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A fundamental property of many organisms is the ability to feel, to assess direction of the signal
action and respond to the environmental conditions. It is known that chromatin plays a major role
in organizing the regulation of gene activity. However, our understanding of how state of the
suprastructure organization of chromatin and its proteins reacts not only to changes in the
environment, but also on the development of specific signals remains largely unclear. In the
course of this work, we have analyzed the result of the various ways of chromatin modifications:
the regulatory Arg-X protease-processing and inhibition of protein deacetylation with sodium
butyrate. Sodium butyrate causes cell cycle arrest in the Go/G; phase, and promotes of duration of
the transcriptional activity of chromatin. Experiments on molecular-genetic state of the chromatin
matrix were carried out at the induction of growth morphogenesis in the physiological period of
active water absorption of mature seeds and wheat germs, which were purposefully transformed
and formed in different environmental conditions. During focused, long-term transforming of spring
wheat Artemovka into winter wheat Mironovskaya 808 and the last of them again into
Mironovskaya Spring wheat while stopping of the cell cycle in the Go/G, phase, mainly occurs the
active Arg-X protease-processing at the level of non-histone proteins, and linker histones of
suprastructures chromatin. We assume that the regulatory proteolytic processing and prolongation
of acetylation of proteins can be interconnected in the regulation of conformational transitions of
chromatin at the different levels of its organization: both suprastructures and at the more profound
proteomic level of non-histone and histone blocks, and have its peculiarities during the period of
transcriptional activation. We hope that the study peculiarities of locations of regulatory proteolysis
in the conditions of inhibition of deacetylation in spring and winter forms of wheat can give a new
possibility for understanding the epigenetic code of plants in order to increase crop yields and
quality.
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Kak n3BecTHO, doyHAaMeHTaNbHbIM CBOWCTBOM MHOIMX
OpraHuM3MoB  SIBASIETCS  CMOCOBHOCTb  YyBCTBOBATb,
oLeH1BaTb HanpasneHne eNCTBUS CUrHana, pearnpys Ha
aKonoruyeckue

ycnosus oKpyXatolle cpedb!.

Knaccnyeckum  npumepoM  sBnsieTCs  ApoBM3aums
MweHnUbl, rAe BaXHeWwas ponb MNPUHAONEXMUT, Kak
cunTaloT y4eHble (Angel, 2015) perynaumm

TPaHCKPUMLUMOHHOA  akTMBHOCTM  reHoB.  OpHako
MOHMMaHME TOro, Kak COCTOSIHME XpOMaTvHa N3MEHSATCS B
OTBET Ha  [OEeiCTBME  CUrHanoB  M3MeHsIoLencs
oKpy>xaroluel cpenbl, CnocobCcTBys afanTauum passuTus
pacTeHnii N 3NUreHeTUYECKOMY COXPAHEHUIO B TEYEHME
MHOTMX KNETOYHbIX [OENEHWA, OCTaeTCs BO MHOIOM
HesicHbIM (Berry, Dean, 2015). B 3aBucumocTi ot ycnosuia
OKpyXatowen cpedpl, XpoMaTuH crnocobeH K Bbibopy
yacTm MHGopMaumu, KoTopas 3aTeM peanv3yeTcs B
MPU3HaKW, a TaKk Xe MpPMBOOUT K  W3MEHEHUIO
OHTOrEHETNYECKOl MOAMNPOrpamMMbl Pa3BUTUS PaCTEHWIA.
STM nomnporpaMmbl  MpeactaBnalT  coboit  CTporo
YyrOPSOOYEHHYIDO  BO  BPEMEHU M MPOCTPaHCTBE
CKOOPAVHVPOBAHHYKO 3KCMPECCUID COTEH U ThICAY FEHOB
(Lutova, 2010). MHorokpatHas MPOCTPAHCTBEHHO-
BPEMEHHAs peopraHvM3aums XxpoMaTtHa npoucxoauT npu
COXpaHeHnn OOCTYMHOCTM onpefeneHHbix yqactkos JHK
ans perynaTopHbIxX pakTopos " dpepmeHTOB
TPAHCKPUMNLMN B XOAE BbINONHEHNS MOPGIOrEHETUYECKINX
nognporpamm passutus (Razin, 2006). XpomaTvH MOXeET
6bITb MOAMCOULMPOBAH MHOXECTBOM criocoboB (lvanova,
Giljazetdinov, Ahmetov, 1975; Ivanova, 1977). B
COBOKYMHOCTM ~ 9TW  MexaHu3Mbl  co3palT  Habop
B3aMMOCBSA3aHHbIX MeTabonmyecknx myTein, KoTopble Bce

BMeCTe BbI3bIBAOT M3MEeHeHn4 reTepononuMepHomn

maTpuubl XpomatuHa. OgHOM M3 aTMX MOoOUdVKALWA,

KOTOpble ~ OCTaldTCs  BO  MHOTOM  HEAOCTaTOYHO
M3YYEHHBbIMW,  SIBASIETCS  PErynsiTOpHbIA  NpOTEoNn3
(lvanova, Davletova, 1986, Vossaert et al, 2014).
HauvHas c nepBbIX pa60T npoeeneHHbIX OecAaTuneTusa
Hasagn, nNpoTeonna 6bin 0BHapyXeH B WWPOKOM CreKTpe
aykapuotnyeckmx opraHuamos (Dhaenens et al., 2014). B
HacTosillee BPEMS MPOTEONM3 pPaccMaTpuBaeTCs Kak
HOBbIi  BWA ~ HeoBpaTWMbIX  MOCTTPAHCASLMOHHbBIX
moaudpmkaumin (lvanova, Vafina, 1998; Purohit et ai.,
2012; Panda et al., 2013; Azad, Tomar 2014). 910
npuBOOANT K W3MEHEHMIO napagurMbl OT KoHUenuun
npoteaz kak Oenok-paspywanowmx ¢epMEHTOB, K
npoTeasaM Kak PeKOHCTPYKTOpaM KUEBbIX CUMHANbHbBIX

monekyn (Turk et al., 2012; lvanova, Vafina, Ivanov,

2014).

MNposeneHve uccneposaHWit  MpoTeas  3aMeTHO
yBENMUYMNOCb B nocnegHee OecATUNETVe, TNaBHbIM
06pa3oM B pe3ynbtate 04YeHb BbICTPOro PasBUTWS HOBbIX
TEXHOMOT WA, OpHako  OCHOBHble paborTbl rno
NCCnepoBaHMio NMpoTeonu3a 6enkoB KNeToYHOro sapa B
HacTosilee BpeMsl aKTMBHO MNPOBOASTCA TOMbKO Ha
MOOENbHbIX  0BbEKTaX XMBOTHOMO  MPOUCXOXIEHWS.
PaboTbl no uccnemnoBaHuMio MPOTeas30-npoLeccHHra Ha
YPOBHE CynpacTpyKTypHOA opraHusaumn nHtepdasHoro
KNeTOYHOro s4pa 1 ero TPaHCKPUMLUMOHHOR akTUBHOCTM Y
pacTeHwid, B OCOBEHHOCTM B CBS3W C MpoLeccamm
POPMNPOBAHNS 03UMbIX 1 APOBbIX POPM, B HACTHOCTU Y
MNWeHNLbl, B JAHHbIA MOMEHT SIBNSKOTCS YHUKANbHBIMW Kak
B OTEYECTBEHHOW, Tak 1 B 3apybexHoi Hayke (lvanov et
al., 2015; lvanova et ai., 2015 a, b, c¢). HoBnaHa Hawwmx

OAHHbIX 3aK4yaeTcs B TOM, YTO Mbl Ha MOAOENbHOW

cucTemMe ApoBoro 1 BbiBedeHHOro U3 Hero o31MMoro copTa,
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npy  vHALMAUMK  POCTOBOrO  MopcporeHesa  3penbix
3apodblwen  MWeHWUpbl, PaccMOTPenu  NposBneHve
aKkTMBHOCTU Apr-X MpOTEONNTMHECKOro MpOLEeCcCUHra Ha
YPOBHE  OTAENbHbIX  CYNpPacTPykKTyp  XpomMatuHa W
BXoOodaWMX B WX COCTaB HErmMcTtoHoOBbIX W TMCTOHOBbIX
6enkoB. B paHee onybnukosaHHol pabote (lvanova et al.,
2015 a) npuBeneHbl OaHHbIE MO COCTOSIHMIO
KOHJPOPMaLIMOHHbIX N3MeHeHN MONEeKynspHo-
reHeTUYECKON OCHOBbI MOpQIOreHe3a CynpacTpykTyp

XpoMaTuHa 3penbix 3apofbllieil MIEHUL, B MEPWOA

aKTWUBHOIo ceMeHamm BoOoNOrnoweHns.

Llencto paHHOM paboTtbl 6bin  aHanM3 nokanmsaumm
akTmeHoctn Apr-X npoTeaso-npoueccuHra B YCMOBUSIX
WHrMOMpOBaHNA  0ealeTUMPOBaHNS]  HETVICTOHOBLIX W
MICTOHOBbIX BENKoB CynmpacTpykTyp KNETOYHbIX sOep:
HYKNIeonnasmbl, XpoMaTHa, SO0epHOr0 MaTpukea; B Nepuos,
OCTaHOBKM KNETOoyHOro uvkna B pasze G, / Gi; npm
6VIOJ'IOFI/I‘-IeCKOM nokoe, NMHMymaummn aKTUBHOIo
BOLOMOMMOWEHNS; W BAASHAM  3TOrO  npouecca Ha
OpraHM3aLmio HaaMOJEKYNSPHOrO POCTOBOrO MOpdooreHe3a
npu MHOyKUMWM BereTatvBHOW dhasbl 3pesblx 3apofblllei
SPOBOMA 1 O3UMOW MILEHNLL.

MATERIALS AND METHODS

MoppobHoe onucaHue copToB APTEMOBKM (SIPOBONA),
BbiBeeHHOM ©3 Hee MwupoHosckon 808 (o3umon) wu
BblBEOEHHOW U3 nocnenHen MwpoHosckol  SpoBoii
npeacrtaeneHo B pabote (lvanov et al., 2015). CocTtosiHue
BO3/yLWHO-CyX0Or0 CEMeHN 1 3apodbiwa (Haxogswmecs B
COCTOSIHUM BUONOrMYECKOrO MOKOS), Mbl YCNOBHO MPUHSAM
3a 04. N3 Bo3aylwHo-cyxmx cemsaH (04), Habyxatowmx nog,
BOLOW («KOHTPONb») B TeYeHMe 34, a Janee BblCesHHbIX
ona  npopactaHns  (64) («KOHTpOMb») OTAEnsnn OoT

aHpoocnepma  3apogpiwn  (puc.1-3:  «KOHTPOMb»), K3
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KOTOpPbIX BblAENSN KNeTo4Hble anpa, nx
HaOMONEKyNspHble CynpacTpykTypbl: Hykneonnaamy (Hm)
- “nabunbHbin xpomatuH® (Konarev, 2001), xpomatuH
HenpouHo- (Xp-I) u npoyHo- (Xp-ll) cBs3aHHbI C
A0epHbIM MaTpukcoM (AM) u cobeteeHHo SIM (puc. 1,2:
CYnpacTpykTypbl), a Takxe HeructoHosble (HIB) un
ructoHoBble (HI - nuHkepHbii, H2A+H2B, H3+H4:
kopoBble) 6enkn (puc. 1, 3: HI'B, rucToHbl) no cnocoby
nogpobHo onucaHHoMy B paboTax (lvanova, 1972;
Ivanova, Vafina, 1992; lvanova, Vafina, 2011). Onsa
3aMauyMBaHus CeMsiH W MpopacTaHns 3apofplllein B
YCNOBUSIX WMHMMOMPOBaHUS  nealeTunmMpoBaHns 6Genkos
(puc. 1-3: «ombiT») BbIN MCMoNb30BaH ByTMpat HaTpus
(Ilvanova, Vafina, 2010). AkTmBHOCTb Apr-X npoteonnsa B
CynpacTpyKTypax KNeTOYHbIX SOep W BblOENEHHbIX U3 HUX
HI'B »n rucToHoB, oueHmsann Mo pacuwenneHuo Apr-X
CBSi3eil B apruHuH-oboraweHHoM 6enke - mnpoTamuHe-

Salmine-A-1 («Merk»).

RESULTS

B naHHOM paboTe Hawa 3apava 3akioyanacb B TOM,
ytobbl  BbISIBUT B HAOMONEKYNSIPHBIX  CTPYKTypax
KNeTo4HOro sAapa 30Hbl MposiBneHus aktmsHocTn Apr-X
npoTeaso-NpoLEecCHHra Mpw YCNoBUSX WHIMOMpPOBaHNS
LeaueTnnnpoBaHust 6enKoB — «OrbiT», B UHAYLIMPOBAHHbIX
K pocty 3penbix 3apoablwen nweHnL,
COOPMMPOBABLIMXCS B PasHbIX YCMOBMSIX OKpyXarowen
cpenbl (puc. 1-3). Ona 6Gonee HarnsigHOro BOCMPUSTUSA
3KCNepVMEHTaNbHBIX JaHHbIX (pyC. 1) MpeacTaBneHo ux
cxemaTmyeckoe n3obpaxeHue (puc. 2-3). B rpadomyeckom
NPencTaBneHnn 3KCNepuMEeHTalbHbIX JdaHHbIX (puc. 1)
nokasartenu: 0-5 HMoMb apruHuHa / (¢ « Mr 6enka) ons

cynpacTpykTyp (puc.1: cynpacTpykTypbl) W 0-2107

HMONb apruHuHa / (c « Mr 6enka) ans HernctoHos (HIB) n
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rcToHoB (puc.1: HI'B, rucToHbl) 6binn YCNOBHO MPUHATHI
3a «(POHOBYIO  aKTMBHOCTb», KOTOpas  OTAeneHa
FOPV30HTA/IHOM NMHUER Ha KaxXAaoM rpadomke. 1o 6bino
COEenaHo C Lenblo BblOenuTb Haubonee sipkue nokasarenu
«OMbITHOro» aKcnepumeHTa. loatomy B cxemax (puc. 2, 3)
npeacraBneHbl  TOMbKO — «KAYeCTBEHHbIe»  [aHHbIE,
KoTopble 6blnM Bblwe dpoHa. HacyeT «kayeCTBEHHbIX»
nokasatenenm ymectHo npueecTn cnoea Pesepdpopna:
«Ka4yeCTBEHHOE COOTBETCTBME TEOPUM U IKCMEepUMEHTa —
He 4TO WHoe, Kak orpybneHHoe KonuyectBeHHoe» (Tom,

2002, p.9).

APTEMOBKA (sipoBasi) - uCXOoOHbIA copT

nweHuubl, ans BbiBegeHus MupoHoBckon 808.
AkTuBHoCcTb Apr-X npoTeaso-npoueccuHra, B YCNOBUSAX
«onblTa», MpU BO3mercTBUMKM OyTmMpata HaTpusi, cpasy
nepekoyaeTcs Ha CynpacTpykTypbl SAePHOr0 MaTpukca
(puc. 1, 2: cynpacTpyKTypbl - «ApTemMoBka-onbIT»; AM: 3y,
6u4). UtOo KacaeTtcsa cnenylowero atana aKCrnepuMeHTa no
onpeneneHnio nokanusauum aKTVBHOCTM Apr-X
npoTeaso-npoLEecCHMHra B HErMCTOHOBBLIX W TMCTOHOBbIX
6nokax CynpacTpyKTyp KNeToYHbIX Siaep, NPOBeaEeHHOro B
YCNOBUSIX BNVSHWS ByTupaTta HaTpusl Ha  WHOYKLMIO
MHOrOypOBHEBOrO  POCTOBOrO  MopcporeHesa  3perbix
3apodblwein MweHnubl, TO 3TW AaHHble NpeAcTaBneHbl Ha
pucyrke 1 un  pucyHke-cxeme 3. B ycnosusx
MHrMbupoBaHus peauetunupoBaHust 6enkos, 6noku HI'B
N TMCTOHOB He MmposBnsaoT Apr-X npoteaso-npoueccuHra
(puc. 1, 3: «AptemoBka: HI'B n rMCTOHbI» - «OMbIT»; 34,
6u).

MMWPOHOBCKAY 808 (o3umas)). B ycnosusx
npouecca BOJOMOrNoOWeHns (34, 64) B MPUCYTCTBUM

6yTupara Hatpusi (puc. 1, 2: cynpacTpyKTypbl - «03uMas-

onbiT»;  Xp-l: 34, 64) Apr-X npoTeaso-aKTMBHOCTb

MPOSIBNSIETCA TONMbKO B Mepuon Metabonuama BOObl B
cemeHn (64) B cynpacTtpyktypax Xp-l (puc. 1, 2:
CYNpacTpyKTypbl - «03MMas-onbIT»; Xp-1: 64). B ycnosumsix
npopaluveaHnsi B cpefe byTtvparta HaTpusi CEMsIH 03MMOiA
nweHnubl - MupoHosckoii 808 (puc. 1, 3: «031Mas-onbIT»;
34), MpyM akTMBHOM BOLOMOI/OWEHNN CEMEHamu, B
KNneToyHbIX — sgpax — 3apodblwelrt  (34)  npoucxoout
aktmBaumsa Apr-X npoTeaso-npoueccuHra Ha YpOoBHE
KOpOoBbIX rmcToHoB H3+H4 xpomaTtHa npo4HOCBS3aHHOro
¢ 5IM n camoro SM (puc. 1, 3: «03umas-onbiT»; Xp-1: HI'B;
Xp-ll: H3+H4; 4M: HI, H3+H4; 3u4). B nepuopg
chmamonormyeckmnx ocobeHHocTelr meTabonuama BoIpbl B
cemeHun (64) (puc. 1, 3: «03MMas-onbIT»; 64) Ha ypoOBHE
cynpacTtpyktyp Xp-l pononHutenbHo Bknovaetcs Apr-X
npoTeaso-npoLUeCCUHr NMHKEPHOro ructoHa HI, npu
OOHOBPEMEHHOM npoTea3o-npoueccuHre ructoHa HIl un
kopoBbix 6enkoB H2A+H2B B cynpactpyktypax Xp-ll
(puc. 1, 3: «osumasg-onbiT»; Xp-1: HI'B, HI; Xp-1l: HI,
H2A+H2B; 64). Ha yposHe 4M (64) Apr-X npoteaso-
MPOLIECCHHI aKTMBHO MPOSIBNSIETCA B KOPOBbIX 6Genkax
H2A+H2B npwu cneposbix konmyectsax H3+H4 (puc. 1, 3:
«03umas-onbiT»; AM: HI, H2A+H2B, H3+H4; 64).
MUPOHOBCKAS SIPOBASl BbiBepeHHas U3
MupoHoBckon 808. Ha Bo3neiicTeue bytnpara HaTpus,
CYMNpacTpyKTypbl KIeTouHbIX sgep He nposisunu Apr-X
npoTeaso-akTMBHOCTA Bbllwe @oHoBOA (puc. 1, 2:
cynpacTpykTypbl-«MupoHoBckas Sposas- onbiT»: 04, 34,
6u4). Mpwn npopawwmeaHn cemsH MupoHOBCKol SApoBoi, B
ycnosusix byTuparta Hatpus, B KNETOYHbIX SApax 3penbix
3apogbllet Npoucxoout coxpaHeHvwe Apr-X npoteaso-
npoueccuHra Ha yposHe HIB B  Xp-Il (puc. 1, 3:
«MwupoHoBckas Aposas-onbiT»; Xp-1I: HI'B; 04, 34, 64) n

NMPONOHIMPOBaHNE akTMBHOCTM Ha  ypoBHe HIB
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Figure 1. AktmBHOCTb Apr-X npoteonusa B HOpManbHbIX YCnosusx npopacTtaHus (KoHTponb) n B ycnosumsix
BNNSHWUS MHrMBMpoBaHWs neauetunupoaHus 6enkos (OnbIT) B CynpacTpykTypax W BblOENEHHbIX W3
HMX BNIOKOB HEMMCTOHOBbIX U MMCTOHOBbLIX BENKOB 3apoablleii NweHnL, copToB: ApTémoBka (saposas) (1),
BbiBeAeHHas m3 Heé MupoHosckas 808 (o3umas) (2) u BbiBeoeHHas v3 nocnegHein MupoHoBckas
apoeasi (3). CynpacTpyktypbl: Hn - Hykneonnasma (nabumbHblii XxpomatuH), Xp-l - xpomaTtuH
HenpoyHocas3aHHbl ¢ AM, Xp-II - xpomatnH npoyHocBsA3aHHbIN ¢ AM, AM - aaepHbIi MaTpukc.

JOURNAL OF STRESS PHYSIOLOGY & BIOCHEMISTRY Vol. 12 No. 3 2016



62 Features of Localization of ARG-X Protease-processing...

dusmnonornyeckne ocoo6eHHOCTU ceMsH

Buonoruueckuit nokon:| | Mpouecc BOAONOINOLWEHUA: HabyxaHue MeTtabonunam Boabl B CEMEHU U
BO3AYyWHO-cyXxoe noa BoAoM B TeyeHue 34 CyOKNeTOUYHbIX CTPYKTypax B TeueHue
cocrosnme (04) nocneayowmx 34; (6 v)

| ApTeMoBKa (ApoBas) |

KoHTponb | OonbuIT KoHTponb I Oonbit

3] 5a
/‘7 > m°

AaM Xp |

[Xp 1]
Xp i Xp Il
| Xpl |

Xp Il [AM| Xp | ) [AM]|

Xp 1l Xp 1l

| MupoHoBckas 808 (o3umas) |
Kontponb | OonbIT Kontponb | OonbIT

e Edl
> 0
NS TA %]

Xp I Xp I

Xp [ == AM Xp 1 AM Xp 1
> p 3 p

Xp Il Xp 1l

M Xp |

| MupoHoBckas SpoBas |
KoHTponb

OonbIT

Xp Il Xp Il

XapaKTepucTuUKa KINeToYHbIX 4ep U XxpomMmaTtuHa 3apo.qb||.uel7| CeMsAH

Anpa SaH"gawT ©Okono O61bem saep yBenuumBaeTcs: Bakyonun ymeHbwwarTtca. Poixnble
MonoBUHbLI O0OLEeMa KINneTokK.
Xpomarun & Buge kpynnuix| | TOABIAIOTCA MHOTOUMUCIEHHbIe BaKkyonu, rMblIGKU XpoMaTUHa paBHOMEpPHO
KOMMAaKTHBbIX TAXeWn coobLwwarwmecs ¢ HyKreonnasmon. pacnpegeneHbl no BceMy aapy. Havano
(XPOM;:%MA; PGMB"TH" XpoMaTUHOBLIE CTPYKTYpbI 6ornee AeKoHAeHcauum XxpomMaTuHa.
ceTb -(puopunn B o -
RSN pbixrnble. YBeniMumBaeTcsa ceTb 3aBepluatowmm 3Tan nepeow
yuacTkax sapa MexXxpoMoHeMHbIx PHIM-counbpunn TPaHCKPUNLMOHHOM akKTUBaLuu

XpoMaTuHa 4epes 6 u

Obo3HavYeHue CynpacTpyKTyp KJIeTOYHOro sigapa:

Hn - Hykneonnasma - aucneprupoBaHHblie (10 HM HykneocomMHble) HuTH JHK (nabunbHbIN
XpOMaTuH);

Xp | -"30 HM (?)" xpoMaTUHOBBIE (3Y-) PUOPUNNbI: HeNpPoYHOCcBsA3aHHbIe ¢ AM; GoraTtble
TPaHCKPUMNUUOHHO aKTUBHbIMU 30HaMMU;

Xp Il - npoyHoCcBA3aHHbLIA € AM Cc YeTKOW KOMMapTMeHTanusaumen reTepoxpomMaTuH;

>ofJo

AM - apepHbIA MaTpUKC - "'nonuaap’ ynakoBaHHOro reHoma Ans pyHKUUOHarnbLHOMN
KOMMapTMeHTanu3auum KrneTo4YyHoro sapa.

YepHbIN LBET yKasblBaeT Ha CynpacTpPyKTypbl NposiBrieHns Apa-X npoTteaso-fnpoLeccuHra.

KoHTponb - npopactaHue B HOPMarbHbIX YCIOBUSX,

OonbIT - npopacTaHue B YCNOBUAX MHIMOMpPOBaHUA AeaLeTUNMpoBaHus 6enkoB.

Figure 2. Cxema pacnpocTtpaHeHusi Apr-X NpOTEONUTUHECKON CUCTEMbl Ha MOBEPXHOCTW CynpacTpyKTyp

MHTEpa3HbIX KNETOYHbIX A4ep 3penbix 33pO,EI,bILLIeI7I nweHuu,.
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dusmnonornyeckue 0CoGEHHOCTU CeMSH
Buornornyeckuit nokont:( | Mpouecc BOJONOrNoOWeHNUA: HabyxaHue MeTabonusm BoAbl B CEMEHU U
BO3AylWHO-CyXxoe noa BoAoW B TeueHue 34 Ccy6GKNeTOYHbIX CTPYKTYypax B TeuyeHue

coctosiHue (04)

nocneayowmnx 3y4; (6 4)
| ApTtemoBka (spoBasi) |

Koutponb | onuIT KoHwtponb | onbIT

=

H3+H4

| MupoHoBckas 808 (o3umas) |

Kontponb | OnbIT Kontponb | OnbIT

| MupoHoBckas SipoBasi |

KonTponb | OonuIT

XapaKTepMCTMKa KNEeTO4YHbIX A4ep n XxpomaTtuHa 3apo,qb|me|7| CeMAH

Anpa 33""Makg okono Ob6tbemM saaep yBenuunmBaeTcs: Bakyonu ymeHbLatoTcs. Poeixnble
MoJsIOBUHBLI O0BLeMa
KneTok. XpoMaTuH B Buae NOABMNAOTCA MHOTOYUCIIEHHbIE rMbIGKM XpOMaTMHa paBHOMEPHO
KPYMHBIX KOMMaKTHBIX BaKyosnu, cooblatowmecs ¢ pacnpeneneHsl no Bcemy aapy. Hayano
PT’“‘eV"' (XP°M°"§|“_|"I)_i HyKreonnasmomn. XpomaTtuHoBble [leKoHAeHcaLun XxpomaTuHa.
a3BUTad ceTb o ~ ~
buBpunn B CTPYKTYpbI 605ee pbixnble. 3aBepLuatowimm 3Tan nepsou
MEXXPOMOCOMHLIX YBenuuueaeTca ceTb TPAHCKPUNUMOHHOU aKTUuBauuum
yHacTkax appa MeXXPOMOHeMHbIX PHIM-cpubpunn XpomaTuHa 4yepes 6 4

O603HavYeHue CynpacTpyKTyp KNeTouyHoro aapa:

O Hn - Hykneonnasma - aucneprupoBaHHble (10 HM HykrneocomHble) HuTH OHK (nabunbHbIn
XpOMaTUH);

— Xp | -"30 HmM (?)" xpomaTuHOBBIEe (3y-) dM6puNnbI: Henpo4yHocBsaA3aHHble ¢ AM; 6oraTble
TPAHCKPUMNLIMOHHO aKTUBHLIMU 30HaMMU;

D Xp Il - npoyHocBA3aHHbIM ¢ AM ¢ 4yeTKOW KOMNapTMeHTanu3aumen reTepoxpomMaTmH;

A AM - sapgepHbIA MaTpUKC - "'nonuagp" ynakoBaHHOro reHoma ansi (pyHKUMOHarNbLHON
KOMNapTMeHTanusaumMm KrneTtoyHoro agpa.
YepHbIN UBET yKa3blBaeT Ha CynpacTPyKTypbl npoaBneHnsa Apea-X npoTeaso-npoLecCcuHra.
KoHTponb - npopactaHue B HOpPMarbHbIX YCHOBUSAX,
OonbIT - NpopacTtaHue B yCNOBUAX MHIMO6MpoBaHuA AeaLeTUnNUpoBaHus G6enkos.

Figure 3. Cxema pacnpoctpaHeHnsi Apr-X npoTeonnTUYECKO CUCTEMbI B HEMMCTOHOBBIX U MTMCTOHOBLIX Brokax
CyNpacTPYKTYP MHTEPEPA3HBIX KNETOYHBIX SOep 3penbix 3apoaplwen nweHuu. HIMB - HerncToHoBble Henku;
HI - nuHKepHbI rMCTOH; KopoBble MMCTOHbI: H2A+H2B - ymMepeHHo nuauH 6oratble, H3+H4 - apruHuH

boratble.
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nabunbHoro xpomatuHa (34) n SAM (64) (puc. 1, 3:
«MupoHoBckas fAposas - onbit»; Hn: HI'B, 34; AM: HI'B,
64), Kpome TOro, nepuon BOZoMOrnoweHus  (34)
COMPOBOXAAETCA BKMIOYEHNEM B MPOTEA30-NPOLECCUHT
KOpoBbIX rMcTtoHoB H2A+H2B nabunbHoro xpoMatuHa
(Hm), M n koposbix ructoHoB H3+H4 B Xp-II (puc. 1, 3:
«MupoHoBckag YAposas - onbiT»; Hn: HI'G, H2A+H2B;
Xp-ll: HIB, H3+H4; 9AM: H2A+H2B; 34). B nepuon
meTabonuaMa BOObl B CeMeHM (64) nepeknoyveHue
npoTeaso-NpPoLEecCHMHra B HErMCTOHOBBIX W TMCTOHOBbIX
KOMMOHEHTaxX CynpacTpyKTyp MPOWCXOAWUT CReayoWwmnm
obpasom: (puc. 1, 3: «MupoHoBckas Sposasi-onbiT»; Xp-I:
HI, H3+H4; Xp-II: HI'B; 9M: HI'B, HI, H3+H4; (6y).

DISCUSSION

B npenploywux pabotax (lvanova et al., 2015 a, b, ¢)
JaHa noapobHas xapakTepucTuka oU3MONOrMYeckmx |
MONEKYNSAPHO-TEHETNYECKNX ~ OCOBEHHOCTEA  3penbix
3apogplwer nuweHnd, CHOPMMPOBABLNXCSA B YCNOBUSX
9KOMOrMYECKOro CTpecca, a Takxe MpeacTaBneH aHanma
9KPaHMPYyeMOCTM  MOPAOrEHETMHECKMX  UHTEPDa3HbIX
CynpacTpykTyp XpOMaTMHOBOM MaTpuubl B npouecce
metabonusma MHUuUmaumn  BooonornoweHus. AHanms
npogenaHHon paboTbl MO3BOAMA MPELANONOXMUTb, YTO B
YCNOBMSAX MHOFONETHEN afanTaummn K XONo4OBOMY LOKY Y
MNieHNLbl Ha YPOBHE CYNPacTPYKTYp XpoMaTtuHa, rnaBHbIM
06paszom AM (ynakoBaHHbI B SOEPHbIA MaTPUKC FEHOM
(Razin et al, 2014), npoucxoouT TOTanbHas
9KPAHMPYEMOCTb MOBEPXHOCTHBLIX aPrvHUH-X CanToB K

perynsitopHoMy npoTeaso-npoueccuHry (lvanova et al.,

2015 a).

Becb npencrtaBneHHbli 6nok MHGOpMauum o ghasax

punamonornn BOOOMOrNOWEHNSA CEMEHAMU, O COCTOSAHUU

reTepononMMepHbIX  CympacTpykTyp  XpOMaTtvHOBOM
matpuupl, O nabopaTopHo-gonroneTHem otbope W
JUHaMUKW BblpaluMBaHUs 1 «NepeBoaa» SPOBOMA MWEHNLbI
B O3MMYylO, MOCNMEAHIO BHOBb B SIPOBYIO; O COCTOSIHUM
MOBEPXHOCTHBLIX CyNpacTPyKTyp XPOMAaTMHOBOW MaTpuLibl
n ux 6enkoB k Apr-X npoTeaso-npoLecCcuHry, Kak
MexaHu3My ObICTPOrO pearvpoBaHns Ha OKpyXatolme
yCnoBusi cpefbl MPUMBOAOWT MOKa K «OrpybneHHomy»
NPeanoNoXeHMo, 4TO OCHOBHAs pPOfib, BO BCEM Bbiwe
N3N0XEHHOM ANHaAMUKn MONeKynsapHO-reHeTn4eckoro
MopdooreHesa, neproa OCTaHOBKM KNETOYHOrO LMKna B
daze Gy / Gy, npuHaonexut HIB n HI. imenHo B HI'B
HaxogsTcs 6noky perynsitopHblx 6enKoB U WanepoHsbl,
yyacTByIOWME B HYKIEOCOMHOI OpraHvM3aumm xpomartunHa
(Ellis, 1990) n cnocobeTBytOWMEe B3aVMOLENCTBUIO C
kopoBbiMu ructoHamn (Bondarenko et al., 2015). Yro
kacaetca HI (MMHKepHbIA MMCTOH, He BXOOSWMIA B COCTaB
HYKNEOCOMHOrO 54pa), TO 3T0 OOMH W3 OCHOBHbIX
CTPYKTYpHbIX BEnkoB xpoMmaTtvHa, W3BECTEH OaBHO.
Cumtalor, 410 HI yyactByeT B  OpraHusaumm
XPOMaTVHOBBIX CTPYKTYp BbICLWEro nopsiaka, B YaCcTHOCTM
30-HM  cpmbpunnbl.  Hambonee BEPOSTHHIM  MECTOM
nokanmsauum atoro 6enka siBNsSieTcs obnactb B parioHe
OCW CUMMETPWUM HYKNEeOoCOMbl, KOTOpas pacnonoxeHa
psgoM € ydactkamm Bxoga u Bbixoma JHK ¢
HyKneocomHoin  4yactuubl.  KnioyeBass  ponb  npwm
cBasbiBaHUM HI ¢ Hykneocomow nNpuHamonexuT He TOYHOM
nocnefoBaTeNbHOCTM aMUHOKUCAIOT B €ro doparmeHTax, a
cKkopee BCero xapaktepy OOKOBbIX LiEMel, nx pasmepy,
3apsgy M rugpogpobHocTn (Ljubitelev et al, 2016).

JokasaHo, 4TO MpW MoTepe OJHOrO0 W3 BapWaHTOB

NNHKEPHOro rmCTtoHa octalbHble cnocobHbl ero 3amellatb
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6e3 3aMeTHbIX cousMonornyecknx nameHeHnn (Ljubitelev
et al, 2016). Kpome TOro, rnobynsipHoii LOOMEH
NIMHKEPHBIX TMCTOHOB UMEET CTPYKTYpYy Tvna «cnupanb C
KpblNoM», BK/loYawmoWwyto B cebs MOTUB  «CrMpanib—
NnoBOpOT—Cnupanb». Yknagka «Cnupanb C  KpblioM»
pacnpocTpaHeHa cpean 6enkos, B3avMOLENCTBYIOWMX C
OHK. Moyt BCA NOBEPXHOCTb rNOBYN  NMHKEPHbIX
MMMCTOHOB 3apsXeHa MONOXMUTENbHO B  OTIMYME  OT
6onbluMHCTBA Opyrux 6enkoB C yKnagkow «crnupanb C
Kpbinom», obnanarowmx OUnonbHEIM MOMEHTOM. [Npu aToM
HErMcToHOBblE OEnky C TakoW YKNaOKon WMMEKT TONMbKO
onouH cait ceasbiBaHus ¢ JOHK, Toroa kak Ha rnobynax
NINHKEPHBIX MMCTOHOB TakKmMx CaWTOB HE MEHee OBYyX, XOTH
UX TOYHOE TMONOXEHWe [0 HaCTOsIWEro MOMeHTa He
onpeneneHo. Bce npennoxeHHble MoOenu MonoXeHns
NINHKEPHOrO rMMCTOHA  Ha  HykneocoMe — TakXxe
npemnonaralT HaaMuMe, MO MeHblled Mepe, OBYX
koHTaktoB ¢ HOHK (Ljubitelev et al., 2016). PaHHue
JaHHble no cooTHoweHwuto copepxannsa K/R B8 HI'B n HI
COOTBETCTBEHHO cocTasnsano 2,2; 11,2 (lvanova, 1977;
Ivanova, Ahmetov, 1987). To ectb, HIB wumetoT
3HaumTenbHO  Gonble  BO3MOXHocTen  ans  Apr-X
npoTeaso-npoLEeCcCUHra, YeM NMHKEPHbIA TMCToH. Ho
npenMylLecTBO MOCNeOHero 3akno4aeTcs B TOM, YTO OH
obnafaer  OMNONbHbIM ~ MOMeHTOM.  OcHOBATENbHBIN
aHanmM3 CTPYKTypbl UM (DYHKUMW NMHKEPHbIX FMCTOHOB,
npuBeAeHHbIl B 0630pHoOIM cTatbe (Ljubitelev et al., 2016)
" conocTaeneHvne nmTepaTypHbIX DaHHbIX c
9KCMEPUMEHTANbHBIMY pe3ynbTataMu Hawein paboTbl Mo
MONEKYNAPHO-rEHETNHECKUM

OCHOBaMm nHUunaummn

MopdooreHesa 3penbix 3apogblwen nweHn,

CCPOPMMPOBABLINXCS B Pa3HbIX YCMNOBUSIX 3KONOrMYECKOM

cpenbl; no3sonunv  NpeanonoXuTtb, YTO TpPaeKTopusa

65

SMMreHeTNYECKON NaMsTK BrONHE MOXeT ObiTb, NMpexne
BCEro, B3auMOCBs3aHa C yHKUMOHMpoBaHWeM Apr-X
npoTeaso-npoLeccuHra Ha ypoeHe HI'B 1 HI. Becb 06bem
BbILEMNPUBELEHHON SKCMEepUMEHTaNbHOW paboTbl  Obin
nposeneH B YCNOBUAX OCTAHOBKM KNETOYHOro uukna B
daze Gy, /Gy 6yTmpatoM HaTpusi, KOTOPbI SBNSIETCS
noboyHbIM NpoaykToM yrnesogHoro obmera (Dong et al.,
2015; Li et al., 2015) 1 nHrMbuTopom AeaLeTMINPOBaHUS
6enkoB. UTto kacaeTcs aueTunMpoBaHWs FTMCTOHOB, TO OHO
Havbonee WUPOKO NCCNENOBAHO M OXapakTePN30BaHO Kak
NOCTTpaHCNAUNOHHas moandpmkaumsa (lvanova et al,
1975, Ivanova, Ahmetov, 1987; Wolffe, Hayes, 1999;
Telles, Seto, 2012). MonekynspHbIli MExaHU3M TakoMm
MOOMCPVKaUMK 3aKkntoyaeTcs B [06aBneHUy aueTunbHow
rpynnbl K aMUHOrpynne TepMmnHanbHbIX OCTaTKOB IN3NHA B
XBOCTOBOV 06nacTv KOPOBbIX FMCTOHOB, MMaBHbIM 06Pa30oM
H3 »n H4, ¢ nomowbio knacca 6enkoB Ha3BaHHbIX
auetunTpaHcgepasamm ructoHos (HATSs). OtpuuarensHo
3apsXeHHble aueTubHble (bparMeHTbl, ,D,O6aB)'IeHHbIe K
MMCTOHaM, OTTa/IKMBAIOT OTPMLUATENbHO  3apSKEHHYIO
gooccpatHyto ocHoBy [IHK. 310 ottankusaHwe nenaet
JOHK pocTtynHol ons pasnuyHbiX ¢0akTopoB MHALMALMUN
TpaHcKpunuum (Majdzadeh et al., 2009).
PenakcupoBaHHass ¥ OTKpbiTas TakuM  Croco6oM
XPOMaTMHOBAas MaTpuua CTaHOBUTCS NErko AOCTYMHOM ang
MexaHW3Ma TPaHCKPUMNUMK, 4To obneryaeT CBs3biBaHWE U
npoxoxaeHne PHK nonnmepasbl (Schones et al., 2008;
Wang et al, 2009, 2014). Takum o0b6pasom,
aueTunmpoBaHHble TUCTOHbI  BbICTynalT B Ka4decTtse
nnatgopmbl  Ans CBA3blBaHWS 6enkoB OpOMO-OOMEHOB,
KOTOpble SBASIIOTCS  aKkTMBaTopamy  TPaHCKpUNLuM 1
OCYLLECTBNSAIOT MOALEPXAHNE COCTOSHMS 3yxpoMaTuHa

(Shogren-Knaak et al., 2006; Parbin et al., 2013). Kpome
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TOr0, WHrMOUTOPbI FMCTOHIEaUeTWNa3 HaueneHbl M Ha
HerncToHoBble 6efnkun, KOTopble MOryT TpsIMO WK
KOCBEHHO BNUSiITb Ha cyabby KNeTok, U BeCbMa BEpPOSiTHO,
4YyTOo 3TKN JJ,GI7ICTBVI9I nepecekarTcsa C KaHOHUWYeCKMMU
BO3LEMCTBNSMU  MHIMOWTOPOB  rMCTOHOeaLeTUnas Ha
akcnpeccuio reHoB (Grant, Dai, 2012; Rosato, Grant,

2005; Bose et al., 2014).

Takmum 06pa3oM, B UHTEPA3HBIX KNETOYHbIX Sapax:
SAPOBON U BbIBEAEHHOW M3 HEé O3UMOW MWeHULbl, KaK B
KOHTPO/SIbHOM BapuaHTe 3KCNepuMEHTa, Tak 1 B YCOBUSAX
6enKkos;

VIHFI/I6I/IpOBaHVIﬂ neaueTnnnposaHns

HabntopaeTcs peopraH1saums 9KpaHMpyemocTu
6enkoBblx  OMOKOB  He  TONbKO HAa  MOBEPXHOCTU
CynpacTpykTyp, HO U B WX BHYTPEHHEN HErnMcToHOBON U
rMCTOHOBO peopraHn3aunn B TedeHne omamnonornyeckmnx
0cobeHHOCTEl CUCTEMbl BOAOMOMOWEHNS ceMeHeM. YT1o
BMOMHE MOXET ObiTb CBS3aHO C aKTMBaLUMEN 3NEMEHTOB
LCR (locus control regions), uMelOwmx OTHOWEHNE K
rmcToHoBomy kopy. B runotese ructoHoBoro kopa
npoTeoNn3  paccMaTpuBaeTcsl  Kak  HOBbIA  BULA
HeobpaTUMbIX MOCT  TPAHCNSLMOHHBIX  MOAMCOMKALIMIA
FMCTOHOB. O,D,HaKO 3KcnepuMeHTanbHOro noaTeepXneHns
aTta runotesa eweé He nonyyuna (Purohit el al., 2012). Tem
HEe MeHee, MOUCK TakoW MmpoTeasbl npoponxaercs. Ponb
aprvHMHa B OpraHvM3auvMu AuHaMyku XpOoMaTUHOBOWA
mMaTpuLbl AABHO HAXOOMTCS B LEHTPE BHUMAHUS YYeEHbIX
(Smith et al., 1970). OnvHHble GOKOBbIE T'yaHWOMHOBbLIE
rpynnbl  apryHMHa Ha MOBEPXHOCTM HAOMONEKYNSPHbIX
6€enKOoBbIX KOMMNIEKCOB BbIMONHSAIOT POSib BOCMPUSATUS Kak
BHYTPEHHUX, TaK W BHEWHWX CUrHANbHBIX CUCTEM,
nocTynarwmx n3 okpyxatower cpegbl. Jo cux nop He
BbISICHEHHOW,

WHTEPECHON  OCOBEHHOCTb  apPTUHMH-

6oratoro ructoHa H4, kak y pacTeHuid, Tak Uy XMUBOTHBbIX,

ABNsAeTCA  Hanu4dme - onpeneneHHblX  MOBTOPSAOWMXCA

nocnefoBaTtenbHOCTEN,  KOTOpble  Mpeactout  ewé

pacwudppoarts (Smith et al., 1970).

MpencTtaensss  MOPGOreHe3 Kak  MHOTOYpPOBHEBbINA
MPOLIECC, M3 BCEX MEXYPOBHEBbIX OTHOWEHUA Mnpu
VHIOYKUMW MPOPacTaHnsl SIPOBbIX UM O3UMbIX CEMSIH, UX
NPOCTPaHCTBEHHO-BPEMEHHbIX

nepnonos, Mbl aona

3KCrepuMeHTa  BbIAEMAM  YPOBEHb  OpraHu3aumu
UHTEePha3HOM XPOMATMHOBOW MaTpULbl KNETOYHOTO siapa
U BXOOAWMX B €€ apXUTEKTYpHbIA COCTaB Cnemytowmx
reTepononMMepHbIX-HaAMONEKYNSPHbLIX KOMIM/IEKCOB:

HYKNeornnasMeHHoro  (nabunbHOro),  HEMpPoYHo-  ”
MPOYHOCBA3AHHOrO C AOEPHbIM MaTPUKCOM XpoMarvHa u
cobctBeHHO  SIML. PacnonoxeHvne  XPOMOCOMHbIX
TEPPUTOPUIA MMEEeT BaXHOE 3Ha4yeHWe Ans npoLeccoB
pennukaumm,

TpaHCcKpunuun, penapauun n

peKoMOUHaLMK. Mo BCeit BEPOSITHOCTM
dounoreHeTyeckas MPUHAANEXHOCTb BUAA, KNETOYHbIN
UMKM, COCTOsHUE — OudpdoepeHumaumn  BAUSIOT — Ha
apxXuTeKTypy UWHTepgpasHoro sgpa. CuwtalT,  yTO
umetoTCsl

mMopdoonornyeckune orpaHn4eHuns 7

anureHeTn4yeckmne BO3JJ,€I7ICTBVIH Ha A0EepHyo
APXUTEKTYPY, SBOMIOLIMOHHYIO CTaBMNBHOCTL MEXaHW3MOB
XPOMOCOMHbIX ~ TEPPUTOPUIA U U3MEHEHUS  SOEepHON
apXUTEKTYPbI (Schubert, Shaw, 2011). Ml
MPEeOnoNoOXunu, 4TO MONEKYNSIPHBLIA  MOPCPOreHe3 Ha
YPOBHE HaOMONEKYNSAPHBIX CTPYKTYP KMETOYHOro sapa
MOXeT 6bITb CBSI3aH c ocnabneHuem
MEXHaAMONEKYNSPHbIX GENKOBbIX CBS3EM, BblPaXXEHHbIX
YyBCTBUTENBbHOCTBIO K Apr-X  MpoTeonnTU4ecKoMy
NPOLECCUHTY. Ons TOro 4TObbI cyauTb o]
HaOMOMNEKyNsipHOM  Mopdoorpouecce, Mol Bbibpanu

OnpeneneHHbIi BPEMEHHOW WHTepBasl 3KCrepumeHTa.
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BO3MOXHO, HalM 3KCrepuMeHTaslbHble AaHHble OynyT
nonesHbl 4Nsi Tex, KTo 3aHnMaeTcsl pa3paboTkoi norvko-
mMaTemMaTn4eckmx CXeM Teopuu 6uonornyeckom
crneundonyHocT, 0 Kotopbix mucanu X-M Jlen (1998),

P.Tom (2002), B 06nacTu cnoxHoi npobnembl AMHAMUKM

MOJEKYNSIPHOIO 11 CYMPaMONeKynsipHOro MOpAooreHesa.
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