomoizomepasu | (sika 3HiMae HaMpyry B
JIHKEPHUX [ISHKAX), TO B OTPUMAaHii TaKMM YHHOM IHPKYJISPHIi
MIHIXpOMOCOMi MIHIMI30BaHI €TacTHYHI HampyXeHHs. KiIbKicTh
HYKJICOCOM y MIHIXpOMOCOMI MiJpaxoBYETbCS Il EIEKTPOHHUM
MikpockormoMm. Jlami  HyKJI€OCcOMH  BHIANSIOThCI —  BiJIbHA
mupkymsipua  JIHK  MicTHTP HeEraTHBHI  HAICIIpaJIbHI  BUTKH
(emacTuyHi Hampy>KeHHs), sIKi BUBUIBHIJINCS BHACHIZIOK BUIAJICHHS
Hykieocom (Oynm 3adikcoBaHi HykineocoMamu). KiTBKICTh IIHX
HaJICpaJbHUX BUTKIB (CTYIIHb HaJCITIpaji3anii) MOXHA OI[IHUTH 3a
JOTIOMOrot0  enekTpodopesy — Oinbin HanacmipaimizoBada JIHK mae
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MiABUIICHY €JIEKTPOPOPETUUHY PYXJIUBICTh BHACTIIOK 3pDOCTaHHS
CTYNEHsI  KOMIIAKTHOCTI. Y  TaKWX  eKCIEepUMEeHTax  Oyio
BCTAHOBJICHO, IO 3HIDKEHHS YHCIa 3a4eIUieHb y MIHIXPOMOCOMI
BigHOCHO BinbHOI 1upKysipHoi JITHK, penakcoBaHoi B Takux camux
YMOBaX, IPaKTUYHO JOPIiBHIOE KiTBKOCTI HykJeocoM. ToOTo, uncio
HaJCHipalbHUX BUTKIB, 3a(iKCOBaHE OHIEI0 HYKICOCOMOIO,
ALk, = -1.

VY TomonoriyHOMy CeHCi HYKJIEOCOMHa CyMepchipalb Mae€ JBa
BUTKH — ko JiakepHa JJHK mpomomxye mo mpsimiii TpaekTopiro,
3alaHy  HYKJICOCOMHOIO  CYIEpCHipa/uiio, BigOyBaeThCs  JaBa
HETaTHUBHHUX IepexpelneHns oci noasiinoi chipam JHK —ycepenuni
HYKJICOCOMH Ta Ha BXOJi/BUX0Ii. BibII TOYHMIT pO3paXyHOK OIIHIOE
paiizuar HykKieocomHoi JIHK sk Wr, = —1,7. Po36ixkaicTs Mk W,
Ta ALK, i Burnsmae mapagokcansuow. OMHUM i3 pillicHb mapaaokca
Ha/ICTipaibHOCTI MOXKe OyTH MO3UTUBHHUHA BHECOK BiJ 3MIiHM TBicTa
nykimeocomuoi JTHK ATw, y 3aranpHy 3MiHy 4YMclia 3adeIlicHb (3a
piBa. 3.2). lle pimenss, 3amnpornoHoBaHe B cBiii 4ac Kpikom Tta
Kiyrom (Francis Crick, Aaron Klug)gigirpano BaxiIHBY poib y
PO3BHUTKY MOJIEKYJISAPHOI 0i0JIOTil, ajie BOHO HE O3BOJISIE MTOBHOIO
MipOI0 BHUPIIMIATH TMapazokc HazacmipambHOCTi. JlificHO, xoua ATW,
Ma€ TO3UTHBHE 3HAueHHs (BiJOYBA€ThCS IOJATKOBE 3aKPy4YCHHS
MOJIBIMHOI cipaii B HyKiteocoMi, miamiaposa. 3.1.2),3miHa TBicTa He
€ JOCTaTHRO BHUCOKOIO, MO0 TOBHICTIO KomreHcyBaTu WTI, mo
ALk, = —1. Cepenns crmipaipHa nepioquyHicTh Hykieocomuoi JJHK
nopiearoe  10,2-10,3 m.0./BUTOK, TOOTO, SKIIO  CEpPeIHS
nepioguunicTs BinmeHoi JIHK cramoButs ~10,5 1m.0./BHTOK, TO mIs
147 map ocuoB ATw, ~ +0,3 + +0,4, ALk, 3anumiaeTscst JOCTaTHBO
JaJICKUM BiJl €KCTIEPUMEHTAIBHO OTPUMAHO1 BEJIMUHHH.

BianoBine mae koHdopMaliifHa JWHAMIKA HYKICOCOMH, SKY
BIIAEThCs 3adikCyBaTH Ha MPOCTIH CHCTEMI — MOHOHYKJIEOCOMI, IO
pexoHCcTpyioBaHa Ha 1mpKyaspHii JHK wmamoro posmipy
(miHinmkmi). TIpHHIMIIOBY CXeMY €KCHEPHMEHTAIBHOTO IMiIXOIy
300paxkeHo Ha puc. 3.10: HykileocoMa PEKOHCTPYIOEThCSA Ha
MiHiOuKI po3mipom 350-360 map OCHOB, Micis 4YOTO MIiHIIKKI
00pobusieThest TONoi30Mepa3oro | (3a ¢izionoriuHux 3HaUYCHb 10HHOT
CHJIHM Ta TEMIIEpaTypH) Ui MaKCHMaJbHO MOXIIMBOI pernakcarii. 3
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ILOTO PETaKCOBAHOTO MaTepially BUIAISIOTHCS TiCTOHH, 1 PIBCHb
HaJCIipai3aliii aHaTi3yeThCs 3a JT0IOMOTro0 eleKTpodopesy.

ALK, ALk = ALk, + ALK,
HyKJ‘leOCOMa

ALK,

Puc. 3.10.Cxema ekcriepuMeHTY 3 HYKJI€OCOMaMH,
peKkoHCTpyioBaHuMH Ha MiHiuKIax JTHK (OSCHEHHS B TEKCTI).

Bracniok ManeHBKOTO po3Mipy 1, BIANOBIAHO, BHCOKOI
JKOPCTKOCTI, BUIbHI MIHIIIUKIN JalOTh 3a3BHYail JIMINEe OIWH
TomoizoMep micis penakcaitii (LK skoro € HaiGIMmKIUM 10 3HAYEHHS
Lko). Aie 3a HasBHOCTI HYKJICOCOMH B pEJIAKCOBaHid Cymimri
NpUCYTHI TpuHaiiMHI ABa Tomoizomepu. lle Bimpa3dy Bkasye Ha
3pOCTaHHS 3arajbHOi IUIACTUYHOCTI MIHIIUKIA — BHCHOBOK
HEOJIKYBaHWUH Ta NEMI0 KOHTPIHTYITHMBHHM, 3Ba)Karo4M Ha Te, IO
pO3Mip BiBHOI METHi B CKJIaAl PEKOHCTPYHOBAaHOI YaCTUHKH €
3HaYHO MEHIINM 3arajibHOi KOHTYPHOI JOBXHHH MiHIIIUKJIA.

Hupkymsapra JIHK, mo MicTUTe HYKJICOCOMY 1 IMiITAETHCS
penakcariii 3a JOIOMOTOI0 TOIMOi30Mepasu, MOKe OyTH PO3AUICHOIO
Ha aBa TonoJoriuni nomernu: JJHK y cknami HykiieocoMu, CTpYKTypa
sIKO1 BU3HAYEHA B3a€MOJIISIMUA BCEPEAMHI YaCTHHKH, Ta BUJIbHA TETIIA,
CTPYKTypa sIKOi oOMekeHa Tinbkd Ha ii kiHngx. CymapHe 3HaYeHHS
ALK miHITIMKIA CKITATA€ThCS 3 YaCTUHM Hajacmipaiizarii ALKy, 3HsaTOT
HYKJIEOCOMOIO, Ta Hajacmipamizamii ALK, mo samummmacs B meri
(puc. 3.10):

ALK = ALk, + ALK,
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Tob6to, ALK Tomoizomepa mopiBuioe ALK, SKIIO MeTIs MOBHICTIO
pemakcoBana i ALk = 0. 3posymino, mo B yMoOBax pernakcarfii
nmepeBaXHUM OyJie ToH Tomoizomep, s skoro ALK HabmvkaeThest
10 Hyns —To6T0 ALK sikoro € Haibnmmxaum 10 ALK,

AHaji3 pe3yibTaTiB TakWX CKCIICPUMEHTIB, IPOBEICHUX Ha
MiHIOUKIAX, SKi MOXomATh 3 ¢parMeHTy mnasmian pPBR322,
MPUBOJUTH 10 BUCHOBKY, III0 HYKJIEOCOMAa ICHYE Yy BHUIJIAII TPHOX
CTpYKTYypHHX (opM i3 pisHumu 3HadeHHAMH ALK, (puc. 3.11):
3akpuTa HeratuBHa ("KaHoHiuHA" (opma — 1,7BHUTKIB cymepcrmipari,
HETaTHBHE TEPEXPEIICHHS JIHKEPIB Ha BUXOMI 3 HYKJICOCOMH);
Bigmkpura (1,4 BUTKM Cymepcmipaii, BiACYTHICTh IEpPEXPEIEHH);
3akpuTa To3uTHMBHA (3HOBY 1,7 BWTKiB, ajle  ITO3MTHUBHE
HepexpelleHHs] Ha BUXO0/1). Pearizamis ocTaHHBOTO cTaHy HOTpeOye
MEBHUX MEepeOyI0B CTPYKTYPH HYKICOCOMH, SKi HAaOIMKYIOTh OJTHA
0 OJHOI JIHKEPHI AUBIHKH, YUM CIPHUSAIOTH iX ITO3UTHBHOMY
MEPEeXPEUICHHIO.

TakuM yrHOM, TapafOKC HAACIIPAIIEHOCTI BUPIIIYETHCS MPOCTO:
oTpHMaHe Ha MiHixpoMmocomax 3HaueHHs ALK, = —1 e ycepennennm
JUIS. KUTBKOX CTPYKTYpHHX CTaHIB HYKICOCOMH, KOXKHOMY 3 SIKHX
nputamanHe cBoe ALk, Koxne Take 3HauenHs ALK, BimoOpakae
MIEBHUM pal3uMHT 1, SIK TMPaBWUjIo, IO3UTHBHY 3MiHy TBICTa
HykiieocoMmHoi /IHK.

ALk, =-1,69 ALk, =-1,04 ALk, =-0,56

Puc. 3.11.Koudirypariii MiHILIUKIIIB 3 HYKJICOCOMaMH Y TPhOX
CTPYKTYpHHX (hopMax (311iBa HaIpaBo: 3aKPUTA HETATUBHA,
BIJIKpUTA, 3aKpHTa MO3UTHBHA) Ta BiINOBIAHI 3HaueHHS ALK,
AnarrroBano 3 podoru Sivolobet al (2003).
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Otpumani 3HaueHHs ALK, IpakTHYHO CIBIAAalOTh 3 OLiHKAMHU
paii3uHra Ijis BKa3aHHMX CTPYKTYPHHX (DOpM: IJIs MIHIIUKIIB, IO
moxomate Bim miasmiam PBR322, teict JIHK y Hykneocomi
JOPIBHIOE TaKOMYy B pO34MHI (OCTaHHI B yMOBaxX CKCIIEPUMEHTY
Bignosigae 10,49 m.o./Burok). Ilg cuTyalis He € 3aralbHUM
NpaBWJIOM: Ha MIHIIMKIAX iHIOro moxomkeHHs (trobto Ha JIHK
IHIIMX ~ TOCIHIZOBHOCTEH)  3apeecTpoBaHi  iHINI, MEHII  3a
aOCOIIOTHOIO BEIMYHHOIO, 3HaueHHsS ALK, ski BkasyioTh Ha
IomaTKoBe 3akpydyBaHHsa Hykieocomuoi /JIHK. Ha miminuknax, mo
noxonsTh Big pparmenty a-caremitHoi JJHK mronunnm (sx i JHK, oo
BUKOPUCTaHA B KpHCTAIOrpadiqHUX JOCTIHKEHHIX HYKICOCOMH,
omucaHux y migpo3miai 3.1) crmipanbHa MEpiOAWYHICTH BCEPEIHHI
HyKi1eocomu ouiHeThes y 10,3 m.0./Butok (mpotu 10,49m.0./BuTOK
y po3uuHi), a 3HaYeHHs ALK, s Tppox craHiB craHoBisATh —1,55, —
0,79 ta —0,47.Ha JJHK 3 rena pubdocomuoi PHK 5S mopcekoro
Dkaka Lytechinus variegatusignosigsi ALK, gopisuiotots —1,40, —
0,72 ta -0,41, a cmipasbHa nepioAuUHICTh y Hykieocomi 10,3
.0./ButoK mpotu 10,541m.0./BUTOK Y po3unHi.

KpiMm 3ajie’)kHOTO BiA ITOCIHIIOBHOCTI Map OCHOB MOIiMOpdizMy
HYKJICOCOM IIOAO CHipanbHOi TNepiOAMYHOCTi, HYKJIEOCOMH Ha
MIHIITUKIaX PI3HOTO IOXODKCHHS XapaKTEPHU3YIOThCS  Pi3HOIO
KoH(popMaIiiHOIO nUHaAMIKOIO. IlepeBakHUM, IO MOXHaA OyII0
OUiKyBAaTH, € 3aKpPUTHH HETaTUBHHWHA CTaH, SKWH BiAMOBiga€E
KaHOHIYHIA CTPYKTYpi HYKJIEOCOMH, — HOro BilibHa eHeprisi AG,
(BiZHOCHO BiIKPHUTOTO CTaHy, s skoro npuiiasaTo AG, = 0) Bapiroe
Bimx —0,8 mo —1,7 ommumie KT. 3akpuTuii MOSHUTHBHHM CTaH €
HaWMEHIII BUT1THUM €HEPTeTHYHO, 1 JUIS JESKUX MOCHTiJOBHOCTEH BiH
€ B3araJii IPaKkTHYHO HEJOCTYITHUM.

TakuMm YWHOM, HEBEIWKAa TIOPIBHSHO 3 CHEPTI€I0 TEIUIOBUX
(GyKTyalii pi3sHULS BUTBHUX €HEPrid MK CTPYKTYpHUMH CTaHaMH,
BJIacHe, 1 3a0e3meuye MOXKIMBICTh KOH(popManiiHoi piBHOBaru. Lls
piBHOBara 3CyBa€ThCS B TOW UM IHINAKA OIK 3aJeKHO Bill pPIBHS
HajcHipanizamii, a TakoX MomymoeThes mocaigoBuicTio JHK y
CKIanl HyKJIeocoMH. [Hakmie Kaxydd, HYKJICOCOMHI CTPYKTYpHI
CTaHW  BINIrpalOTh poib Oydepa, sAKuUH 3HIMAE YaCTUHY
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HaJcHipanizanii Toro 4u iHIIOro 3HaKYy, i i OydepHi BIacTUBOCTI
3aJIe)KaTh BiJl TIOCIIJOBHOCTI Map ocHOB HykiieocomHuoi JJTHK.

KpiMm Toro, koHdopmaiiiiiHa piBHOBara 3aJie)KHTh Bl THITY
TICTOHIB, IO BXOAATH A0 CKJIady HYKIEOCOMH. Tak, NPUCYTHICTH y
nykieocomi CENP-A 3amicte 3BuuaitHoro ricroma H3  (mus.
migmigposa. 2.1.3) copusie posropranHio Hykineocomuoi JJHK —
HaiiOIpm iMOBIpHOIO cTae Bigkputa ¢Gopma Hykiaeocomu. Lle
noscHioeTbesl 3aMiHoto B ckmagi CENP-A zamumkiB Arg B oN-
cripasx — mociabmoerbess koHTakT Mk JIHK Ta ricromamm nHa
BHUXO/1 3 HyKJIeocomu, B SHL16,5.

lNnepaueTuiayBaHHA TiCTOHIB TakoX pOOUTH BiAKpUTY (opMy
MEePEBAXKHOIO. 3HIDKCHHS TTO3MTHBHOTO 3apsay TiCTOHOBHUX XBOCTIB
MPU3BOIUTL 10 3POCTAaHHS PO3IMITOBXYBaHHSI MIK CyCIIHIMH
BUTKAaMH HYKJIGOCOMHOI cymepcmipaii Ha KiHOAX. OCKIJIbKH
alleTWIIyBaHHS  TICTOHIB  3aBXKIM  IO3UTUBHO  KOPENIOE 3
TPAHCKPUIIIIIHHOIO  aKTHBHICTIO, 3HAa4YeHHS BigKpuToi  (popmu
HYKJICOCOMHU € OYEBHIHUM: MO-TIEpIIE, PO3TOPTaHHS HYKIEOCOMHOI
JHK Ha kiHOAX migBuilye ii ZOCTYMHICTh OO PETYIATOPHHUX OiNKiB;
Mmo-Apyre, Take po3ropTaHHs nectadimizye mumepu H2A-H2B B
HYKJICOCOMI — 1X TIEPCHECEHHsI Ha MPOMIKHI TICTOHOBI aKIIEHTOPH,
AK€ JIOCUTh AaKTUBHO BigOyBaeTbCs MiX 4Yac TPaHCKPHIILIi,
HOJIETTITYETHCS.

TumuacoBe BumanenHs nuMmepiB 3anmmae Ha JIHK Terpacomy
(puc. 12, kompOp. BCT.), sIKA TAKOXK XapaKTEPH3YEThCsS HEAOUSIKOIO
KOH(OPMAIIHHOIO PYXJIMBICTIO: Ml JI€F0 HaJCHipami3aiii Toro 4m
IHITIOTO 3HAKY TETPacOMHA CYIEpPCIipalib 3MIHIOE CBOIO XipaJIbHICTh.
OIIBII E€HEPreTMYHO BWTIJHA JBOCIipaJdbHA TeTpacoMa (dKa
BIANMOBIIa€ CTPYKTYpi B CKJIAJAI HYKJICOCOMH) MEPETBOPIOETHCS Ha
MpaBOCHipalbHY B CKJaAl  TO3UTHBHO  HAJCIIpali30BaHHUX
tomoizomepis (puc. 3.12).

[IpaBocmipanbHa TeTpacoMa MOXKE JIETKO MOTJIMHATH YacTUHY
MO3UTUBHOI ~Hajcmipamizamii, ska BuHUKae momepeny PHK-
ToJTiMepas3M i Yac TPAHCKPHUIILi: I Hel TaKoK IPOSBIISIOTHCS
3a3HavyeHi Buile OydepHi BIACTHUBOCTI, SIKI TAKOX 3ajieKaTbh Bif
nociigoBrocti JIHK B ckiani Terpacomu (pi3HMI BUTBHUX €HEpriit
MiX IBOMa CTaHaMH TPOXH BapilO€ I PI3HUX IIOCIIZOBHOCTEM) i
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BiJl TICTOHOBHX XBOCTIB, BU/IaJICHHsI 200 TillepaneTUITyBaHHS SIKUX
3HAYHO MOJIETIIYE MepeXil y IpaBoCHipaabHy KOHPOPMAILIifo.

—
.

Puc. 3.12.CxeMa nepeTBOpEHHS JIiBOCIIPAIbHOI TETPACOMHU
(miBopyd) Ha mpaBocHipanbHy (paBopyd). IicTOHM 300paKeHo Y
BUTJTISII KYJTBOK.

Bsarani, kondopmariiiHa JMHaMiKa TETPaACOMHU Ta HYKJICOCOMH
3YMOBIIIOE HEOUiKyBaHy BiacTuBiCTh JJHK-TicTOHOBHX KOMIIIEKCIB:
ixas mpucytHicts Ha JTHK pobuts monexyny JJHK 3HauHO Oinbin
IJIACTUYHOIO — 37aTHOIO JIETIE HAKOMUYIYBAaTH HAJCIIpai3allito
(TopciiiHy Hampyry) TOrO 4Y¥ iHIIOTO 3HaKy. ['OJIOBHUM YHHHUKOM
MiABUIICHHS IUIACTUYHOCTI € KoHQopmaniiina pyxmusicts JIHK-
TiCTOHOBHX KOMIIIEKCIB, SIKa JO3BOJIAE iM aganTyBaTUCh 10 TOTO YU
IHIIOro TOmONOTiYHOro crany uupkysspHoi JHK (merensHOro
JTOMEHY).

3.3.3. 3mina xipanvnocmi Hnykieocomu:. peeepcoma. Bucoka
mractrynicte JIHK, mo ¢opmye HykiaeocoMmu, TPOSIBISETHCS TaKOXK
B EKCIIEPUMEHTAaX i3 MarHiTHUM IMiHIETOM. CXeMy eKCIIEpUMEHTY
300paxeHo Ha puc. 3.13.

Monexyny JTHK (3a3Buuait mosxuHOI0 Bix ~5 10 ~50THC. 11.0.)
MPUIIUBAIOTh 32 OJWH KIiHENb J0 TOBEPXHI CKJIa y HEBEIMYKIH
KamMepi — y KaMmMepy TNOJA€ThCS PO3YMH Oa)kaHOTO CKJIamy, IIif
KaMeporo 3HAXOIUTHCS 00'€KTHB ONITHYHOTO MiKpockona. J{o iHImoro
KIiHISI IPHETHAHO KYJBKY aiaMeTpoM 2—3MKM (ska JoOpe BHIMMaA B
ONTHYHHUIA MIKPOCKOT), IO € MapaMarHeTHKOM 1 3HAXOIUTHCA T
T€I0 TIOCTIHOTO MAarHiTHOTO IIOJS, CTBOPEHOTO €JICKTPOMArHiTOM.
Marsit MOXe TepeMilyBaTUCh Ta OOEpTaTHCh, SK IMOKa3aHO Ha
pucynky. IlepeMimeHHs CTBOPIOE pPO3TATYBAIBHY CHITY, IO
npukiagaerbest a0 kinmg JIHK, — BemwumHa Cwim 3aleXHTh Bif
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BHCOTH TIOJIOKEHHS MAarHiTy Hal kameporo. KiibkicTe 00epTiB
MardiTy 3aja€ IeBHHM OOepTaTbHHA MOMEHT, NPUKIANECHUN 10
KIHIT MOJICKYJIH, — 3MIHCHIOETHCS KPYICHHS OJTHOTO KiHIIS BiTHOCHO
IHIIOTO B TOMY Y 1HIIOMY HampsMi.

0 gﬂ; > IjMamiT C.L“C\_L -L:f:co
ﬂ' | 3

- ) — +
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00' ekTHB

Puc. 3.13.CxeMa eKCIIEpUMEHTY 3 MarHITHUM ITIHIIETOM Ta THITOBI
3aJIe)KHOCTI BIICTaHi I BiI KYJIBKH JIO MiJUIOKKH BiJl KUTBKOCTI
o0eptiB. Ha BcTaBkax: yTBOPEHHS TUICKTOHEMH TPH 3aKPYIyBaHHI SIK
TIPUYMHA CKOPOYCHHS BijcTaHi I'. [HII MOSCHEHHS B TEKCTI.

OnuH 00epT MarHiTy, B 3aJ€XHOCTI BiJ HampsMy oOepTaHHS,
3akpydyye abo pO3Kpydyye TMOIABIHHY cHipalb Ha OAHWH BHTOK,
BIAMOBITHO 301IBIIYIOYN a00 3MEHIIYIOUH TBICT. BUHHKAE TOPCiiiHA
Hampyra, SKa  XapaKTepU3yeTbCsl  HEHYNbOBHUM  3HAUYCHHIM
ATW=Tw—TW, (MO3UTHBHHM TIPH JOJATKOBOMY 3aKpy4yBaHHI Ta
HETaTHBHMM — IIPM DPO3KPYYyBaHHI IpaBoOi IMOABIMHOI cripati).
JIOCHTD IMIBHIKE BiIHOCHE CKOPOYECHHS BifICTaHi I (BU3HAYAETHCS 3a
JOTIOMOTOI0  MIKPOCKONA MO 3MiHi iHTepepeHuiiHOi KapTUHU
HaABKPYT KYJIBKH) IIPH 3POCTaHHI KiIbKOCTI 0OEPTIB y TON UM iHIIHIA
OiK MOSICHIOETBCS THM, IO OOEPTH MAarHiTy IIHCHO IHIYKYIOTh
TOpCiliHy nehopMallito TiIBKU JI0 MEBHOI MEXi — MOJIBiiHA CITipalb
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30aTHAa HAaKOMMYHUTH TOPCIMHY HANpyTy JIMIIEC NEBHOI BEIMYHHU.
ITicns MOCATHEHHS KPUTHYHOI TOYKH (TIEBHOI MHMTOMOI KiNBKOCTI
00epTiB Ha OJMHUIIO TOBKHUHM) E€HEPTis TOPCIMHUX medopmarriii
CTae HaATO BHUCOKOIO, 1 BigOyBaeTbca BTparta cridikocti: JHK
3aKpYUYEThCA Y HaaCHipanbHi niexmonemiuni eumku (puc. 3.13).B
TOMy, IO TOpCiHHE 3aKpydyBaHHA Ma€ B IICBHUH MOMEHT
MEPEeTBOPUTUCS HA  IUICKTOHEMIYHI  BHUTKH, MOXHa  JIETKO
MEPEKOHATUCh, 3aKPYIyIOUH T'yMOBY TPYOKy ab0 3BHUaiiHy MOTY3KY.

st momiaykieocoMuol (iOpwn, Tak camo, sk s rojoi JTHK,
BIICTaHb BiJ] MapaMarHiTHOI KyJbKH JO ITJIOKKH TIpH oOepTaHHI
MarHiTHOrO TiHIETa CKOPOYYEThCS  BHACTIAOK  (OpMyBaHHA
IIEKTOHEMH (ajie B)KE IMOJIHYKJIEOCOMHHM JIAHIIFOTOM). 3p03yMijio,
10 B IMOpIBHAHHI 3 BimnmopigHow BimbHOW JIHK, ¢iopuna €
KOPOTILOIO B TOYLI MAaKCUMYMY, i caM LIel MaKCUMYM € 3CYHYTUM y
HETaTUBHOMY HampsMKy oOepranHs wmarHity (puc. 3.13) -
HYKJIEOCOMH CKOPO4YYIOTh (iOpriay Ta (iKCyrOTh Ha cOO1 HEraTHBHI
HaJCHipaJbHI BHUTKM (0OMIBa e(QEKTH € TNPONOPUIHHUMH O
KiJIBKOCTI HyKJeocoMm). [IpoTe, € mie ofHa BakiIMBa BIIMIHHICTB. y
nopiBHsHHI 3 rojioro JJHK, nepea TuM, sik mounHaeThess GOpMyBaHHS
TUIGKTOHEMH, TIONIHYKIICOCOMHUI JIAHIIOT 3/IaTCH HaKOIMMYYBaTH
3HAYHO OULTBIIY TOPCiIHHY HAmNpyry (MUTOMY KUTBKICTH 0OEpTiB) 3a
paxyHOK KOH(pOPMaIiiHOI pyXJIHBOCTI HykieocoM (puc. 3.14).

HaiiGinpIe  MOJOBXKEHHS  IMONIHYKJICOCOMHOTO  JIQHITIOTa
BiJNOBiZa€ BIAKPUTi (OPMi HYKICOCOMH B HOTO CKIaai — B yMOBax
eKCriepuMeHTy (Hu3bKa 10HHA cuia) I (GopMa € MNepeBaKHOKO
BHACITIJIOK BEIUKOTO EJEKTPOCTATHYHOTO PO3IITOBXYBaHHI MiXK
BUTKaMH HYKIIEOCOMHOI cymepcmipalii. YTBOPEHHS IUIEKTOHEM
raJbMY€ETbCsl 0O0EpTaHHSAM HYKJIEOCOM HAaBKPYT CBOIX oceil cumerpii
Ta TEPEeXOoIOM VY 3aKpUTI CTPYKTYpHI (OpMH — HETaTUBHY YU
TIO3UTUBHY B 3aJCKHOCTI BiI HampsMy oOepTaHHS MAarHiTHOTO
miHnera. TigbKM micAs 3aKiHUYEHHS CTPYKTYPHHX IE€PEXOAiB
MOYMHAETHCSL YTBOPCHHS INIEKTOHEM.
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r = S+

Puc. 3.14.Bianosias MoMiHyKIEOCOMHOTO JIAHIFOTa Ha TOPCIHHY
nedopmariiro: KprBa CXeMaTHIHO BifoOpaxae 3MiHy TOBXKUHU
naHIrora I (BiICTaHi BiJl mapaMarHiTHOI KyJIbKH O IiITI0KKH) K
(GyHKIIT KITBKOCTI 00€pTiB B OTOYCHHI MakcCUMyMy (TToasbiie
HaKOIMYEHHS TOPCIHHUX BUTKIB 000X 3HAKIB IIPU3BOIUTH 110 OLTBIIT
PI3KOTr0 CKOPOYEHHS 32 PaXyHOK YTBOPEHHS IUIEKTOHEM). Tpu
CTPYKTYpHI popMH HyKJI€OCOMU (BHU3Y) CIIPUSIOTH HAKOIIMYCHHIO
HaIIpyTH 3a paXyHOK oOepTaHHS HYKJIEOCOM HABKPYT CBOIX Ocei
CHMETpii B TOMY YH IHIIOMY HaIpsiMi. AJanToBaHO 3 pOOOTH
Bancauckt al (2006).

Ane mHalmikaBima CcTpykTypHa TiepeOymaoBa TparusIETbCsT B
HYKJICOCOMax TpW HAaKONMYCHHI BHCOKOTO pIiBHA ITO3UTUBHOL
TOpPCIMHOI HANPYTHd — MICJIS YTBOPSHHS IUIEKTOHEMHU. Pe3ynbraTi
BKa3yloThb Ha 3MiHYy XipaJbHOCTI HYKJICOCOMHOI cymepcrmipani —
MEPETBOPEHHS ii HA npagy B CKIAJi YAaCTHHKH, IO OTPUMaJia Ha3BY
pesepcomu (reversome — revee nucleosone
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SIKIO KUTBKICTh OOEpTIB MiHIETa B TO3UTUBHOMY Hampsimi (B
0iK 3aKpydYeHHS TOIBIMHOI CITipaii) € He HAATO BEIMKOIO, 3BOPOTHE
o0epTaHHS MPHU3BOAUTH 0 MOMOBKECHHS (GIOpWIM MO TiH camiit
TpaekTopii — mpsiMa Ta 3BOPOTHA KPHBI 3aJIEKHOCTI JOBXKHHU BiJ
KUTBKOCTI 00€pTiB CHiBMagaroTb. AJle 3a MEBHOI TI'PaHUYHOIO
KUTBKICTIO TTO3MTUBHUX 00epTiB (mprbmusno 20 o6epTiB micis Toro,
SIK JOBKMHA 3HU3WIACH JI0 HYJISl BHACIIIOK YTBOPCHHS IUIEKTOHEMH),
3BOPOTHHH pPyX XapaKTepPHU3YEThCS TiCTEPE3UCOM:  CKUAAHHSI
IJIEKTOHEMIYHUX BHUTKIB (IOXOBXKEHHS (DiOPMIIM) MOYMHAETHCS IMIPH
OUTBIIMX 3HAYCHHSIX KIUIBKOCTI OOEpTIB — IpH OJHAKOBIM 1X
KUTBKOCTI BITHOCHO HYJIbOBOI TOUKH (piOpriia Mae AOBKUHY Oinblry,
HIXK I TOBKUHA Oyiia mpu mpssmMomy pyci (puc. 3.15).

\ N\

- 0 >+ OGepTH

Hyxaeocoma Pesepcoma
’Ofér O® > d%.?ﬁ

Puc. 3.15.Cxema rictepes3ucy npu HAKOMWYCHHI Ta 3BOPOTHOMY
CKHJIaHHI TTO3UTHUBHOI TOPCIHHOT HAIIPYTH B MOJTIHYKICOCOMHIH
¢i6puini. CTpinky BKa3yrOTh HanpsiM 00epTaHHs, yHKTHPHA CTPilIKa
— HAIIPSIM CKOPOYCHHS (hiOpHITH, SIKIIIO 3BOPOTHE OOEPTaHHS
3YIIUHSAETHCA B TIEBHIH TOUIl. BHU3Y: BHACTIIOK CTPYKTYpHOT
nepedyA0BY peBepcoMa MOTJIMHAE YaCTHHY MTO3UTUBHOT
Hajcmipaiizanii. AxanroBaHo 3 podotu Bancaudet al (2007).
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Taka noBeiHKa J103BOJIsIE 3poOUTH ABa BUCHOBKH. [lo-miepie,

3a BHCOKOTO DIiBHS TO3UTHBHOI TOPCIMHOI HANpPyTH B HYKIIEOCOMI
BiIOYBA€EThCSI CTPYKTYPHE TIEPETBOPEHHS, BHACTIJIOK SIKOTO HOBA
YJacTUHKa — peBepcoMa — pikcye Ha coOi MeBHY YaCTHHY MO3UTHBHOL
HaJcmipaiizanii. AMIUTITYAa TricTepe3ucy (BeTMYMHA BiJHOCHOTO
3CYBY IBOX KpuBHX Ha puc. 3.15) € mpsmo mpomopiiiiHow 10
KUTBKOCTI HYKJIEOCOM Yy CKiafi (iOpwiy, i3 HaXuily wi€l 3aj1exHOCTi
otpuMano oriHky ALk, = +0,9 mns pesepcomu. Oueruano, mo JTHK
B CKJIaJll YaCTHHKH YTBOPIOE 1pasy CyIlepcuipaib, ska, UMOBIPHO, €
I3EPKAJbHUM BiTOOpayKEHHSIM JIIBOCHIpaNbHOT BiAKpUTOI (hopmu
Hykieocomu. [lo-apyre, HasBHICTB TicTepe3UCy BKa3ye Ha Te, 10 ABi
CTPYKTYpPH pO3[IIJICHI BHCOKHM AaKTHBAlliMHUM Oap'epoM — TpH
3BOPOTHOMY OOEpTaHHI peBEpcoMa HE BCTHTAE IMepeOyayBaTHCh Y
OlTBII EHEPreTUYHO BUTIOHY HyKJIeocoMy. SIKIIO 3BOpOTHE
o0epTaHHs 3yIIMHATH 3a JEsIKOi KiJTBKOCTI 00€epTiB, ClOCTEpiraeThes
noBre (3a JeCATKH XBHIMH) CKOpOYeHHs (Giopwan (IyHKTHpHA
crpinka Ha puc. 3.15) — 3miliCHIOETBCS TepexiJ pPeBepCOMH B
HYKJICOCOMY. AHali3 KIHETUKH MEPEXOAY NO03BOJISIE OL[IHUTH BUCOTY
akTHBaIlifHoro Oap'epa Ta pIZHUINIO BUIBHUX CHEPrid MiX
HYKJICOCOMOIO Ta pEBEPCOMOIO; BUTbHA CHEPTis PEBEPCOMHU BiTHOCHO
Hykieocomu nopiBHioe ~10KT, enepris akrusanii ~30 KT. Ocranus
BEIMYMHA TPUOIHM3HO CITBIAJAaE 3 BUIBHOIO CHEPTi€l0 B3aeMOIl
nBox aumepiB H2A-H2B 3 terpamepom (H3-H4), y 2 M NaCl. Ile
BKa3ye, IO HAasBHICTh aKTUBalliiiHOro Oap'epa TmoOB'sI3aHa 3
HEOOXIZHICTIO 3pyHHYBAaTH EHEPreTUYHO BUTIOHI KOHTAKTH MIX

JMIMEpPaMH Ta TETPAMEPOM Ha MUISAXY CTPYKTYPHOI epedya0BH.
JlificHO, IEpeTBOPHTH JIiBY HYKJICOCOMHY CYIIEpCIipallb Ha MpaBy
MOXKHa TUIBKH B OJMH CIOCIO: TIOPYIIMBINK B3a€EMOJIII0 TUMEPIB 3
TeTpaMepoM, po3ropHyBmH HykiaecocoMHy JIHK pazom 3i 3B'ss3aHumMu
TUMEpaMH, TOTIM  3MIHHMBIIM  XIPaJIbHICTH  TETPACOMH  Ta
BCTAHOBUBILM HOBI KOHTaKTH MK JHMepaMH Ta TeTpamepom (puc.
3.16). BigmoBinHO, BHAANCHHS AMMEPIB 3 MOJIHYKJICOCOMHOI
GhiOpwm PU3BOAUTEL 0 3HUKHEHHS TICTEPE3HCy. TeTpacoma, Mo
3aJIMIIAETHCS, JIETKO 3MIHIOE CBOIO XIpaJbHICTH 0€3 Oyab-sKuX
aKTHBaUifHUX Oap'epiB. [1ICTOH-TICTOHOBI KOHTAaKTH B PEBEPCOMI
BIJIPI3HSAIOTECS BiJl TaKMX Yy HyKiieocoMmi (OUMepH 3B'SI3yIOTHCS 3
immoro OOKy Bim TeTpamepa, puc. 3.16), mo, HameBHO, i Ha€
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OCHOBHMH BHECOK Yy PI3HHUIIO BUIPHHX €HEPrii MiX JBOMa

CTPYKTYpPaMH.
H3
H4
— —r ——t
— — q—
H2B
H2A q
Hykieocoma PeBepcoma

AkTHBauiiiHmii 6ap’ ep

Puc. 3.16.Cxema cTpyKTypHOi nepeOynoBH B HYKJIEOCOMi 31 3MiHOIO
XipaJIbHOCTI cymepcmipaiti. ['icToHN 300pakeHO0 Y BUTIIAI KYIhOK.

Jna BigmoBiAl Ha MUTaHHS TPO MOXJIMBY (i3i0NOTiUHY POIb
peBepcoMH 3HOBY Tpeba IMOBEPHYTHCHh 1O XBWJII IIO3UTHBHOI
HaJcIipam3anii, ska BuHUKae nonepexy PHK-momiMepasm mim gac
TPAHCKPHIILII: HodiMepas3a iIHAYKy€e 00epTalbHIH MOMEHT aHITPOXHU
HE MEHIIMH, HDK i 9ac eKCIEPHMEHTY 3 MarHiTHHM ITIHIIETOM.
ToOTo, peBepcoMa € IIJIKOM MOKIIMBOIO SIK TUMYAacOBa CTPYKTypa
mig yac TpaHcKpunuii. 3HadeHHs ii Moxe Oytu monsidHuM. [lo-
nepuie, peBepcomMa e(eKTHBHO MOTJIMHAE MO3UTUBHY
HajcCHmipamizaiiio, 3a0e3Meuyloud  MOXKJIUBICT  IPOJOBKCHHS
nporecy TpaHcKpumuii, moku He crpauioiots JIHK-Tonoizomepasu.
[To-mpyre, peBepcoMa MOXe PO3TIIATHCH SK BUCOKO-CHEPTETHYHA
“akTuBOBaHa" (opMa HYKICOCOMH — JecTaOiIi30BaHi B Takii
cpykTypi gumepu H2A-H2B neriiie MaroTh 3HIMATHUCh MPOMIKHUMH
aKIEeTTOPaMHU.

CropaBa B TOMy, IO B KOJAYIOUMX AUISHKaX T'€HiB HYKJICOCOMH
36epiraroThes Iix 9ac TPAaHCKPHIIIIi, ale B eKCIepUMeHTax in Vitro
Ha JiHifHMX Monekynax JHK Hykiaeocoma cTBoproe Mmaiixe
aOcomoTHu# Oap'ep Ha nutsixy PHK-nomimepasu II. In vivoricToHoBi
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KOMIUIEKCH TUMYacoBO 3HiMatoTecst 3 JHK mnpomixanMu
aKIeTITOPaMH TIOTIEPEay Bif IMOTIMEpa3u Ta Biipa3y IOBEPTAIOTHCS
micis ii mpoxomkenns (posmin 5). mmep H2A-H2B € mepurum
ONOKaTOpOM pyXy NOJiMepasd — B TPAaHCKPHIIIMHO aKTUBHHUX
TUISTHKAX PEECTPYEThCS MBUAKUM 0OMiH TuMepiB. TakuM YMHOM, ABi
XBWJI HaACHipaiizamii, II0 CTBOPIOIOTHCA CaMOIO PHK-
MOJIiIMEPa3or0, AONOMAararTh 3IIHCHUTH OOU/BI omepallii, HeoOXiaHi
i eeKTUBHOI  eNoHralii  TpaHCKpHMNLii mnpu  30epexeHHi
HYKJIEOCOMHOI YIIaKOBKH. TIOTIEPEAY TMIOJIETIIYETHCA BHUAAJICHHS
TUMEpiB, 033y HETaTHBHA HAJCIIpalli3allis CIpHUi€ BiTHOBICHHIO
JiBOCHipaIbHOI HyKJIEOCOMHOI CTPYKTYPH.

3.4.BapiatejbHiCTh HYKJICOCOMHHMX YACTHHOK Y XPOMATHHI

Tepmin "HykneocoMa" MOXKHA 1HTEPIPETYBATH 1 K MMO3HAYCHHS
IUTSL CTPYKTYPH, IO MICTUTH OKTaMep TicTOHIB Ta Onm3bko 145 map
ocHoB JIHK, i B Oimpll IIHUPOKOMY CEHCI — SIK eJIeMEHTapHY
HYKJICONMPOTEIHOBY  YacCTWHKY, 10 TOBTOPIOETHCS  B3HOBXK
xpoMatrHOBO1 ¢iopwnu. Tomi HykiaeocoMa y BY3BKOMY CEHCI
TepMiHa MOXKe OyTH IMO3Ha4YeHa SIK OKMAacoma — 3pO3yMiNo, IO I1e
OCHOBHHWH, 0a30BHMii cTaH HYKJIEOCOMH. AJe, fK KilbKa pa3siB
3rafyBaIoOCh y IIbOMY PpO3IiJli, OKTaCOMH Yy XPOMATHHI
XapaKTEPHU3YIOTHCS CTPYKTYPHHM moJs1iMopdizMoM. Lei
oJiMOP(}i3M MPOSBIAETHCS Y BUTIISIIIL

* Bapialiil kKoHpopMaliiiHux napamerpis HykineocomHoi JJHK —
TBiCTa MOABIMHOI cmipasi Ta iHIIMX MapaMeTpiB IUHYKICOTHIHHX
KpOKIiB,

* Bapialii B NEBHUX BY3bKMX MeXax 3arajibHOi Qopmu
HYKJICOCOMH — KPOKY Ta pajiycy HyKJI€OCOMHOI CyTepcHipani,

* Bapialii CTymeHs 3aKpy4eHHs HYKJIEOCOMHOI cymepcmipaii —
KUIBKOCTI HAJICTipaIbHUX BUTKIB, TOOTO IOBXKHWHU HYKJIEOCOMHOL
JIHK —Bix ~120 @60 Hasite 100)10 160-170map ocHOB.

Bci 1mi Bapiamii BH3HAYarOTHCS HYKJICOTHIHOIO ITOCITIIOBHICTIO
nykineocomuoi IHK Ta HasgBHICTIO y CKJIaai HyKJIEOCOMHU TiCTOHOBHX
BapiaHTIB Ta MOCTTpaHCIALIHHMX Moaudikauiii. Hanpukman, nesxi
TICTOHOBI BapiaHTH CHPHSIOTH 3HIDKCHHIO CTYICHS 3aKpydeHHS
nykineocomuoi JIHK. Lleil cTyminp Moxke 3anexaTH TaKoX Bif
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LIJIBHOCTI HYKJIEOCOM Y XpOMaTHHI — y JeSKUX JPIKIXKIB
JOBJKHMHA HYKJIEOCOMHOIO IMOBTOpa AopiBHIOE 156 mapam OCHOB, i
HykiaeocomHa JIHK wacTkoBO po3ropraeTrbes BHACTIIOK CTEPHIHUX
obmeskeHb. Bei 1i Bapiamii MOKYTh OyTH CTaTUMHUMH — KOJIM Ta UM
iHIIA TepeBakHa (QopMa HYKIEOCOMH iCHY€ IOBIHU 4Yac, a TaKOX
TUHAMIYHAMH — BiIOOpa)kaTH 3CYB y TOW YW IHIIWK OiK piBHOBaru
MiX Pi3HUMH KOHQopMaiiHuMu GpopMaMu HykieocoMu. HaiGinpim
panuKanbHO 3MIHEHOIO CTPYKTYPHOIO (DOPMOIO OKTacOMH € IpaBo-
CHipaJibHa pesepcomd.

YHacHigoK IWHAMIYHHUX TIPOIECiB, IO BigOyBalOThCS B
XpOMaTHHI MmiJ 4Yac (YHKIIOHYBaHHA TEHOMY, AMMEpPU TiCTOHIB
H2A-H2B TtumM4acoBO BHAANAIOTBCA 3 Hykieocomu. Tomi B
XpPOMAaTHHI 3aJUIIAIOTBECA JBI 1HI YacTHHKH. 2ekcacomd, III0
mictute rekcamep (H3-H4)-H2A-H2B, Tta mempacoma, sxa
BUHHKAE Micis BUAajeHHS Apyroro numepa H2A-HZ2B i sika moxe
ICHyBaTH B IBOX (hOopMax — JIiBO- Ta IPaBO-CITipaIbHIH.

Kpim Toro, o0roBopro€eTbesi MOKIIMBICTh ICHYBaHHS B XpPOMaTHHI
JBOX TIMOTETHYHUX YacTHHOK. llepiua 3 HUX — Tak 3BaHa cemicoma,
YacTHHKA, 1110 MiCTUTh TetepoTerpamep H3-H4-H2A-H2B. Bona He
€ IIJTKOM TIiITOTETHYHOIO, OCKUTEKH ICHYIOTh JTOKa3H iCHyBaHHS TaKoi
vyacTuHkH (mo mictute CenH33amicte H3) B mentpomepax. [pyra
JacTMHKa € Bapiamielo mepmioi — “po3koiiota’ Hykiieocoma abo
nexcocoma. nsa rereporerpamepu H3-H4-H2A-H2B 3 nopyiieHumMu
B3aeMOZisIMH Mix TictoHamu H3. MOXIUBICTD iCHYBaHHSI reMicOMHU
Ta JIEKCOCOMHU 0a3yeTbcsa Ha TOMY, IO B TPAHCKPHIILIIHO aKTUBHHUX
TIISTHKAaX XPOMAaTHHY 1HOJII CIIOCTEPITaeThes 3pPOCTaHHS TOCTYITHOCTI
neox 3anumkie Cys110y ricroni H3 — mi KOHCEpBaTHUBHI 3aIUIIKH
po3TamioBaHi B 30HI iHTepdelicy mMixk nBoma rictoHamu H3 Ta B
3BUYAllHNX HYKJI€OCOMa € HEIOCTYMHHUMHM ISl pO3YMHHMKA. Taxi
YaCTHHKH 3 MiABHIIEHOW nocTynHicTIo CyS110BnaeTbes BUIIINTH 3
aKTHBHOTO XpOMATHHY, NPOTE, HE 3HAWJICHI YMOBH IN VItro, B SKuX
reMicoma Ta Jekcocoma Moriiu 0 OyTu cTabiTbHIMH.
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4. HagHykJjeocoOMHA oprasi3aitisi
iHTep(a3HOro XpoMaTHHY

VY 1mpoMy po3mimi poO3MNISAAEThCS OpraHizalis XpOMaTHHY Ha
HaJHYKJIEOCOMHOMY DiBHI y TPbhOX TOJIOBHHX acCIEKTaX:. XapakTep
PO3TalIyBaHHS HYKJIEOCOM y PI3HHX F€HOMHHX 30HaX Ta MEXaHi3MHU
3aJIGKHOCTI I[bOTO PO3TallyBaHHS (MMO3MIIIIOBAHHS HYKJICOCOM)
BiHOCHO  HykJeoTumHoi mocmimoBHocti JHK; cTpykrypHa
opramizamiss Ta MeXaHi3MH cralimizamii Ta  jgecradimizamii
KOMIakTHOI ~ XxpomatuHOBOi  ¢iOpwin 30 HM; po3MilIeHHS
XpoMaTHHOBOI (iOpHIN — iHTep(ha3HOI XPOMOCOMH — y KIITHHHOMY
SIIpi.

4.1.11o3uniroBaHHA HYKJIEOCOM

DeHOMEH TMO3WINIOBAHHS HYKJICOCOM BITHOCHO ITOCIIiTOBHOCTI
Map OCHOB IPOSIBIISIETHCS B TOMY, 1110 JCSKI TIJISTHKU TOCHTiTIOBHOCTI €
JIeT0 KpalliMH 3a 1HII JUIs YTBOPEHHS TaM HykieocoM. Kpammu —
B CHEPreTHYHOMY CEHCi: CKCIIEPHMEHTH, B SIKHMX IOPIBHIOBAJIACH
BiTHOCHa €(EeKTUBHICTb PEKOHCTPYKILii HYKICOCOM Ha pPi3HHX
nmociigoBHocTsix  JIHK, cBiguath, MmO MOCHiIOBHOCTI MOXYTh
pPO3pI3HATHCS MDK COOOI0 3a BUIBHOIO CHEPTi€I0 yTBOPEHHS
HYKJIeocoM Ha BenmuuHy 10 ~6—7KT. Ilpote, e ckopiie rpannyHi
BUTIAJIKHU: 3a3BUYall PI3HUIIS CHEPTii MiX Pi3HUMH ITOCIiJOBHOCTSIMH
craHoBUTh ~2 KT.

[Ilo6 3'sicyBatw, mO Taki 3HAYCHHS BITBHOI €HEPTrii MOXYTh
O3Ha4aTH B TEpMiHaX IMOBIPHOCTi 3alOBHEHHS THUX YH 1HIIWX
TTO3HUIIIH, PO3TJITHEMO TPOCTUH TIMOTETHYHWN BUNamok. Hexail Ha
nesikomy @parmenti JIHK mosxuHoro N =204 mapu ocHOB
(MakcumansHO N — 144 = 60n03uiii 11 HYKJICOCOMH, 110 MiCTHTD
145map OCHOB) € TUTBKH OJIHA TIO3UIIis, PO3TAIIyBaHHS HYKICOCOMH
B SIKi# CYIIPOBOIKYETHCS BITHOCHUM 3HIDKEHHSM BIIBLHOI €HEeprii Ha
AAG = —2KT — BiJIbHI eHeprii A1 BCiX IHIINX MO3MLIH mpuitMeMo 3a
HyJb. Toal IMOBIPHICTh 3HAXOMKEHHSI HYKJICOCOMH Ha MEepeBa)KHIl
MO3MIi 3a MPUHIMIOM bojslMaHa mpomopiiiiina 1m0 exp(—
AAG) = 7,39,na Bcix inmmx mosumisx — a0 1. HopmyBaHHs Mo BCix
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MO3MLISAX Ja€ IMOBIPHICTD 3HAWTH HYKJICOCOMY B MEpeBaKHIN
HO3ULIT

D= expAAG)
N —145+ expEAAG)

=0,11

MPOTH WMOBIPHOCTI il KOxHOI 3 iHmux no3uniii 0,01. 3HmxkeHHS
BIZIHOCHOI BUNBHOI eHeprii mnepeBakHOl mo3umii g0 —6 KkgT
MPU3BOINTL [0 IiABMIIEHHS mepmioi imoBipHocti mo 0,87 Ta
sHmwkeHHs gpyroi o 0,002. Takum YdHOM, TO3HIIIOBaHHS
HYKJICOCOM HE € KOPCTKO JETePMiHOBaHUM — MOBA 3aBXAU HIE TPO
OLTBIITY Y MEHIITY HMOBIPHICTh TIPUCYTHOCTI HYKJIICOCOMH B JTAHOMY
CaTi.

BinbHa eHeprist yTBOpeHHsI HYKJI€OCOMH BH3Ha4ae “Cuily” maHoi
no3uuii, a KOHKpeTHUH eHepreTmuHuid npodins B3goxk JHK —
CKJIQHY KapTHHY TIEepeBaKHOTO Mo3uIliioBaHHA. Hampukiag,
3a3BuYali  Ha (¢parmeHrax goskuHO 200-250 map ocHOB
peecTpyroTbesi 2—3 albTepHAaTUBHI mepeBaxHi mo3uuii. Kpim Toro,
IUIS. TIOSIBH PETYJISIPHOT KapTHHU TO3HUIIIOBAaHHA HYKIEOCOM MOXKE
OyTH [JOCTaTHIM ICHYBaHHS Ha TIEBHIM JUISTHII TiTBKH OJHIET
“cHnbHO"  TO3MIIMOBAaHOI  HYKJIEOCOMH, SIKa 33/a€  paMKy
posramryBaHHs Ui iHmIWMX Hykieocom (puc. 4.1, a). Tooro,
HYKJICOCOMH, PO3TAIIIOBaHI 32 CHJIBHO TTO3UITIHOBAHOIO0, 3aMalOTh HE
NepeBaXkHi, a MPOCTO AOCTYIHI MO3HUIIi1, 0 HE NEPEKPUBAIOTHCS. Y
pe3yabTaTi Ha AIISHLI MEBHOI JOBXHHU HYKJICOCOMHU BHUSIBISIOTHCS
@azosanumu — CHOCTEPITa€ThCSA iX BHOPAAKOBAHE PO3TAIIyBaHHS,
konu Ha Oarathox (pparmentax JIHK, mo anamizytoThcs, B TiKl camiit
00J1acTi 3 BHCOKOIO IMOBIPHICTIO 3HAaXOIWTBbCA HYyKJIEOcOMa — TaK
3BaHE  CTaTMCTHMYHE  IMo3uLiloBaHHiA. Ha  BigmaneHHi  BiA
MO3UIIIHOBAHOI HYKJICOCOMH HAKONUYYIOTHCSI BHIAJKOBI 3CYBH
HYKJIEOCOM B TOH uM IiHmMKA Oik, 1 perymasIpHICTb iXHBOTO
pO3TallyBaHHSl MOPYLIyeTbcss — Ha Oaratbox (parmentax JIHK
HYKJIEOCOMH XAOTHYHO 3alMalOTh MICI, IO HEePEeKPHBAIOTHCS.
SKmo [Bi  albTEpHATUBHI CHJIBHI TO3MINI TMEPEKPUBAIOTHCA,
00MpaeThCs Ta 3 HUX, IO € OB TIepeBakHOIO (puc. 4.1,6) — BoHa
i 3a7ae paMKy (a30BaHUX HYKJICOCOM. AJie B MEXax IN€i MO3MIil
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Moke OyTH po3TalmloBaHWK CHEUU(IYHUI PEeryIsSTOpPHUI CalT —
3B'I3yBaHHS 3 HHM TPAHCKPHUINIIHHOTO (akTopa Tmpus3Bene M0
peamizamii 1HIMIOI TepeBa)KHOI IMO3WIII Ta IHIIOI  paMKH
posramnryBaHHs HykiieocoM (puc. 4.1,6). 3po3ymiino, mo cnenudigHo
3B'A3aHUI O1IOK caM 1o co0i 3AaTeH BU3HAYaTH paMKy ¢azyBaHHs. |
HaBITAKW. PO3IOAII HYKJIICOCOM BH3HAYA€ IOCTYITHICTH CIIEMCHTIB
nochigosuocti JHK s pisnomanitHux JIHK-3B's13yBanbHuX
OLIKiB.

Puc. 4.1.ITpuknanu BapiaHTiB pO3TallyBaHHS HYKICOCOM Y
TCeHOMHHX JIJISTHKAX: (a) HyKJIeocoMa B CHIIbHIN MO3MLIT (TeMHHI
OBaJI) 33J]a€ paMKy PO3TalTyBaHHs IHIIUX HYyKJICOCOM (CBITJI OBan);
(6) 3 mBOX aJIbTEPHATUBHHUX CHIIbHUX MO3HUIIIH, [0 TEPEKPUBAOTHCS,
o0HpaeThesl CUIIBHIMIA; (8) TPAHCKPHUILIHHUHA (haKTop 3aBaxae
YTBOPECHHIO HYKJICOCOMHU Ha CHIIBHIIIII o3uIii y BUmaaky (6) —
00MpaeTHCS HACTYITHA 32 CHIIOIO TIO3UITIS Ta YTBOPIOETHCS HOBA
paMKa HyKIICOCOM.

JoctymHicTh PETYJISITOPHOTO €JIEMeHTa HYKJIEOTHUTHOT
MTOCITIIOBHOCTI HE 00O0B'SI3KOBO TOB'SI3aHA 3 HOTO PO3TAITyBAaHHSAM Y
JHKEpi — JOCUTH KOPOTKi CAalTH 3B'A3yBaHHS MOXYTh 3HAaXOIUTHCh
BcepenuHi Hykneocomuoi JIHK, i Toxmi iXHS MOCTYIHICTH 3aJICKUThH
Bil TOro, Ha SKOMY OOIli IyIuIeKca — 0OEpHEHOro HA30BHI YU 10
MOBEPXHI OKTaMepa TICTOHIB — BOHM 3HAaXOmAThCA. OCKINBKH IS
3aitficnenHs koHTakTiB Mixk JIHK Ta ricToHaMu MalleHbKHH KOJI00O0K
Ma€ CTaTd TOYHO TIPOTH caiTa 3B'I3yBaHHI Ha OKTaMepi,
TPAHCIALIHHUNA 3CYB HYKJICGOCOMH TPH3BOJUTH JIO OJHOYACHOTO
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MPOKPYYYBAaHHS JYIJICKCA — 3MIHIOETHCSA TaK 3BaHa pOTalliiiHa
rro3utisi. IIpu 3cyBi Ha MIBBHUTKA MOMBIHHOI Cripali €KCIIOHOBaHUH
CalT cTa€ HEAOCTYITHUM i HaBHaku (puc. 17,Kombop. BCT.).

BinmoBige Ha mHTaHHS, SKE MOXOJKCHHS MAa€ CHEPreTHYHUHN
mpodine  B3moBk mochigoBHocTi  JIHK, 1mo BiH BH3Hayae
MO3UI[IFOBAHHS HYKJIEOCOM, BJKE€ JIaHa B Miapo3aiai 3.2: TUIbKHA OJUH
BHECOK Y BIJIbHY €HEPril0 YTBOPEHHS HYKJICOCOMH — EHepris
nedopmariiii - moABIHHOI  cmipalli — CYTTEBO 3alIeKHUTh  Bif
MIOCITIIOBHOCTI TIap OCHOB. Pi3HuWIlT Mixk eHeprismu nedopmariii
pisaux ginsHok (Ha piBHi ~2 KT abo inomi Oijiblie) i € TOITOBHAM
MEXaHI3MOM TEPEBaXHOTO TO3UIIIOBAaHHA HYKJICOCOM BiIHOCHO
MOCITIJOBHOCTI.

3anexHicte koHpopmMmarii JIHK ta morenmiany momo i 3MiH Bif
MOCHIZOBHOCTI  UmocTtpye Tabmumst 4.1, 1ne  TIpeacTaBlICHO
KOH(OpMaIiiiHi MapaMeTpH AUHYKJICOTHAHUX KPOKIB PI3HOTO THITY B
CKJIazi OLTKOBO-HYKJICTHOBUX KOMIUTEKCIB. Lli 3HaUEHHS € cepeTHIME
JUISl TIEBHOTO TUIY KOHTAKTy MK MapaMu OCHOB y 92 KpHCTalli YHUX
CTPYKTypaX, JIe HE CIOcCTepiraeThcs 3HauHUX nedopmariii JJHK
(mykireocoma He 3ajydeHa OO I[LOr0 MacuBy aaHux). ToOro, xoua
BILTHB O1IKiB Ha kKoH(popmarito JJHK y 1ux komrmiekcax 6e3yMOBHO
Ma€ Micie, i AaHHI € HEeMOTaHUM HaOJMKEHHSIM A0 CTPYKTYPHHX
napametpiB BinbHOI JJHK y po3unni 3a ¢i3i0n0oriyHux yMoB.

Sk BumHO 3 TabMIN, KOH(DOPMAITiHiHI TTapaMeTpru — OCOOJIMBO T1e
CTOCYETBHCS TBICTa, POJIIa Ta ciaia — JOCUTh CYTTEBO 3aJIeKaTh Bix
TUIYy KOHTAaKTy MK HapamMu OCHOB. Y Tabn. 4.1 mpencTaBieHO
TaKOX CTaHIAPTHI BIAXWICHHS KOH(MOPMAIIMHUX IMapameTpiB, SKi
MOKa3ylOTh, HACKIJIBKH JIETKO 3HAYEHHS TapaMeTpa MOXKe
BIIXWIATUCS Bifi TEPEBaXHOTO CEPEAHBOTO 3HAuYeHHA. 100TO,
CTaHAAPTHI BIOXWICHHS € MIpOI0 KoHpopmayitnoi pyxausocmi
KOHTakKTy JaHoro tumy. Cepen mecTy KOHPOpMaIiHHUX apaMeTpiB
JBa — TBICT 1 POJUT — HAaWOLIBIIO Mipor (TOOTO 3 HaMEHIIMMU
CHePreTHYHMMHU BHUTpAaTaMH) 37aTHI BIAXWJISATHCS Bill CBOIX
PIBHOBOKHHX 3HA4eHb. Take BIAXWICHHS BIAIMOBIA€ BOM
TOJOBHUM TunaMm Jedopmamii MoABiliHOT cmipam — TopciliHe
3aKpydyBaHHs/pO3KpydyBaHHs (3MiHa TBicTa) Ta BUTMH (3MiHa
pomma). Ilpm 1poMy moOABiMHA CHipalb XapaKTEPH3YETHCS
AHI30MPponicio wooo eueuHy — NEPEeBAKHUI BHECOK caMe poJlia, a He
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TnTa, y BuruH JJHK npusBoauts /10 TOTO, M0 MOJABIHHA CIipaib
3HAYHO JICTIIE BHWTHUHAETHCA Y OIK JKONOOKiB, HiK y OIiK
mykpodocdaraoro ocroBa (0 € MMIIKOM 3PO3YyMIIMM IHTYITHBHO i
0 TOBHICTIO MiATBEPIUKYEThCS aHamizoMm crpykrypu JHK y
HyKJIeocoMi, miamiaposa. 3.1.2).

Tabnuya 4.1. TlapaMmeTpu AMHYKJIEOTUAHUX KPOKIB y KPHCTAIAX
0i1KOBO-HYKJICTHOBHX KOMILJIEKCIB

shift (&) Slide (A) Rise () Tilt(®) Roll () Twis()

AATT 0,03 —0,08 327 -14 07 35,1
(057) (045  (022) (3,3) (54) (3,9)
AT 0,00 059 3,31 0,0 1,1 29,3
057)  (0,31) (0,21) (2,5) (4,9 (4,5)
TA 0,00 0,05 3,42 0,0 3,3 37,8
(052)  (0,71) (0,24) (27)  (6,6) (5,5)
GGICC 005 -022 342 -0l 36 32,9
(0,76)  (0,64) (0,24) (3,7)  (4,5) (5,2)
GC 0,00  -0,38 3,40 0,0 0,3 33,6
(061)  (056)  (0,24) (3,9  (4,6) (4,7)
CG 0,00 0,41 3,39 0,0 5,4 36,1
0.87) (056) (0.27) (42 (52 (5,5)
AG/CT 0,09 025 334 -17 45 31,9
(0,69)  (0,41) (0,23) (3,3) (3.4) (4,5)
GAITC —0,28 0,09 337 -15 1,9 36,3
(0,46)  (0,70)  (0,26) (3,8) (5,3 (4,4)
ACIGT 0,13 058 336 -01 07 31,5
(059  (0,41) (0.23) (31) (3,9 (4,2)
CAITG 0,09 0,53 3,33 0,5 4,7 37,3
(055  (0,89) (0.26) (3,7) (5) (6,5)
0,00 009 336 000 27 34,2

Cepennc™ (06a)  (069) (0.25) (36) (5.2) (5.5)

JIisi KOXKHOTO IapaMerpa IMPECTaBIeHO CEpeiHi 3HA4YeHHS Ta CTaHIAapTHi
BiaxuieHHs (B ayxkax) 3a nanumu Olsonet al. (1998).

*CepenHi 3HAYCHHS € 3BOXXCHUMH Ha 3arajbHy KUTBKICTh KOHTAKTiB KOXHOTO
TUIly B 0a3i JaHuX.

3aramoM  3MaTHICTh  MUHYKJICOTHIHOTO  KOHTakTy 10
KOHpOpMAIiHHUX 3MIH 3aJICKUTh Big e(EKTUBHOCTI CTEKiHT-
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B3a€EMOJII MK JaHWMH TapaMU OCHOB, KiJBKOCTI BOJHEBUX
3B'I3KiB y Mapax Ta TUIy €K3OIMKIIYHUX TPyN Y jKoio0kax. Bee 1e
BH3HAYA€E MOCTYIMHUN KOH(DOpMAIiHHUN TMPOCTIp Ta CHEPTIIo, SIKY
HEOOXiHO BUTPAaTHTU Ha Aedopmanito. B mimomy cmocrepiraerscs
HACTYIIHa TEHACHIs: mipumiguH-mypuHoBi (YR) amHykineotuaHi
KpPOKH € HahOinblml  KOH(GOPMALIMHO  pPYXJIMBHMH, IIypPHH-
nipumiguaoBi (RY) —Haiimenm, kpoku RR/YY 3aiimaroTsh npoMixkHe
nonoxenHs. Cepex KpOKiB OJHOTO Kjacy OUIbII DPYXJIHBUMH €
Kpoku, 30aradueni Ha AT-mapu: Hampukiazn, mis YR-konTakTtiB
PYXJIUBICTh IMOAO TBiCTa 1 pojutla 3HIWKYETBCS B POy
TA>CA/TG > CG. Takum uuHOM, HaHOLIBII KOH(OpPMALIIHHO
PYXJIUBAM Cepell yciX KOHTaKkTiB € KoHTakT TA: 3ragaHa B
migposaim 3.1.2 ‘tunbHo" mosuiiiioBana Hykiaecocoma-601 MiCTUTH
KOHTakT TA y m'sITM NMO3ULIAX, A€ MaJCHbKHUH K0OI000K 00epHEeHUI
JI0 TIOBEPXHI OKTamepa TICTOHIB, IIe B YOTUPHOX TAKUX IO3HUILISX
poO3TaIioBaHi 1HIN TiPUMIAUH-TYPHHOBI KOHTAKTH — caMme IIe,
TOJJOBHMM YWHOM, 1 MiHIMi3ye €HEPTil0 BHTHHY 1, BiJIIOBiJIHO,
3YMOBIIIOE BUCOKY CXWJIBHICTh mociimoBHocTi 601 mo yTrBOpeHHs
Hykiaeocomu. Crim  3ayBakKWTH, IO XapakTep 3aJIeKHOCTI
koHpopmartii JIHK Bix mocimiToBHOCTI € HacTpaBi OUIBI CKIIaTHIM:
KoH(pOpMAIliiHi ~ OCOONHMBOCTI  BHM3HAUYAIOThCA  HE  TUIBKH
HaWOIMKYMMU CYCiJTaMH — THIIOM KOHTaKTy MK IIapaMH OCHOB, ajie
IIEBHOIO MIpOI0 1 KOHTEKCTOM TIOCTiAOBHOCTI, 1€ MaHWA KOHTAKT
3HAXOJIUTHCS.

OcCKilbKH ~ pi3HI  €JIeMEHTH TOCHiIOBHOCTI  (MiHIManbHI —
OUHYKJICOTHIHI KPOKH) PO3PI3HAIOTECS MiK COO0F0 3a TOTEHIIIAIOM
momo TMeBHMX nedopmariii, HAHBKIUBIIUMH 3 SKAX I
HYKJIEOCOMH € 3MiHH pOJUIa, TBicTa Ta chaima (mixmizposa. 3.1.2),B
HykiaeocoMHnx JIHK mposBistoThes MeBHI 3aKOHOMIPHOCTI 9acTOTH
3YCTPIYHOCTI  PI3HMX JWHYKJICOTHIIB y  PI3HUX  TO3UILIAX.
Hampukiaz, ananiz nocrigosraocreit JIHK, BupineHnx 3 ToTansHOro
mperapaTy HYKJICOCOM JPDKIDKIB BKazye Ha Te, mo AT-30aradeHi
KpPOKHM 4YacTillle 3yCTPidaloThCsd TaM, A€ MAaJCHBKUN >KOJIOOOK
KOHTAaKTye 3 TIOBEpXHEI0 OKTamepa TicTtoHiB, a GC30araueni
YacTillle pO3TalllOBaHi y MpoTwiexHii ¢asi (puc. 4.2). AHanoriuxi
CTaTUCTHUYHI  3aKOHOMIPHOCTI  BHKOHYIOTBCA 1 JUISI  iHIIHX
CyKapioOTHIHUX TCHOMIB, a TaKOXK TUTS HYKJICOCOM
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pekoHcTpyiioBaHux in Vvitro Ha renomuux JIHK. Ocranus
oOcraBMHA BKa3ye Ha Te, 10 came mocmigoBHicts JJHK, a He i
¢daktopu (KOHKypeHI[iS IHmMX OUIKIB, crenudiuai MexaHi3MH
PCTIO3HIIIIOBAHHS NIPU PEMOICITIOBaHHI XPOMATHHY (IMB. HACTYIHUI
PO3ii), HAJHYKJICOCOMHA CTPYKTYpa XpOMaTHHY TOIIO) € TOJOBHUM
YMHHAKOM TIO3HIIIFOBAaHHS.

« 0,351

£ 0,30

'_ 4

Eo.

% 0,254
0,06

80,041
0,02/

60 -40 20 0 20 40 60

Io3nuist napu ocHOB

Puc. 4.2.YacToTa 3yCTpiuHOCTI TUHYKIEOTHIHUX KpokiB AA/TT/TA
ta GCB3moBxk Hykineocomunx JTHK B reromi apixkmkis (0 —
neHTpaibHa Touka Hykieocomuoi JJHK). [IpaBopy4: nepeBaxHi
MO3HMITIT BIAMTOBIIHUX AUHYKICOTHIHMX KPOKiB. 3a manuumu Segalet

al. (2006).

BcraHoBIIGHI CTaTUCTHYHI 3aKOHOMIPHOCTI MOYKHA BUKOPHCTaTH
IUIS TIepea0adeHHs TIO3HINA HYKJICOCOM, INMYKAIOYH IIJISHKH 3
HaWOIIBII CIPHUATIMBUM IJI YTBOPEHHS HYKJICOCOM pO3IOIIIOM
muHykineotudiB. [lepenOadyBanbHa cHila TaKWX AITOPUTMIB CSATA€E
50% —ane ne Oinbmie. HameBHO, BiJ| CTATUCTHYHHUX MiAXOJIB i HE
ciig ouikyBaTu Kparioro. CTaTHCTUYIHI 3aKOHOMIPHOCTI BUHHKAIOTh
B pe3ynpTaTi ycepeAHEHHA 1o OaraTbOM TMOCHiZOBHOCTSIM, B
pe3yibpTaTi  4oro  CyTTEBO  3MEHINYETbCA — “IIyM*.  KOXKHA
inousioyanvna mHykieocomHa JIHK xapaktepmsyeThCcsi po3moiioM
JOUHYKJICOTUAIB, SIKUH JIUILE TPOXHU BiAPI3HAETHCS BiJl BUNIAAKOBOTO.

Binpil nmepcneKTHBHUMH € MiIXOAM, IO 0a3yloThCS Ha MpAMil
ormiHmi BiAbHOI eHeprii medopmarii JJHK meBHOI mociigoBHOCTI.
[IpoTe, BOHM MOKHW IO HE 3[]aTHI MPUBECTH J0 KPAIIUX Pe3yIbTaTIB.
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Haii6inen moBHMM Ha CHOTOJHI JDKEpesoM iHdopMariii moo
3aJICKHUX BiJ TOCIIIOBHOCTI emacTuuHMX BiactuBocTel JIHK €
IaHi, OTpUMaHI 3 KPHUCTAJIB OLTKOBO-HYKJICTHOBUX KOMILIECKCIB
(tabm. 4.1). Ane, mo-mepiie, MacHB LUX JAHUX € HE JOCTAaTHBO
BEeITUKUM JUIS HAJIAHOI OI[HKA CTAaHAAPTHHUX BiJXWIEHb BCiX
KOoH(pOpMAaIiiHUX TapaMeTpiB I BCiX AUHYKICOTHIHHX KPOKIB.
[lo-npyre, enacTuyHi  OCOONWBOCTI  3ajieXkaTh  Big  THITY
JTUHYKIICOTUIIB JIUIIIE B TEPIIOMY HAONIKEHHI — Mae 3HAYCHHS
TaKOX KOHTEKCT TociimoBHOCTI. Ilo-TpeTe, kpuctanorpadivuni mami
3aBX/IM 3IUIIAIOTh THTaHHS MPO CTYIiHb BIUIMBY CHJI YMAKOBKH
KpHUCTaliB Ha JOCHIJKyBaHi mapamerpu. [lo-ueTBepre, B OiIKOBO-
HyKIeiHoBuX koMiiekcax JIHK Bxe € Oumpin-menin nedopmMoBaHOiO
(xoua HaibOLIRI HedOpMOBaHi KOMIUIEKCH BHKIIIOYAIOTHCS 3 aHAIII3Y
IOI0 OLIHKK KOH(pOPMAIMHUX MapaMeTpiB), a pO3paxoByBaTH
eHeprito medopMmarii B HykiaeocomMi ciin BigHocHO BitbHOI JIHK y
po3umHi. Hapemri, cama #ykieocomHa JIHK Bigpi3useTscs
nedopmariii € pisHunsg Mik cranamu  BimbHOi JIHK, 1 Takoi
HYKJICOCOMHOI, siKa MiHiMi3ye nedopmaliito npu 3a0e3lneyeHHi
MIITHAX KOHTAKTIB 3 TicToHamu. [lomambmiuii po3BUTOK 3a3HAYCHHUX
MiIXOMIB HAa OCHOBI HAKONMHWYCHHS 3HaHb MO0 (Di3UUHUX
BnactuBoctedt JIHK wmae BimkpuTH HOBI MOMKIIHMBOCTI aHami3y
T€HOMHUX TTOCTiJOBHOCTEH.

Po3BUTOK Cy4acHWX TC€HOMHHX TEXHOJIOTiH 3pOOHMB MOXKIHBUM
TOTAJILHE CKCICPUMEHTANIbHE KapTyBaHHS TMO3MIH HYKJICOCOM Y
MacmTabi IiJIOT0 TEHOMY 3 BHCOKHMM po3auleHHsM. [Ipomemypa
TAKOTO KapTyBaHHs, SK MPaBWIIO, BKIOYAE HACTYNMHI eTamu (3
NCSKAMH MOJJIMBMMHU BapiaismMu). JKuBi KIiTHHH 0OOpOOISIOTH
(hopMaiIbIeriqoM, IMPHUITHBAIOYN BCI XpOMATHHOBI OLIKH (B mepImy
yepry — ricroun) mo JIHK, BHUOIIAOTE XpoMaTuH Ta OOPOOISIOTH
WOTO  MIKPOKOKKOG0IW HyKiea3or. MIKpOKOKKOBA HyKleaza —
HecnernudivyHa eHI0HYKIIeas3a, Mo 3/A1HCHIOE JBOJAHIFOTOBHH PO3pi3.
Ockinbkr 00HABA JAHIIOTH € MOCTYITHHUMHM JIMINE B JiHKepax (y
HYKJICOCOMi OJIMH 3 JIAHIFOTIB 3aBXAHW 3B'I3aHAN 3 OKTaMEpOM
TICTOHIB), TIIBKH JIIHKEPHI MISHKY MiATAI0ThCs Aerpanaiii. Y cBiit
gac pe3yiabTaTH OOpOOKH XpOMAaTHHY MIKPOKOKKOBOIO HYKIICa3010
CTaM OXHUM 13 TIepIIMX JOKa3iB HYKICOCOMHOI oOpraHizaiii



102
XpoMaTHHY: M'sKa o00poOKa HyKJIea3ol NpOayKye Halip
¢dparmenris JIHK i3 1oBXHHOIO, KPaTHOIO HYKJICOCOMHOMY ITOBTOPY,
— Ha enektpodoperpami npemnapat JJHK Mmae xapakTepHHid BHIIISAL
"npaOuHu" (PparMeHTiB, TOBKHUHA SIKUX BIAMOBIIa€ MOHO-, JH-, TPH-
i 1.0. — omironykineocomaM. OOpoOka HyKJI€a30l0 MPOTIrOM
OULTBIIIOTO Yacy MPOAYKYE OKPEeMi MOHOHYKIGOCOMH — TaK 3BaHI
HYKJICOCOMHI KOp-4acTUHKH, mo MicTaTh JJHK momxuHOI0 ~145Mmap
OCHOB.
Ha nactymHomy eTamni oTpUMaHHA MaTepial — HyKJIEOCOMHI Kop-

YACTUHKH — OCAQKYIOTh AaHTHTIIAMH [0 TICTOHIB (KaHOHIYHHMX
TICTOHIB, MEBHUX TiICTOHOBUX BapiaHTIB ab0 TICTOHIB, IO MICTSTh
MEBHI  TOCTTpaHCHALiAHI  Mommdikamii) — ommcadi — eTamu

BIAMOBINAIOTh ~ CTAHAAPTHIM  mpomeaypi  iMyHOIpeIHIiTarlii
xpomaruny (ChIP —_Clnomatin _immunoPRecipitation). Jami micis
pYHHYBaHHsS 3LIMBKH OTpHUMYIOTH HaOip ¢parmentie [JHK, mo
BXOJMJIM JI0 CKIIaJy HyklIeocoM. Ha 3aBepimasibHOMY eTari 3a
JOTIOMOTOK0  OJIHOTO 3  ABTOMAaTHYHHUX  CKCIIPEC-METOIiB
CCKBCHYBAaHHS  BCTAHOBJIIOIOTh  HYKIJICOTHJHI  TOCIIJOBHOCTI
nykineocoMmunx JTHK — yci ¢parmMenTr a00 CEKBEHYIOTh IMOBHICTIO
(MeTomOM MMipOCEKBEHYBaHHs), 400 BCTAHOBIIIOIOTH JIMIIE HEBETUKI
TISHKHA Ha 5'KiHIAX (BH3HAYalOTh rpaHul HykieocomHux JTHK —
BUKOpHCTOByroun  Texuojorii  Illlumina-Solexa a6o  Applied
Biosystems SOLID).ITicis 1mporo 3auIIacThCs 3HAUTH MiCIT
OTPUMAaHMUX TIOCTIIOBHOCTEH Yy BiIOMifl TMOBHIHA MOCTITOBHOCTI
TCHOMY — BCTAHOBHUTH TO3UIIi1 HYKJICOCOM.

OcTaHHIM 9acOM HAKOMUYCHO J1aHi IMOJ0 TAaKOTo KapTyBaHHS B
reHOMaxX APDKIDKIB, HeMaroau, Apo3odinu Ta moguau. [leBHa pid,
KOXHa JUISHKA TEHOMY Ma€ CBOI TOHKi OCOOJHMBOCTI MO0
TIO3UIIIIOBAHHA HYKJICOCOM. 30KpeMa, IUISHKH, NI TPOSBISAETHCT
YiTKMIf TaTepH IO3UIliIoBaHHA (paMKa (ha30BaHUX HYKICOCOM),
3MIHIOIOTECSl AUISHKaMH, J¢ Ied maTtepH € po3MUTUM (MO3HIIiT
HYKJICOCOM  TEPEeKPUBAIOTHCS). [lO3UINHOBaHI HYKICOCOMH B
JOCITIDKEHUX Y IIbOMY BiTHOIICHHI T€HOMaX MafOTh TCHICHITIIO OyTH
pO3TalIOBaHUMH Ha OUTBII-MEHII (hiKCOBAHMX BiJICTAHAX OJIHA Bif
OHOI: B TEHOMI JPIXKIKIB S. CerevisiaecycigHi HyKJICOCOMHU
Haifuacrire po3TamioBaHi Ha BifcTani ~165m.0. (TiHKEp JOBXKHHOIO
~20 m.o.), y ngposzodpimu D. melanogaster ta HemaTomm
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Caenorhabditis elegans ~175m.0. (miakep ~30 m.0.), reHOMI
moauuau — ~185m.0. (minkep ~401.0.).

HaiiGinem Bpakatoui 3araiabHi 3aKOHOMIPHOCTI TPOSIBIISIOTHCS
IIOAO0 PpO3TAalIyBaHHA HYKJICOCOM BIIHOCHO CTapTOBHX TOYOK
tpanckpunuii (puc. 4.3).Y HeraTuBHOMY HanpsimMi (IPOTHICKHOMY
IO BiJHOIIEHHIO O HAIPSAMY TPAHCKPHIIIii) Ha BimcTani ~ —220map
OCHOB BiJl CTapTOBOi TOYKH YacTO pO3TAlIOBaHa IO3MUIliiloBaHa
Hykieocoma (mo3HaueHa sk —1 Ha puc. 4.3, MO3MLIsA HYKICOCOMHU
BHU3HAYAETHCA SIK MTO3MIIIS IIEHTPaiIbHOl TOUKH Hykimeocomuoi JJHK).
Biapasy 3a Hero y MO3UTHBHOMY HANpsSMi YacTO PO3TAIIOBaHA 30HA,
BitbHa Big Hykieocom (NFR — _Nicleosome-Fee _Region),
noexxuHor0 ~150map ocHOB — HporajuHa, Ae Morjia OyTH po3MileHa
OIHa HyKieocoMa (CITif 3ayBa)KMTH, IO JUIS TEHOMY JIFOJJHHU Came
IO — YacTO BIJICYTHIO — HYKJICOCOMY 3a3BHYail O3HAYAIOTh SIK —1, 3
MeTor yHidikalii Mu He OyIeMO BUKOPUCTOBYBATH 1€ TIO3HAYCHHS).
3a miero 30HOIO, sKa To3HadaeThes sk 5'-NFR, micis craproBoi
TOYKH, PO3MIIIICHa CHJILHO TIO3HIlii0OBaHa HykieocoMa +1. B reHomi
JIPDKDKIB TPaHUI Ii€l HYKICOCOMHM TPAaKTUYHO CITBIAJAE 3i
CTapTOBOIO TApOI0 OCHOB, Y 0araTOKJIITHHHUX €YKapiOTiB TPAHHIII
HyKJeocoMu +1 po3Taimoana dyepe3 ~10map OCHOB y MO3UTHBHOMY
HampsMi Bifl CTAPTOBOI TOYKU B HEAKTUBHUX IIPOMOTOPAX, aJie Yepes3
~40 map — B akTuBHHMX. Hykimeocomu +1 B3aram BiJHOCATBCS 10
HAWOUIBII CHWJIBHO MO3UINMOBAHUX B TE€HOMIi. TakKuM YWHOM, Bl
CYCiJTHI AUTSHKH — 3 )K€ HU3bKUM Ta YK€ BUCOKUM MOTCHIliaTaMH
IIOAO0 YTBOPEHHS HYKICOCOM — MapKYyIOThb CTapT TPaHCKPHIILII.
Hyxneocoma +1 3amae pamky ¢ha3oBaHMX HYKICOCOM Y KOIYIOUii
YaCTHHI TeHa, SKa 3roJIoM “3aryXac”’ 1 ycepemHeHHH PO3MOIiI CTae
XaoTHYHUM. B 00nacTi TepMiHauii TpaHCKpHUILIi € iHIIa XapaKkTepHa
30Ha, BimpHa Bim Hykimeocom, — 3-NFR puc. 4.3). B mocuts
“xommakTHOMY" TeHomi ApixmKiB 3'-NFR uacto Bucrymae i sk 5'-
NFR nns cycigaporo reHa.

3posymino, mo 5'-NFR € 30HOI0 30ipku mpeiHIiLiaTOpHOTO
komiuiekcy PHK-nonimepasu, a 3'-NFR —30ipku MyJIbTHO1JIKOBOTO
KOMIUIEKCY, BiJl SIKOTO 3aJIe)KUTh TepPMiHAMis TpaHCKPHIIIT (po3zin
5). B npuHIuMm MOXHA MPHUITYCTUTH, IO iICHYBaHHS 000X IIUX 30H €
MPOCTO HACHIIKOM TPAHCKPHUMINI — BHIAJICHHSI HYKICOCOM 3
MIPOMOTOPIB Ta TEPMIHATOPIB aKTHBHUX T'eHIB. AJie 30HHU, 30igHCHI
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Ha HYKJICOCOMH, PEECTPYIOTHCS TAKOXK 1 B HCAKTHBHHX T'CHAX.
Kpim Toro, 3arajibHa KapTHHA TIO3MINIIOBAHHSI HYKIEOCOM € IyXKe
moAiOHOI0O B JKMBHUX KIITHHaX JPLKMKIB 1 B XpOMaTHHI,
peKoHCTpyHoBaHoMy Ha apixmkoBiit JIHK in vitro, — To6to Toxi,
KOJHM 3aJIUIIAEThCS TIABKU TOCHIIOBHICTh Map OCHOB Y SKOCTI
€IUHOTO (haKTOpa MO3MIitoBaHHA. MiX pO3MOAiIaMiu HYKIEOCOM in
Vitro Ta in VivO e TieBHi BiMiHHOCTI (T0siBa a00 3HUKHEHHS JACIKHX
HYKJICOCOM, 3MiHa TPAHCISAMINHUX TO3MUIi), alle BOHH BUIIISIAIOThH
SIK MOZIYJIAIT TO3MITIIOBAHHS 332 PaxyHOK CHEIUGIYHUX YHHHHUKIB.
Otxe, TOTOBHUM (aKTOPOM, IO BU3HAYAE TIO3MINI HYKIECOCOM, €
MOCTIIOBHICT, MAp OCHOB, y TOMY UHCIi 1€ CTOCY€EThCS
OCOOJIMBOCTEH pO3IMOAUTY HYKJICOCOM B 30HI CTapTOBHX TOYOK
Tpanckpumii. 3okpema, y ckmami  5-NFR  nmpixmkie  gacto
syctpivatotbess  Tpeku  poly(dA)-poly(dT) — Ttaki  jginsHKM
XapaKTepPU3yIOThCA MiJABUIIEHOK KOPCTKICTIO MO0 BHUTHHY, IO
crpusie GOpMYBaHHIO BUIBHOI BiJl HYKJICOCOM MPOTaJIUHU.

LlinkoM MOXJHMBO, WLIO0 caMeé OCOOJMBOCTI PpO3TAIIyBaHHS
HYKJICOCOM 1 BU3HAYalOTh €yKapiOTHYHHUI MPoMOTOp. B 30HI cTapry
TpaHcKpumiiii (Tak 3BaHOMY 0a3aJbHOMY IPOMOTOpPI) YacTo
3yCTPIUalOTBCS CTAHAAPTHI €IEMEHTH IIOCIITOBHOCTI (30KpeMa,
TATA-O0kc). Ane Benvka yacTka €yKapiOTUYHHX IPOMOTOPIB HE
MICTHTh TaKHX €JEMEHTIB — SK B TaKWX BHIAJIKax CHUCTEMa
TPAHCKPUIIIII BWU3HAYAE MPOMOTOP, 3aJUIIAIIOCS HE 30BCIM
3posyminum. Hassaicts 5'-NFR, ¢nankoBanux mo3uniioBaHuMH
HYKJICOCOMaMH, Ja€ BiporigHe pimeHHs miei mpobnemu. bazambhi
(hakTOpU TPAHCKPHWINII MAOTh y CBOEMY CKJIadi CTPYKTypHI
CJIEMEHTH, 37IaTHI B3a€MOJISTH 3 TIEBHHM YHMHOM MOJM(iIKOBAaHUMHU
TICTOHOBUMH XBOCTaMH (Hampukiag, OpOMOIOMEHH B CKIaidi
TFIID). TIpu mpomy uykiaeocomn —1 T1a +1 36aradeni Ha
aleTHJILOBaHI (OPMHM TICTOHIB, TicTOHOBMIA BapianT H2A.Z Ta
MeTtuiaboBaHnii H3LYyS4 —Bce 1e crnpusie BII3HAHHIO X HYKJIEOCOM
¢aktopamu  TpaHckpunuii. OTxe, CHIBHO  IO3UIiif0OBaHa
HyKiIeocoMma +1 Ta BibHA Bif HykieocoMm aurstaka JIHK mopsm i3
Helo (OPMYIOTh 3pYYHHH CalT A7 MOYAaTKOBHX eTamiB 30ipKH
MPEIHIIaTOPHOTO KOMIUIEKCY. [[iTkoM MOXNHBO, IO CTaHAAPTHI
€JIeMEHTH 0a3abHOTO MPOMOTOPY BUHHUKIH B IPOIECI €BOJIOMIL
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Mi3HIIE — sK ajanTaiis, 0 WiJCUIIE CIOPITHEHICTh [0
KOMITOHEHTIB MPEiHIIIaTOPHOTO KOMITIEKCY .

-1 +1 i

5'-NFR : 3-NFR

‘“’\//W

l
1
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Puc. 4.3.11pubnu3Huii ycepeJHEHHUH 10 BCIM CTapTOBUM TOYKaM
TPaHCKPHIIIIT PO3MO/ALT HYKIEOCOM BiIHOCHO CTapTy (HyJIbOBa
touka). Kpua BimoOpaskae gactory (y morapudMidHiil mKari)

3yCTPIYHOCTI 1aHOi ITapH OCHOB y CKJaJli Hykieocomu. Ha BepxHiii
naHesi HyKJIe0COMH 300paXeHO K OBaJi; 3eJIeHa CTPUIIKa — CTapT
TPAHCKPHIIIIii; 4epBOHE KOO — calT TepmiHartii Tpanckpumnii; NFR
— 30HH, BUTBHI BiJl HyKieocoM; —1 Ta +1 —Bi HyKJIEOCOMH, ITIO
(hIaHKYIOTH CTapT TPAHCKPHUIILIII.

HasBHicTh mO3UITIHOBAaHUX HYKJICOCOM 10 00mmBa OOkM Bim 5'-
NFR mae Takoxx iHIIME  HAcHioOK: MoyaTkoBa  30ipka
MPEIHIIIATOPHOTO KOMIUICKCY € HEIOCTaTHROKW IS  iHiIamii
Tpanckpurii. IligcwmenHs 30ipKu 3aJeXUTh B JOCTYITHOCTI
cneunpiuHuX eNEeMEHTIB MPOMOTOpY Il (PaKTOPIB TPaHCKPHIILII,
PO3TAlIOBaHMX 3a3BMYail y HETaTUBHOMY HalpsAMi Bil CTapTOBOI
touku. lle Moke moTpebyBaTh 3MIHM TO3WIH YW BHIAJICHHS
HYKJIEOCOM, 30KpeMa HyKJIeocoMH —1. AHAJIOTIYHO, OCTaTOYHE
postamryBannsi PHK-monimepasu Ha ctapToBiil Touni Ta iHimiamis ii
pyxXy moTpeOyIoTh jecTabimizalriii Ta THMYacOBOTO BHIAJICHHS
HyKJIeocoMu +1, sika sBiste co06010 CyTTeBUi Oap'ep. Bkazani Bure
Monudikamii, MTPUCYTHI B TMO3UIIHOBAaHUX HYKJIEOCOMAax, SK 1
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npucytHicte H2A.Z, cnipusitoTh BUAaICHHIO/PENO3UIIIFOBAaHHIO
[IUX HYKJICOCOM IIPH PEMOJICIIOBaHHI aKTHBHHUX IPOMOTOPIB, Bif
SAKOTO 3aleXXuTh e(peKTHBHA IiHiriamis Tpauckpumiii (posmin 5).
Bsaraui, cnig maM'sTaty, 1o npeacTaBieHUN Ha puc. 4.3 po3monin
HYKJICOCOM € Yycepeonenum TO OaraTbOM NpPOMOTOpaM — Bei I
MPOMOTOPH MOYKHA PO3MOJUIMTH Ha TEBHI TPYIH, 10 MAIOTh CBOI
0COOJIMBOCTI, SIKI YaCTO 3aJIeXaTh BiJI CTaHy JJAHOTO T'eHa 1010 HOoro
TPAHCKPUMIIHHOT ~ aKTMBHOCTI  —  I1I€  THTAHHI  TaKOX
00TOBOPIOBATUMETRCS Y PO3aii 5.

4.2.CTpyKTypa Ta 1TMHAMiKa XpoMaTHHOBOI ¢idpuin

Y TpaHCKPWIIIHHO aKTUBHHUX MUISHKAX XPOMAaTHH MOXE OyTH
30igHeHUM Ha ricToH H1 1 3HaX0IUTHCE y IEKOHIEHCOBAaHOMY CTaHi
MOJIIHYKJICOCOMHOTO JIaHIrora. [Ipore, Oinbllla 4acTWHA XpOMAaTHHY
SIBJIsIE€ CO000 KoMIakTHy (Giopuiny ToimuHoK 30 HM, 10 cTadimi3arii
K01 3amistauii ricrod H1.

[epm Hix mepedTu A0 podi rictoHa H1, BapTo po3risHyTH, IO
BJIaCHE SBJISIE COOOI0 TIONIHYKICOCOMHHM JIAHITIOT 3a CBOEIO
MIPOCTOPOBOIO CTPYKTYPOrO. Y XpOMaTWHI HYKJIEOCOMH 3’ €aHaHI
ninkepamu qoBxuHO0 ~20—50nap ocHOB. SKio JiHKEp, HA TKUN HE
HAKJIJICHO JKOJHHUX CTPYKTYPHHX OOMEKEHb, MPOCTO IMPOJOBXKYE
xig wykmeocomHoi JHK mo mpswmiit, Hykieocomm y CKIaii
MOJIIHYKJICOCOMHOTO JIAHIFOTa MalOTh OyTH PO3TAIIOBaHI MPUOIU3HO
Tak, SK TOKa3aHo Ha puc. 4.4 — KOHKpPETHa TeoMeTpis Oyne
BapifOBaTH B 3aJICKHOCTI BiJ JOBXHHH Ta TBicTa JiHKepa. [Ipoekmis
Takoi KOH(QIrypaiii Ha IUIOIIMHY A€ 3MI3ar — caMe TaKHi BHIJISL
Mae nexommaktu3oBana (y BimcytHocti H1 Ta 3a Hu3bKOI 10HHOI
CHIIH) TIONiHyKIIeocoOMHa (hiOpmia Imij MiKPOCKOIMOM (€IeKTPOHHIM
9i ATOMHO-CHJIOBMM). TOBIIMHA TAKOTO TPUBHMIPHOTO 3HUI3ara sik
pa3 i gopiBHIO€ pubII3HO 30 HM.

AxcianbHa KOHAEeH Al MOJIIHYKJIEOCOMHOTO 3ur3ara
BimOyBaeThCs 3a (izionoriunux 3HaveHb i0HHOI crm (100—-150mMM
NaCl, npucyTHicTh TBOBAJICHTHUX KATIOHIB MiJCHITIOE 31aTHICTH 10
kommakTH3anii). Heopraniuni kaTionn (HeoOXiqHa, ajie HE JOCTaTHS
yMoOBa KOHJeHcallil) 3abe3meuyioTs IMEBHHMU piBeHb HeHTpasizariii
docdariB 1, BIANOBIAHO, 3HWKCEHHSA  EJICKTPOCTATUIHOTO
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PO3IITOBXYBaHHS MK  HAaONWKCHMMU OJHAa JO  OJHOI
JIHKEPHUMH MIITHKAMH Ta HYKJIEOCOMaMH B CKJIaJi KOHICHCOBAHOT
¢iOpwm.  [ooBHOIO  PYIIIHHOIO  CHWIOIO  KOHIEHcamii €
HEBITOPSKOBaHI XBOCTH KOPOBHMX TiCTOHIB. JaOiIbHI IO3UTHUBHO
3apsIKeHI XBOCTH €(DEKTUBHO “3MIMBAIOTH" QiOpHiLy, B3aEMOAIIOUN
3 miakepamu Ta JIHK cycimaix mykieocom. [Ipu eH3mMaTHIHOMY
BUAAJICHHI XBOCTIB KOMIaKTH3awis (iOpUIN € HEMOXKIUBOIO HABITH
y npucytHocti H1, 1 naBnaku — 6e3 H1 kommaktu3zanist BinOyBaeThCs
TUTBKM 3a paxyHOK XBOCTiB KOPOBHX TICTOHIB. BimamosimHo,
alleTWIyBaHHS XBOCTIB CIpHUS€E JCKOHJACHCAIli XpOMAaTHHY B
AKTUBHUX Ta MOTCHI[IHHO aKTUBHUX NiIsSHKaX. HailOinbil BaxKIUBY
poJib 'y CHpHSHHI KOHIeHcamii BimirparoTh N-KiHIIEBI XBOCTH
ricroniB H3 Ta H4.

Puc. 4.4.3urzarononiona KoHQIrypauis mojiHyKJIe0COMHOTO
JIaHITIOTA.

licroHOBI XBOCTM MOXYTh B3aemofisaTd He Tinbku 3 JIHK.
3okpema, N-kinmeswii xBicT H4 3mificHIOE KOHTaKTH 3 HETATHBHO
3apsAPKEHHM caiToM Ha moBepxHi gumepa HZ2A-H2B  inmioi
Hykineocomu.  KpiM  Toro, 'y  KpUCTaliuHI  CTPYyKTYypi
TeTpaHykiaeocoM  ((pparMeHTa  IMOJMIHYKIEOCOMHOI  (hibpmiH,
“3aMOPOKEHOr0" Yy KOMITAaKTHOMY CTaHi, puc. 18, Koiasop. BCT.), —
CTHOCTEPIraeTbesl “CTEKIHr" HYKIEOCOMHHMX AMCKIB — B3a€MOZIl MiX
o0y asipHUMHU YacTHHAMU AuMepiB H2A-H2B pi3sHuX HYKIIEOCOM.

TakuMm YWHOM, HASBHICTH JAOUTBHUX TO3WUTHBHO 3apsHKEHUX
XBOCTIB KOPOBHX TiCTOHIB MPHU3BOJIUTH JO TOSBU CBOEPITHUX CHI
MPUTATaHHS MiX Hykieocomamu. llpoTe, mi CWIM € IOCHTh
CTa0KMMH: XBOCTH IIBUJAKO OCIFUTIOIOTH, 3B'SI3YIOUHCH 3 AUISTHKAMH
JAHK Ha xopoTtkwii gac. 3a HM3BKOi 10HHOI CHJIM €JICKTPOCTATUIHE
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PO3IITOBXYBaHHS MPU3BOJUTH A0 JEKOMIIaKTH3amii ¢iopumu, a
3a  (i3l0JOTIYHMX YMOB CHJIM PO3IITOBXYBAHHS MPHOIHU3HO
KOMIICHCYIOThCSl CHJIAMH TIPUTATAHHS — CyMapHa BiJlbHA EHEpris
B3a€MOJII MK HYKJIEOCOMaMHd B KOMIIAKTHOMY cCTaHi ¢ibpuau
BiTHOCHO JECKOHIIEHCOBAaHOTO MPHOIM3HO NOPIBHIOE HYII0. T00TO, 1
IIe TATBEPIKYEThCS OaraThMa eKCIIEpUMEHTaMH, MOJIHYKICOCOMHA
¢ibpuna € JAUHAMIYHUM yTBOPEHHAM — JUISHKE — QiOpuim
OCLUIIIOIOTh MK TPUOJIM3HO PiBHOWMOBIPHHMH KOMIAKTH30BaHUM
Ta JICKOHJICCOBAaHUM CTaHAMHU.

Harowmicts, y mnpucyTHOCTI JiHKepHOTO TicroHa HI1 3a
¢izionoriunoi i0HHOI cunK KoMmakTHa (idpuna cTae 3HAYHO OLBIN
CTaOlIbHOI: 33 pe3yjbTaTaMd PO3TATYBaHHS Takoi (iOpuim
ormruuanM minieroM (Cui, Bustamante, 2000)ymapna BigbHa
SHeprist cradiiizamii KOMIAKTHOTO cTaHy nopiBHIoe ~ —3,4 KT Ha
OJHY HyKJIeocoMy. Take 3HaueHHs BKa3ye, [0 KOMIIaKTHa ¢idpuia,
chopmoBana 3a ydacti H1, Bce piBHO 3alMIIAETHCA TOCHUTH
TuHaMmigHOK — ~4 % wacy Oynp-sKi IIBi CYCiHI HYKICOCOMH
BTPa4yalOTh KOHTAaKT Ta NEPEeXOIsiTh Y HAEKOHACHCOBAHWUH CTaH.
MorekynspHe MOJICTIOBAaHHS 3 BHKOPHCTaHHSAM JaHHUX  TI0
PO3TATYBaHHIO CBIAYMTH PO oprauizaiito Giopuiu, chopmoBaHoi 3a
yuacti H1, sk HeperynspHoro QuykTyrmomdoro 3ursara. 100To,
rictroH H1 He cTBOpIOE HOBOI CTPYKTYpPH, a MPOCTO BHKOPHCTOBYE
KOMITAKTHOT'O CTaHy.

3 OAHIEIDO HYKICOCOMOI B XPOMATHHI B3aemomi€ (SKIIO
B3aEMOJIi€, TUB. HIOKYe) omHa Mosekyna H1. TmoOymapHuii moMeH
H1 (mpubamszno 80 aMiHOKUCIIOT) HAIEKUTH 0 POIAMHH “CITipaJbHUX
i3 kpwiblem” JIHK-3B’ si3yBanbHux OinkiB (puc. 7, konsop. BCT.). [To
TIOBEPXHi JIOMEHA PO3MOIIJICHI MO3UTUBHO-3APSKCHI 3AIHIIKH, 110
3YMOBJIIO€ MOXKIIUBICTh HOTO B3a€MOJIIT 13 HAOMMKEHUMH Y TIPOCTOPi
ninstakamu JIHK. BianosigHo, rnoOynspHuii JOMEH, HalliMOBIpHIIIIE,
3B'3yeTbess 3 nBoma nimsHkamu JJHK Ha mowarky JiHKepiB
(moBxunOIO MO ~10 Map OCHOB), IO BHUXOAATH 3 HYKICOCOMH, a
TAKOXX B3A€EMOJI€ 3 IEHTPAIBbHOIO IUIAHKOI HykieocomHoi JIHK
noBxuHOI0 10 map OCHOB, CHMETPHUYHO PO3TAIIOBAHOIO BiAHOCHO
IEHTPaIbHOI apu ocHoB (prc. 4.5).HamesHo, "nepBuHHUM" caliTOM
3B'I3yBaHHSI € MaJlGHbKUH  JKOJIOOOK  TMOABIHHOI  crmipadi,
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eKcroHoBaHuil Ha30BHI y mo3utii SHLO. Hacmigkom B3aemoii
GH1 i3 3asHaueHMMM [JiISHKAMH € JOJaTKoBa cTalimizaris
HYKJICOCOMHOI CyTIepCITipalTi y CKIaai XpOMaTOCOMH.

GH1

CredJio

Puc. 4.5.Cxema B3aemonii rino0ymspaoro nomena GH1ra C-
kinmesoro xBocra (C) ricrona H1 3 Hykiaeocomoro.

C-xinneBuii xBicT H1 B3aemoie 3 o6oma JiHKepaMu (TOBKUHOIO
mo 10-30 map OCHOB), IO BHUXOAATH 3 HYKJIEOCOMH. BaXXIHBUM
PE3yJIbTAaTOM IIi€l B3aeMOIIT € 00'eTHAHHS ABOX JIIHKEPIB HA BUXO/I 3
HYKJICOCOMH y ¢Tebnonoaiony ctpyktypy (puc. 4.5).1lsomy cTebimy,
a TaKOX JTOJATKOBIH CYTTEBil HeHWTpami3alii HeraTHBHO 3apsKEHUX
niakepiB C-kiHnmeBUM XBocToM HI1, HaneXwTh KIIOYOBA POJIb Y
cralimizamii KOMOAkTHOI XpoMaTWHOBOI (GiOpWIM: 3a PaxyHOK
cTebsia CyCiIHi HYKJICOCOMH 3HAYHO 30JIMKYIOTHCS, IO CIPUSIE
koHzmeHcamii  (puc. 4.6). Tobro, mnpucyrnicte H1 nHaGmmkae
HYKJIEOCOMH OJHA JI0 OXHOI y CKjiaami (iOpuid, YUM CIPHSE
“3mmMBaHHIO® LUX HYKJIEOCOM XBOCTAMHU KOPOBHX TiCTOHIB. I
HAaBIIAKM, KOMIAKTU3allis (iOpHIM 3a y4acTIO XBOCTIB KOPOBHX
TICTOHIB crmpuse 3B's3yBaHHIO HI1 i3 HaOMMKEHUMH y MPOCTOPI
TUTISTHKAMH JIIHKEPIB.

Creby0, copMoBaHe Ha BHXOAI 3 HYKJIEOCOMH 3a PaxyHOK
B3aemomii 3 TictoHoM HI1, XapakTtepusyeTbCs BaXKIMBUMH
BJIACTUBOCTSIMH,  SIKI ~ BUSBISIIOTBCSL B CKCIIEPUMEHTax 3
XpOMaTOCOMaMH, PEKOHCTPYHOBAaHMMH Ha MiHINMKIAX. AHai3
pe3yibTaTiB peakcallii TakKuX MIHIIUKIIIB TOMoi3oMepa3oro | Bkazye
Ha Te, o H1l-3amexHe cTtedi1o sBiisse o000 MOABIHHY Cynepcmipatb
3 JIy’)K€ BEITUKUM KPOKOM, SIKa CKIIQJA€ThCS 3 TBOX JIIHKEPIB: JIIHKEPH
TPOXM 3aKPy4YyIOThCS OIMH HAaBKPYT OJHOTO B TOM YW iHIIMKA Oik
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(puc. 4.7).Haii0inp xapakTEpHOIO 03HAKOIO CTeOJIa MPU [IbOMY
€ WOoro BHCOKAa TOpCIHHA €NaCTUYHICTh. CTYIIIHb B3aEMHOTO
3aKpy4YyBaHHS JIIHKEPIB Yy TOMY YH IHIIOMY HampsMi 3MIHIOETHCS
JyXe JIeTKO, 3 MaJCHbKHMH CHEPreTUYHHMHU BHUTpaTamu. Takum
gyuHOM, ricToH H1 BHocuTh mie OUTbIIy IUIACTUYHICTH Yy
xpoMaTrHOBY (ibpmny (migpo3min  3.3). MOXIHBICTE JIETKOTO
oOepTaHHS HaBKPYT cTedsia Mae 3HAYCHHS AJIs afamTanii HyKJIeoCcoM
J0 CBOTO OTOYEHHS Y CKJIaAli KOMIAKTHOI (iOpwim — peamizamii
KOMITAKTHOTO CTaHY HE3aJIe)KHO BiJ MOBXWHU JIHKEPIB, KA MOXKE
BapiOBaTH B3IIOBXK MOJIIHYKICOCOMHOTO JIAHITIOTA.

+H1 I

Puc. 4.6.Pons H1-3anexHoro crebia Ha BUXO1 3 HyKJIIEOCOMH Y
cTabii3anii KOMIAKTHOT'O CTaHy XPOMATHHOBOT QiOpHIIH.

—2],24 —1,]89 —l,ll8 —l,iI.O —0,I39 —O,I04 ALk

Puc. 4.7.HaGip xoHdirypariit MiHIIUKIIIB 32 pi3HUX 3HaYeHb ALK
JEMOHCTpPY€E 00epTaHHS HYKJICOCOMHU HaBKPYT cTebjia y BiAMOBIAL Ha

3MiHy Hajcmipamizamnii. Agarnrosano 3 pobotu Sivolob, Prunell
(2003).
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Onna wmonekyna ricrona H1 He 00OB'I3KOBO B3aeMomi€ 3
KOJICHOM HYKJIEOCOMOIO — 3arajbHuil BMicT rictoHa H1 y xpomarusi
3aJIeKNUTh Big THMy KmTthH. Kigpkicte monekyn H1 Ha onmHy
HYKJICOCOMY Ta CEepeAHs BEIUYMHAa HYKICOCOMHOTO TOBTOPY B
JesIKMX 3 HUX HaBeaeHi y Tabn. 4.2. 13 mpencraBneHux y Tabmumi
MAaHUX € OYEBHIHMMHU JBa BUCHOBKH. [lo-mepmie, kimbkicte H1 €
00EpHEHO MPOMOPLIHHOI0 A0 BEIMYMHU HYKJICOCOMHOTO TOBTODY.
ImoBipHO, 3HWXEHHS KUTbKOCTI H1 BMHKae TEBHI KOMIICHCATOPHI
MeXaHi3MH, CIIPSIMOBaHI Ha ITiABHILIEHHS BMiCTy KOPOBHUX TiCTOHIB (i
3arajgbHOI KUTBKOCTI HYKJIEOCOM) 3 METOIO IiATPHMATH 3arajbHUi
OaslaHC HETaTMBHUX Ta TIO3UTUBHUX 3apsiB y xpoMaTuHi. [To-mpyre,
kimpkicte H1 y XpomaTuHi € 00€pHEHO TWIPOIOPIIIHHOI 10
3arajJpHOTO PIBHSA TPAHCKPHINIIIMHOI aKTHBHOCTI: pPENpEcOBaHUMN
XpOMATHH (CPUTPOIIUTH) XaPAKTCPU3YETHCS IMiABUINCHIM BMICTOM
JIHKEPHUX TICTOHIB, aKTHBHUH (CTOBOYpOBI KJIITHHU, HEHPOHH,
KIITHHH JPIKIKIB) — CYTTEBO 3HIKEHHM.

Crnig mpu 11bOMy MaTH Ha yBasi, 10, HA BiIMiHY BiJl KOPOBUX
rictoHiB, B3aemoxis H1 3 Hykiieocomu € 3Ha4HO cla0Kimow (moBHA
mucomiartis H1 BigOyeaetscs y 0,6 M NaCl) i mam3suuaiito
TUHAMIYHOIO: CIIOCTEPITAEThCS MBUIKUK OOMIH JIIHKEPHHUX TiCTOHIB
MiXX XpOMaTHHOM Ta iXHIM MyJIOM Y sipi; CepeaHiii 4ac mMpUCYTHOCTI
Monekynn H1 y 3B'ss3aHOMY CTaH1 OMIHIOETHCS B KUBUX KIIITHHAX B
1-2 xB. MoxHa cka3zaTd, [0 MoJiekyau Ticroma H1 e
y3arajlbHEHHUMH BCiMa HYKJIEOCOMaMH, 1 MiJBUILEHHS PiBHA iXHBOI
MPUCYTHOCTI B XPOMATHHI TMPHUBOJIUTH JO TOTAIBHOTO 3HIKCHHSI
pIBHS  TPAaHCKPWIIIIIMHOI  aKTUBHOCTI  IUIAXOM  cTabimizarii
KOMITAKTHOT'O CTaHy XPOMAaTHHOBOI (hiOpHIIH.

ToHki 0c0OONMMBOCTI BHYTPIIIHBOI CTPYKTYpPHOI Oprasizamii
XPOMAaTHHOBOI (hiOpMIIM 3alIMIIAIOTHCS HEIOCTATHHO 3'SICOBAHUMH.
IcHyroui Momei MOXKHA PO3IUIMTH Ha JBa OCHOBHI Tmu (puc. 19,
KOMBOp.  BCT.). Mopens  conenoina  (ictopudHa — mepiia
3alpONIOHOBAaHa MOJENb) Iepeadadae, MO HONIHYKICOCOMHA
(hiOpwmra yTBOPIOE CHipalib, B CKIIAI SKOT HYKJIEOCOMH B3a€EMOIIIOTh
MK €000 IUIONMHAMH CBOiX JHUCKiB. [Ipu I1bOMYy CTEKIHT
3MIACHIOETBCSI MK CYCIHIMH IO JIAHIIOTY HYKJI€OCOMaMmH, SIKi
3'emHaHi  BUTHYTHMH  JIiHKepamMH. Momeni  Ipyroro  THITY
nependayvaroTh, o ¢Giopuina chopMoBaHa 3UI3aroM HYKJICOCOM: abo
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3aKpY4YCHUM Yy CHIipalbHy CTPIUKY TaK, IO JIHKEPH OPi€HTOBaHI
mig kyroMm Bix O go 50° 1o oci ¢ibpunm; abo (MoIens CXpemeHnX
JIHKEPIiB) KOMIIAKTU30BAHMM TaK, IO JHHKEPH IPUOIM3HO
HNEPHEHINKYISPHI A0 0ci. Y MOAENSX LUBOr0 APYroro THILY CTEKiHT
3MIACHIOETHCS MK HYKJICOCOMAaMH, 1[0 PO3JAUICHI 10 JIAHIIOTY — MiX
i-ror0 Ta (i+2)40, (i+3)40 abo (i+5)+0 (pmc. 19, Kompop. BCT.,
nopieH. puc. 4.4, 18 kombop. Bct.). CydacHi eKCriepuMEHTaITbHI JaHi
(y Tomy umcni, npencTtaBieHa Ha puc. 18, koibop. BCT. CTpyKTypa
KPHCTATIB TETPAHYKICOCOM) Kpallle Y3TOMKYIOThCS 3 MOICTSIMHU
JPYTOTO THITY.

Taoauusa 4.2. Crexiomerpis H1 Ta 10B:KHMHA HYKJIEOCOMHOI0
MOBTOPY B XPOMATHHI KJIITHH Pi3HUX TUIIB
BinHomenns Hyxneocomuuit

Tum iy Hl/uykneocoma moBTOp (apu OCHOB)
Tumyc Murini 0,83 196
Tleyinka My 0,79 195
EmOpionansHi

CTOBOYPOBI KIIITHHU 0,5 189
MHUIITI

Epurpormru Kypku* 1,3 212
Hetiponu mypa 0,45 162
T'mianpH1 KJIITUHU 1,04 201
urypa

S. cerevisiat 0,03-0,25 165

* rictron HS
** ricron Hhol
3a nanumu, cucrematuzoBannmu Woodcocket al. (2006)

Po3maiTTs 3amporoHoBaHUX y Pi3HUH Yac MOJENeH opraHizaril
XpoMaTHHOBOI  ¢iOpunu  BimoOpaxkae, HailiMOBipHilIe, TEBHUH
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CTPYKTYpHHH NOTIMOP(]i3M, KUl 3aNI€KUTh, y MIEPUTY Yepry, Big
TOBXHMHHM  JIHKEepiB. Ll moBXkWHA y XpoMaTWHI 3a3BUYail
"KBaHTYeThCc" — € KpaTHO ~10 mapamM OCHOB, TOOTO MPHOIHU3HO
T KUTBKOCTI BUTKIB MOJBiiHOT crmipani (miHkep moxkuHor 20,
30, 40map oCHOB BiANOBiae HYKICOCOMHOMY MoBTOpY 167, 177,
187 map ocHoB). Taka BIAaCTHBICTh JIIHKEPIB, IMOBIPHO, MTOB'A3aHA 3
HEOOXIHICTIO ONTUMI3alii 3aralbHOTO TBIiCTa MK HYKJICOCOMaMHU
JUIsL IOCSITHEHHSI HEOOX1THOTO CTYNEHS! KOMIAaKTH3alii — JOAaBaHHS
3aiiBOi MapyW OCHOB y JIIHKEp TpHU3Bene A0 oOepTaHHS HACTYITHOI
HYKJICOCOMH HaBKpYT JiHKepa Ha ~34° (10 BiAmoBimae KyTy TBicTa
3a nepioguyHocTi 10,51.0./BuTOK). OOMEKEHHS, 1[0 HAKJIATAIOTHCS
3aransHuM TBicToM JIHK Ha reomerpito (pibprimm, BKa3yloTh TaKOX,
0 PIBHOMIpPHHI PO3MOILI HyKIeocoM (yHiiKoBaHa Ta MPH IILOMY
ONTHUMAJbHA JOBKHMHA JIHKEPIB) MAaIOTh CHOPHITH KOMIAKTH3AIii
MOJIIHYKJIEOCOMHOTO JIAHLIFOTa.

VY perymnsipaux ¢iOpuiax, peKOHCTPYHOBaHUX 3 BUKOPHCTAHHSIM
JHK, mocmigoBHICTh $KOI CKIaga€TbCsl 3 TaHAEMHHUX IOBTOPIB
NeBHOT JOBKMHHM (KOKEH TOBTOP MICTHTh OJIHY ITO3HMLIHOBaHY
HYKJIEOCOMY), OB)KHHA JIHKEPIB € YHi(iKOBaHOIO B3IOBXK (iOpHIIH.
EnrexTpoHHO-MIKpOCKOTiuHe HocmimkenHs takux ¢iopmr (Robinson
et al, 2006)Bka3sye, 110 ToBIIMHA (QiOPUITH 3aTHIIAETHCS TTOCTIHHOO
(~33 uM) mIs HyKJI€0COMHOTO MOBTOPY Bix 177 mo 207 map ocHOB,
MIpU [IbOMY PiBeHb KOMMIAKTH3aMil cTaHOBHTHh ~11 Hykneocom Ha 11
HM B310BX (iOpmnu. [{ng HykIeocoOMHHX MOBTOpIB Bix 217 mo 237
rap OCHOB BiZIOYBA€ThCS Pi3Ke IMiBUIICHHS TOBIIUHU 10 ~45HM Ta
piBHS KOMIakTH3amMii 1o ~15uyKneocom Ha 11 HM.

PesynpTatn  MONEKYJSPHOTO MOJICIIOBaHHS Takux  (iOpui
npencrasieHo Ha puc. 20, konbop. BeT.. KopoTka moBxuHa JiHKEepa
(moBTOp 177 map OCHOB) MPaKTHYHO HE JO3BOJISIE CPOPMYyBATH
MOBHOIIIHHE CTEOJ0 Ha BHXOII 3 HYKICOCOMH. Y cKiami (iOpuan
3MIACHIOETRCS CTEKIHT MiXK KOXKHOIO i-TOF0 Ta (i+5)-0 HyKJICOCOMOIO,
X04Ya CYCiJIHi IO JIAaHIIOTY HYKJIEOCOMH € TaKOX CYCIIHIMHU B CKIafi
cymepcItipaii, Mo YTBOPIOETHCS MOJMIHYKICOCOMHUM JaHIforoM. Ls
CTPYKTypa JAeUI0 Haraaye MOJAEIb COJICHOiNa, sKa mependavaia
CTeKIHI MK CYCIAHIMH MO JIAHIIOTY HYKJI€OCOMaMHd. 3pOCTaHHS
JIOBXHHU JIiHKepa J03Boyisie (OopMyBaHHS cTeOlia, TPU ILOMY
JIHKEPH TMEPEeXpellyloThcs BeepenuHi  ¢iOpuiam, a 3arajibHa
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TOTOJIOTIS PO3TAIllyBaHHS HYKJICOCOM Yy (iOpwiai TOCTYIOBO
smintoeTbes (puc. 20, kompop. BeT.). YV BCix BHmagkax ricron H1
OTIMHAETHCS BCEPEAMHI XPOMATHHOBOI (PiOpmiam, 1m0 BimmoBizae
¢akTy, 100pe BCTAaHOBJICHOMY €KCIEPUMEHTAIBFHO PI3HOMaHITHUMH
METOAaMHU.

TakuMm YUHOM, IMOBIPHO, €IWHOI PETYNISPHOI CTPYKTYpH JUIS
XpOMaTHHOBOI (iOpHWIM TPOCTO HE IiCHYe: AeTalli IPOCTOPOBOL
opraHizalii CyTT€BO 3ajie)XaTh Bifl JOBKUHH JIIHKEpiB. 3po3ymino,
o0 XpoMaTuHOBa (hiOpmiIa, TETEPOTCHHA 3a JTOBKWHOIO JIIHKEPIB, €
JOCUTh HEPETYJSIPHOIO  CTPYKTyporo. | HaBHmaku: peryispHe

po3TalryBaHHS HYKJICOCOM (BmactuBe, 30KpeMa,
reTepOXpPOMATHHOBUM AUISHKAM) CIpUsAe cTabiIi3allii XpoMaTHHOBOT
¢bhiOpwH.

Heperynspaicts iOpuin BUHUKAaE HE TIIBKU BHACTIIOK Bapiamii
JIOBXWHH JiHKepiB. [lo-mepmie, y penpecoBaHMX IUIAHKaX (sKi
CTaHOBJIATH OUIBIIY YacTHHY XPOMAaTHHY B audepeHIiHoBaHUX
KITHHAX eyKapioTiB) XpoMmaTuHOBa (ibpmiaa Moxe OyTH sK
JNOJAaTKOBO  cTaOiTi30BaHOI0 Yy KOMIIAKTHOMY CTaHi, Tak 1
ITiIIaBATUCS KOMITAKTH3aIlii ORI BHCOKOTO TMOPSAKY 32 PaxyHOK
B3aeMOZl 3 0COONMBUMM HericTOHOBUMHM Oinikamu. Cucrema
YTBOPEHHS Ta MiATPUMAaHHS T€TEPOXPOMATHHOBOTO CTATyCy TICHO
TIOB's3aHA 3 TICTOHOBHUM KOJIOM 1 PO3TIISAATHMETHCS y PO3ALIL 5, ane
JieTai CTPYKTYPH T€TePOXPOMATHHY 3aJIHIIAI0THCS HE3'SICOBAHUMH.

[lo-ppyre, HEperyMAPHICTb CTPYKTYPU XPOMATHHOBOI (ibpumu €
HacaigkoM 11 auHamikyd. TuMuacoBa aucoriaris ricroHa HI1, sxa
TIOJICTIITYETHCS AIleTHITYBAHHSAM KOPOBHX TICTOHIB, MOAHM(IKAIISIMHU
camoro H1, a Takok KOHKypeHTHHUMH B3aeMoxismu 3 JIHK iHmmx
oinkiB (3okpema, HMGB), npu3Boauts 10 nekoHaeHcanii ¢piopum —
CTBOPIOE “BIKHO MOMJIMBOCTI" JJISI AOCTYITY PETYITOPHUX OUIKIB 10
ix cnenudiunux cairie Ha JJHK.

4.3.XpomaTtuHoBa (idpuiia y KIiTHHHOMY siApPi

ExcnepumenT, B SKUX BUMiploBajach IUQYy3is 1HEPTHOTO
OapBHuKa y mpoctopi sapa (Bancaudet al, 2009), mpuBonste 10
BHCHOBKY, III0 XPOMAaTHH Yy KJIITHHHOMY SJIpi MOXHA ONHCaTH B
TepMiHax (pakTaapHOI reoMeTpii (ppakTan — CKiIagHa reOMETPHYHA
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¢irypa, o CKIaAaeTbes 3 0araTbOX YacTHH, € KOKHA YacTUHA
mo/IioHa 10 Beiei dirypu B 1inomy). IIpoctip simpa MOKHA PO3IIITHTH
Ha "KOMIAQpPTMEHTH MBOX THIIIB — ORI Ta MEHIN IIiIBHI, TOOTO,
BiJIMTOBITHO, T€TEPO- Ta eyXxpoMaTuHOBi. Judy3is ¢ryopeceHTHOro
30H/Ia € 3araJIbMOBAHOKO (OLIBIIOI MipOIO — B FETEPOXPOMATHHOBHX
KOMITApPTMEHTaX), ajie MpH [[bOMY HapaMeTpH Iudysii He 3aiexarh
Bil po3Mipy 30HIa, 1 BCi [IUISHKM XpomaTuHy (HaBiTh Yy
reTepOXPOMATUHOBHX KOMIIAQPTMEHTaX) 30epiraloTh JIOCTYIHICTh
it HpOTO (prc. 21,K0Ib0p. BCT.).

Jlo aHaNOTiYHUX BHCHOBKIB MPUBOIATH PE3YJIbTATH BHBUYCHHS
KOHTaKTiB MK BIIZaJICHUMH I10 JIAHLIOTY IUISHKaMH XPOMATHHY y
kaituaHOMY sapi (Lieberman-Aideret al, 2009).3acTocoBana st
mporo TexHika (rak 3BaHa Hi—C) 6asyeTscs Ha MacOBaHOMY
CEKBCHYBaHHI BEJIMKOI KUIBKOCTI map KopoTkux ¢parmentis JHK,
SKI BUJIyYalOThCS 3 NUISIHOK XPOMAaTHHY, 3MIMTHX (OpManbIerizioMm
(Bapiamis  meromuku  "dikcamii Komdopmamii  xpomocom”  —
chromosome conformation capture (3C)PesynbTaté TaKoro
KapTyBaHHsS  KOHTakKTiB 3HOBY BKa3ylOTh HAa  iCHYBaHHS
KOMITAPTMEHTIB JIBOX THMIB. B Mexax KOMIIapTMEHTa OJTHOTO THITY
B3aEMOMIi MK BiINaJCHUMH TIO JIAHITIOTY IIJITHKAMH OJHI€T
XPOMOCOMH, a TaKOXX MK JUISTHKAMH PI3HHX XPOMOCOM, € OUIBII
IMOBIpHUMH, HIK B3a€MOIIi MK NUISHKaMH, IO HAJEXKaTh PI3HUM
KOMIapTMeHTaM. KoMIapTMEHTH JBOX THITIB PO3PI3HIIOTHCS CBOEKO
LITBHICTIO Ta 3aliMarOTh Pi3HI IPOCTOPOBI 30HU S/Apa.

Omxe, xpomarnHoBa (iOprina YTBOPIOE CBOEPIAHY TI00YIy
BEJIMKOTO PO3Mipy OCOOJIMBOTO THIy — TaK 3BaHy @Opaxmanvhy
2n06yny. momiMep "3MHUHAETBCS" Y cyOrnmo0yiH, siKi, y CBOIO HEpTy,
YTBOPIOIOTH IJI00YNIN O1NbII BUCOKOTO PiBHA. Y pe3yibTaTi mojimep
3alI0BHIOE TIEBHY 00JIACTh NPOCTOpPY, HE YTBOPIOIOYH BY3IB, a
OKpeMi JiJISHKH JIaHIfora 30epiraloTh MOXKIUBICTE 00epHEHOI ne/pe-
KoMIakTu3aii. Po3aisieni no JaHIIory reTepoXpoMaTiHOBI AUISTHKH,
B32€EMOJIIFOYU MiXK COOOF0, ONMHSIOTHCS Y OLTBII KOMITAKTHUX 30HAX
(dbpakrampHOi TIIOOYTM, a MEHII KOMITAKTHI €yXpOMAaTHHOBI —
"BUIETIIOIOTHCS 3 HEl.

Take BUNETIIOBaHHS € TUIBKM OJHUM 13 TIPOSIBIB 3arajibHOTO
(heHOMEHY YTBOpPEHHS MeETelh abo IMETIEBUX IOMEHIB XpOMAaTHHY,
SIKI MArOTh PI3HOMaHITHE ITOXODKCHHS. OYyIb-sSKa CHUTYyaIlis, KOJH!
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pO3IiNeHI MO JAaHLIOTY JUISHKA XpOMaTtuHOBOI  (iOpunn
B3aEMOJIIIOTh MiXK CO00I0, PUBOAUTH O yTBOpeHHS meTm. Iler,
sIKI MOXKHA Ha3BaTH IWHAMIYHMMH, BHUHUKAIOTh Ha TIOPIBHSHO
HEBCJIMKUI TMPOMDKOK Yacy BHACIHIJIOK OiTOK-O1IKOBHUX B3aeMOJiil
MiX BiJlaJIeHUMH AUITHKaMH XpomatuHy. Taki netii GopMyroTscs,
HaIpUKJIa, Y BiAMOBIAL HA PETYIIATOPHI CUTHAN MK €HXaHCEepaMHu
Ta MpoMoTopamMH abo TpHW 3aly4deHHI Pi3HUX MPOMOTOPIB OO TaK
3BaHUX TPAHCKPUMUIHHUX (HaOpuK — MicHb iMOOLTI3aIil KiJIbKOX
PHK-moniMepasHux KOMILIEKCIB (po3min 5). AHamoriudo, BimgameHi
TinsHKA QiOpHIH MOXYTh 00'€THYBAaTHCH MK COOOI0 Y PETPECOpHi
KOMIUTIEKCH, cherudiuHi s KIITHH JaHOTO THITY, — MPU IOMY
3MIMCHIOETHCS 1HAKTUBAIIIS TEHIB, SKI MOTPAIUIIOTh V MPUEAHAHI 10
TAKOTO KOMIUIEKCY TIeTJIeBI JOMEHU. BiIOMHM TPUKIaIOM TaKHX
pEIpecopHUX KOMIUIEKCIB € Tak 3BaHI mojikomO-tinbis (polycomb
bodies) — nuckperHi yTBOpeHHs, chOpMOBaHI CHELiaTbBHUMH
oimkamu moaikomOy (PcG,_ Bycomb Group proteins).

Kpim Toro, icHy1oTh TakoXX "KOHCTUTYTHBHI" TETJII XpOMAaTHHY,
3aKpiIUIeH] Ha CKEJIETHUX CTPYKTypax aapa. [ 0TIOBHUM pe3ylbTaToM
Ha KOPWCTh ICHYBaHHS TaKHX II€TeNlb € YTBOPEHHS TaK 3BaHHX
HYKJICOIMIB TICIA BHUAAJNCHHS MeMOpaH Ta OUTBIIOCTI OUIKIB
KJIITUHHOTO $Si/Ipa ACTEPreHTaMy Ta BUCOKMMH KOHLICHTPALISIMU COJIi.
Hyxneoin Burismae sk 30Ha 3 BHUCOKOI KoHIeHTpartiero JIHK Ta
OCTaTOYHUM OUIKOBMM KOMIIOHEHTOM, IO 3aJIMLIAETHCS IICHs
MPOLIEAYPH JTi3UCY, HABKPYT SIKOT POPMYETHCS Tallo, IO CKIAAAETHCS 3
HancmipaiizoBaaux nerens JAHK posmipom Bim 2 mo 200 tue. map
OCHOB. 3p03yMLJI0, III0 TUMYACOBI a00 crerudidHi JUIIe IS JAHOTO
THITY KIITAH TETJIl TaKOXX MOXYTh 3aKPIIDIIOBATHCHh HAa CKEJIETHHUX
CTPYKTypax sizpa.

MoskHa BUIAUTUTH IPUHAWMHI TPH aCTIEKTH ICHYBaHHS METEITEHUX
JIOMEHIB XpOMaTHHY:

* 00'eqHAaHHS BiAJaJieHUX AUISTHOK XpOMAaTWHY B OCHOBI METIi €
BOXIMBUM EJIEMEHTOM PEryJisilii TeHHOI aKTUBHOCTi, OCKIJIBKH
Take 00'€¢AHaHHSI MOXXE NPU3BOIUTH 1O B3a€MHOTO IiJCHJICHHS
aKkTHBaIli abo pemnpecii TPaHCKPHUMITT Ha Pi3HUX TUISTHKAX;

* 3adikcoBaHa Ha OiJKax MNEBHOTO THIy OCHOBA METIi MOXe
CIIyTyBaTH CBOEPIAHUM Oap'epoM, LIO0 MPOCTOPOBO PO3MEKOBYE
pi3Hi y GYHKIIOHANBHOMY BiTHOLICHH] IUISHKA XpPOMATHHY,
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* OCKiIbKM ocHOBU meTni ¢ikcyrorbes, JHK y cknani metmi
Ma€ TOMNOJOTIYHI OOMEXKeHHsS, TOOTO € €KBIBaJIECHTHOIO
MAPKYJSIPHIN.

Ponn ckenmeTHOI CTpYKTypH siipa, Ha sKiil 3aKpiILTIOIOTHCS TETII
XpOMaTHHY, 3a3BHYail BiABOAUTHCS s0EPHOMY MAMPUKCY — CUCTEMI
OinkoBux (pimamenTiB y mpocropi sapa. Hinsaku JHK nosxkuHOIO
Big 30010 1 THC. map OCHOB, 1[0 B3aEMOIIIOTH 3 MATPHKCOM (OCHOBH
NeTIeBUX JIOMeHiB), mo3Haydarote sk MAR (Matrix Associated
Regions).

®diTaMeHTH SIEPHOTO MATPHUKCY BIAETHCSA Bi3yali3yBaTH IIiJ
CIIEKTPOHHUM MIKPOCKOIIOM TUTBKH IIICJIS CITeIliabHOI 00poOKH Ta
BupanenHs 3 sapa JJHK Ta Ounbimocti OinKiB — HE BHKIIOYEHO, IO
po3raigyXeHa ciTka (piTaMEeHTIB YTBOPIOETHCS caMe B Pe3yJIbTaTi TaKkol
00poOku, TOOTO € apredakToM. KpiM TOrO, Ha CHOTOAHI OLIKH
SAEPHOTrO MaTpukcy (Maibke €MHUM BHKIIOYECHHSIM € Oinok SATBI,
KW Ma€ TiNBUIICHY CHOPiTHEHICTh 10 AT-30araueHux IiISTHOK
JIHK i ekcrmpecyeThes TiABKM B THMOIIMTAaX CCAaBIIiB) Ta XapakTep
ixapoi B3aemomii 3 JIHK HacTiibkn moraHo oxapakTepu3oBaHi, 10 Le
Ja€ TIICTaBM IS CyMHIBIB B ICHYBaHHI  PO3Traly>KEHOTO
BHYTPIIIHBOSIIEPHOTO  MATPUKCY. [HIIUM  apryMeHTOM  TPOTH
HAsIBHOCTI PO3rajy’KeHOI CiTKM OLJIKOBUX (hiITaMEHTIB BCEpPEIUHi sapa
€ JOCTaTHbO BHCOKa IIBUAKICTH nudysii Oinkie ta MPHK y
BHYTPIITHBOSACPHOMY TIpocTopi. CITij] MIKPECIUTH, IO JUCKYCIHHAM
3aIMIIAETBCS  TIMTAHHS TIPO ICHYBaHHS MATPUKCY SK MEpexi
(inaMeHTiB, 110 MPOHHU3YE y6ech 00'€EM sApa: €IeMEHTH MaTPUKCY —
TOPIBHSHO KOPOTKi (pitaMeHTH (L0 CKIIaJatoThesl, 30KpeMa 3 aKTHHY,
a TaKOXK [EIKMX IHIIMX OIKIiB), 3 SKMMH MOJKE B3a€MOIISATH
XpoMaTuHoBa (ibpuia, 6e3cyMHIBHO iCHYIOTh BCEpEIMHI SIpa.

Ha BinmMmiHy Bin BHYTpIIIHBOSAEPHOTO MaTpUKCy, Hepudepilina
ciTka OinKoBUX (DiIJJAMEHTIB — sIcpHA JlaMiHa, sIKa TICHO 3B'sA3aHa 3
BHYTPIIITHBOIO SIACPHOI0 MEMOPAHOIO i, TAKAM YHWHOM, € CKJIAQJOBOIO
saepHOro KouBepra (muB. puc. 1.1), BMBYEHa 3HAYHO Kparle.
l'onoBHUMHK CTPYKTYpHUMH KOMIIOHGHTaMH JaMiHM € OiIKH IBOX
THIIIB, 10 HA3MBAIOTHCS JTaMiHamu. Jlamiau Tummy A (IIPUCYTHI TaKOXK
1 BcepequHi sapa, 1€ MOXKYTh YTBOPIOBAaTH OLIKOBI (iTaMEHTH) €
BOJIOPO3YMHHUMH 1 BUJIbBHO AM(QYHAYIOTH Y MPOCTOPI KIITHHH MicCHs
pYWHYBaHHS SIICPHOTO KOHBEpTA TPU KIITHHHOMY moaim. Jlaminu
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Ty B — memOpanHi Oinku, TicHO 3B'sI3aHi 3 BHYTPIIIHBOIO
MeMOpaHO0, SIKI 3aJMIIAIOTBCS Ha (parMeHTax MeMOpaHH MpH 1l
pyHHYBaHHI B XOZi MiTO3y. JlaMiHU MaiOTh TpU CTPYKTYpHI JOMEHHU:
rioOynspHi N- Ta C-KiHIIEeBUH, 3'€lHAHI TOBror0 o-cripayumo. J[Bi o-
cripayi 3a0e3nevyloTh JAUMEpU3alilo CyOOqUHHIL (YTBOPIOETHCS
nBocmipaibHa crpykrypa — coiled coil), a rmolyssapHi moMeHH
JIMMEPIB B3a€EMOAIIOTH MiK cOO0I0 332 IPUHLIUIIOM "TOJIOBa IO XBOCTY"
3 YTBOpEHHsM (inaMeHTy 3aBTOBIIKM ~10 HM (BiZHOCHTBCS M0
kateropii ~ mpomikuMx  ¢imamentie  (intermediate  filaments)
[IUTOCKENIETy, SKi € OUIBII TOHKAMH y TIOPIBHSHHI 3
MiKpOoTpyOOUKamu, ajne Oi1bII TOBCTUMH y TMOPIBHAHHI 3 aKTHHOBUMH
¢iopwiamu). KpiMm Toro, 3 jgaMiHOBMMH (hiTJaMEHTaMH TiCHO
acormiioBaHi 1me KuTbka 6inkiB. 3okpema: LBR — perenirop nmaminis B
— MeMOpaHHUH OUIOK, 0 B3aeMojIie 3 amiHamu B, a takox 3 JIHK,
riCTOHaMHU Ta TeTepOXpOMaTHHOBUMH Oinkamu, LapZP — Bzaemomie 3
SIMEPHOI0 MeMOpaHOI0 Ta JaMiHaMH B, a TakoxX 3 JIeIKUMH
penpecopamu  TpaHCcKpwiiii; Emerin — memOpanHuii  Oinok, 110
B3a€EMOJIi€ 3 JlaMiHaMH A, a TaKOXX 3 aKTHHOM Ta pempecopaMu
TPAHCKPHITITII.

®diaMeHTH JIaMiHU YTBOPIOIOTH CBOEPIAHY "T€OAC3UUHY" CITKY, Y
By3Jlax SIKOi 3HAXOIATHCS siAEpHI MOpU — (DiTaMeHTH MPOTATHYTI Bif
OITHIET SMEPHOI TIOPH 110 1HIIOI 1 MO3UITIOHYIOTH IMTOPOBI KOMIUIEKCH Y
IDIONTMHI siAepHOi 00ojoHKM. Ha jamiHi Ta TOpPOBHX KOMIDIEKCAax
PO3MOYMHAIOTECS TAKOXK OUIKOBI (hiaMeHTH (aKTHHOBI, TaKi, IO
CKJIAJIAl0ThCs 3 JIaMiHIB A a00 IHIIMX OUIKIB), IPOTATHYTI BCEPEAUHY
sapa Ha 1oBkuHy B ~100—300aM. 3a paxyHOK CHOPITHEHOCTI OLIKIB
JaMiHK 0 TETePOXPOMATHHOBHMX OinmkiB (30kpema, HPL, sxwmit
pO3MIIAATUMETBCS. Y PO3aisli 5), a TakoXk 10 TeTepOXPOMATHHOBHX
XIMIYHAX MapKepiB TiCTOHIB, JJaMiHa 3B'SI3y€ TETEPOXPOMATHHOBI 30HU
— B IIEpIIy Yepry, e CTOCYEThCS HEHTPOMEPHUX Ta TEJIOMEPHHUX 30H
xpomocoM. [Ipote, Ha mingHkax (iOpwny, 3B'I3aHUX 3 JIAMIHOIO, €
MOXITUBOIO TaKOXX 1 TPAHCKPHIILISI — B TEPIIY YEpry L€ CTOCYETHCS
TIISTHOK  XpOMATHHY, AacOLiffOBaHMX 3 MOPOBUMH KOMIUICKCAMH.
LinkoM iMOBipHO, IO "KOHCTHTYTHBHI NETi", sIKi YTBOPIOIOThH TaJlo
HYKJICOi/iB, ABJIsII0TH coOoto et JIHK, 38's13aHi came 3 1aMiHORO.

Takum uuHOM, iHTepdasHa XpoMocoMma (IKCYeTbCS Ha JIaMiHi
CBOIMH IIEHTPOMEPOIO Ta TEIOMEpaMH, a CyXpOMaTMHOBAa YacTHHA
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XPOMOCOMH OIHMHSETHCSI TAMOIIE BCEPEHHI sSApa — YacTKOBO
3aKpimIorounck TaM (abo Hi) Ha BHYTPIIIHIX €IEMEHTax SIEPHOTO
MaTpukcy. B mexax xpomocomnoi mepumopii — o0macTi mpocTopy,
AKy  3aiiMae  XpoMOcOoMa, —  CIIOCTEpiraeTbcs  'Tpafdi€eHT
TPaHCKPHIIIIIHOI aKTHBHOCTI" — aKTUBHICTBb 3pOCTa€ Bif mepudepii
sapa 0 HWoro I1eHTpy. B Tomy X HampsiMKy 3pocTae 3arajibHa
IITBHICTE TEHIB, 1, BiINOBIAHO, 3HWKYETHCS IUIBHICTh HEKOIYIOUNX
ninsaok JIHK Ta BimHocHmi BMicT AT-map y ii ckiami.

XpomaruHoBa (iOpuia, po3TalioBaHa B MeEKax XPOMOCOMHOI
TEPUTOPIi, 3MaTHA PyXaTUCh — SIK TIiJ TI€I0 TEIUIOBUX (UIYKTyaIlil, TaK
1 BHacHiIOK poOOTH MOJIEKYSIPHUX MOTOpiB. OCHOBHI THNH TaKoi
PYXJIUBOCTI 300pakeHo Ha puc. 4.8.

Puc. 4.8.Tpu Tunu pyxauBocTi inTepdasHoi XpoMocoMu: (a)
IIBUJIKI O€3J1aIHI pyXH XpPOMOCOMHOTO JIOKYCY (CBIT/Ia KyJibKa) Ha
BiZicTaHb MeHIIe 1 MKM 3a Kijibka ceKyH; (6) MOBuIBHI (32 KijlbKa
xBuauH) ATP-3amexHi cripaMoBaHi pyxu Ha KiJibKa MiKpOHIB; ()
MIePEMIIIICHHS XpOMOCOMH Ha 1HIITY TEPUTOPIIO MiC/IS KIIITHHHOTO
MOy, SIKE PEryNoeThes (paKkTOpaMu TUQepeHIIFOBaHHS KITITHH.

ApnantoBano 3 Soutoglou, Misteli (2007).

[Mo-miepire, okpemMi XpOMOCOMHI JIOKYCH 31HCHIOIOTH Oe3maHui
OpOYHIBCBKMH pyX B CEKyHIHOMY 4YacOBOMY iHTepBali y
HeBu3HaueHoMy Hampsmi (puc. 4.8, a). Takuii pyx € 0OMeKEeHUM
HEBEITUKOI0 30HOI0 mpoctopy (me Gimbrme ~0,5 MkM), Tpu 1IBOMY
OifbII 3arajJbMOBaHHUMHU € PYXH XPOMATHHOBHUX JIUISIHOK, IO
po3TamoBadi Ommwkde g0 nepudepii sapa. Ilo-mpyre, B spi
3adikcoBaHi OUIBII 3HAYHI Ta CHOPSIMOBAHI PyXH OKPEMHX JIOKYCIB,
AKi 3anexath Big mpucytHocti ATP, aktuay Ta mio3uny I, — To0To,
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Taki pyXd, HANCBHO, 3a0€3MEYyIOThCS aKTOMIO3HHOBUMH
MOJIEKyIsipHuME MoTopamu (puc. 4.8, 6). Hapemri, B mporieci
IHIUBITyaIbHOTO PO3BUTKY Ta AUQPEPCHINIOBAHHS KIITHH IS
OKpEMHX JIOKYCIB CIIOCTEPIraroThes MepeANCIIOKalii B iHITy 001acTb
sapa (31 3MIHOK XPOMOCOMHOI TEpHTOpii), MPU IHOMY aKTHBHI
JIOKYCH 3a3BHYAN MEPEMIMIYIOThCS OMKYe 0 MEHTPY, perpecoBaHi
— 1o niepudepii sapa (puc. 4.8,6). HaneBHo, Taki pyxu 3HaXOIAThCS
MiJ] KOHTPOJEM 3arajJibHOI TMpOrpaMy JO3piBaHHS KIITHH JaHOTO
THITY 1 371ACHIOIOTECS TTICIISI YePTOBOTO KIIITHHHOTO TOTIITY.

PyxmuBicTh xpoMaTtnHOBOI (piOpuiam B Mekax XpOMOCOMHOT
TEPUTOPIi, a TAKOXK YACTKOBE IMEPEKPHUTTS CYCIIHIX XPOMOCOMHUX
TEPUTOPIH, CTBOPIOIOTH YMOBH [JISI MIKXPOMOCOMHHX B3a€MOJIIH.
OTxe, B3aEMHE IMIICHIICHHS aKTHBAIlil a00 pernpecii TpaHCKpHITIIii Ha
BiJlJAJICHUX JUISHKaX XPOMATUHY BiOYBa€ThCS HE TIIBKU BHACIIIIOK
YTBOPCHHS METICBUX JIOMECHIB y MeXaX OHI€T XpOMOCOMH, a TaKOXK
Yy THX BHITaJIKaX, KOJIH TaKi JUISHKH HAJICKATh IO PI3HUX XPOMOCOM.
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