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Investigation morphogenetic processes of how the plant is formed for interact with the
environment is necessary to understanding the fundamental problems of stress
supramolecular biochemistry of developmental biology. Modern biology has established that
the molecular morphogenesis belonging to the number of morphological processes. The
molecular morphogenesis is directly based on well-studied forces of intermolecular
interactions. From the progress of understanding the morphogenesis, expected not only
purely cognitive, but also the practical results of biotechnology.

The purpose of work was the analysis of shielding of morphogenetic suprastructures of
interphase chromatin matrix to the localization of sensitivity of the regulatory proteolysis in the
conditions of adaptation of vegetative phase of wheat to the stressful environmental factors. It
was shown that in the conditions of long-term adaptation to cold shock of wheat at the level of
suprastructures, of the packaged in the nuclear matrix of the genome, is carried out the total
shielding of arginine-X zones for the regulatory protease-processing. Perhaps these zones
represents one of the elements of the LCR (locus control regions), which are related to the
histone code and influence the architectural organization of the cell nucleus, which is formed
to facilitate life of organism in complex environmental conditions.

These data will be useful for those who involved in the development of mathematical-logic
schemes of theory and practice of biological specificity and may be included in the ontology of
stages of plant growth and development.

Key words: Winter, Proteolysis, Wheat, Chromatin, Spring

JOURNAL OF STRESS PHYSIOLOGY & BIOCHEMISTRY Vol. 11 No.4 2015


mailto:evilina@anrb.ru

30 Initial Morphogenetic Features of Proteome...

Bonpoc 0 TOM, Kak pacTeHusi MOryT 3arnoMHWUTb
npownble CTPECC YCNOBUS OKpyXalolwein cpepbl U
nepefatb WX MO HacnencTsy, rnyboko WHTepecyeTt
uccneposareneii. Mbl nogownu K aHanusy 9Tux
cobblTUiA € No3vUUM  peanu3auuy  MONEKYNsPHbIX
MOPCPOreHETNYECKX CUCTEM passuTus. B pnaHHom
paboTe  KNETOYHble  sOpa  WUCTONb3yTCA  Kak
mMomenbHas cuctema OMONOrMYEecKoro Mokost 3penbix
3aponbleir U B Mpouecce  MX  aKTUBHOMO
BOLOMOINOWEHNS B MEpUoa (QOPMUPOBAHNUS TPYMMbl
KOOPAMHUPOBAHHO 3KCMpeccupyowmxcs reHos. B
npenbloywein pabote (lvanov et al., 2015), Mbl
noapobHO OCTAHOBUAWNCL Ha MPUPOAE SPOBOCTU U
03MMOCT Yy  NeHUUbl. Hawe BHuMaHne 6le'|0
CCOOKYCMPOBAHO Ha NPOTEONUTUYECKUA NPOLLECCUHT
XPOMaTMHOBOM  MaTpuvubl, Kak UNOreHeTUHecKn
LpEeBHE  Creumcryeckort  CUCTEMbl  PEryNaLUN.
Mono6Hoik 3BOJIOLIMOHHOM cTabunbHOCTLIO
XapakTepuayloTcs  apruHuHboraTble  FMCTOHbI  Kak
pacTUTENbHOMO, Tak M >XXMBOTHOFO MPOUCXOXAEHNS
(Smith et al., 1970; Bauer, 1971). B cBoeit cTpykType
aprMHUH  UMEeeT ryaHWAWHOBYID Trpynny, KoTopas
BbICTYMNaeT OTHOCUTENIbHO APYrX aMUHOKMCNOT B BUAE
«aHTEHHbl» W3 HYKIeOoCOM, BocanHmmammeﬁ n
nepefaiolleil curHanbl oKpyxarwuwehn cpedbl Ha
XpomaTtunHoByto Matpuly. Cama Monekyna apruHuHa
crnocobHa MeTtabonuamposatbcsl A0  BUOreHHOro

armMatiHa 1 okcmoa sogopona.

N3BecTHO, 4TO (OM3MYECKYD CBS3b  MeEXAY
XpoMocoMamu MOXeT OCYLLECTBNSATL
MEXXPOMOCOMHAsI HWUTb, KOTOpasi paspblBaeTcsl noj

nencrtenem [OHK-asbl, HO nog OEMCTBMEM TpUMNCUHA

wnn PHK-a3bl OHa CTaHOBMTCS MeHee Ynpyrom
(Podgornaja et al, 2005). [HOo cux nop
MEXXPOMOCOMHAas HWTb He cTana npU3HaHHOM
CTPYKTYpOW, BO3MOXHO MOTOMY, 4TO €€ CTPOeHue
cnabo unayyeHo. OpHako €CTb fOaHHble, 4TO OHa
coctoutr un3 carennmtHon OHK wn  catennut-
cesisbiBatowyx 6enkos - CENPB n PHK-renukasbi
p68. Xapaktep PHK-koMNOHeHTa MeXXPOMOCOMHOM
HUTK aBnseTcs npenmMeTom JanbHenwmnx
uccneposaHuii (Podgornaja et al, 2005). PaHee B
pabote (lvanov et al., 2015) 6binv npencTasneHb
pesynbTatbl MO BbIOENEHUIO (HA KOMOHKax ¢
NMMOBMNIN30BAHHbLIM WHrMOUTOPOM TpUncuHa)
TpuncrHononobHbix 6enkos (TMNB) U3 HErMCTOHOBbLIX
(HIB) n ructoHoBbIx (HI; H2A+H2B; H3+H4) 6enkos
CynpacTpykTyp XpomatnHa 214 3apoableit SpoBon 1
031MOMA nweHnL, roe 4eTKo BbIPaXEHO
(P3NONOTUNYECKOE Pa3NNYME CEMSH MO Macce M ux
BcxoxecTu. B pabote (lvanov et al, 2015) coenaH
BbIBOA, 4TO 214 nepuon XpOMaTMHOBOW MaTpuubl
XapakTepuayeTcsl aKTMBauuein TpUncrHOMNoOoOHbIX
6enkos, BblaeneHHbix 13 HICB 1 KopoBbIX rMCTOHOB
(H2A+H2B) y o3uMoi nieHuLbl B CynpacTpykType

XpomaTtmHa npoyHocssidaHHoro (Xp 1) ¢ snepHbiM

maTtpukcom (AM).

Llenbto paHHoi paboTbl 6bin aHanm3 nokanuaawmm
Apr-X npOTEa304yBCTBUTENbHbIX cantos B
HETMCTOHOBBIX M TMCTOHOBBLIX BroKax cynpactpykTyp
(Hykneonnasmbl, xpomaTuHa, SOEPHOTO MaTpukca),
Kak BO3MOXHbIX 30H,

BINAOWNX Ha

KOHCZPOpMaLMOHHbIE NepecTpoiku TOTaNbHOro

VMHTEp@a3Horo xpoMaTnHa B TeHeHune 610nornYeckoro
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NoKOSA N MHMUMaUUK aKTUBHOINO BOAONOroweHna npn

MHOYKUMN BereTaTneBHOM hasbl pOoCTOBOro
MopdooreHesa 3pefibix 3apogblllert SpoBOA U 03MMON
NweHnL,

MATERIALS AND METHODS

MopopobHoe  onucaHMe  COpPTOB  ApPTEMOBKM
(apoBoit), BbIBeOAeHHOW K3 Hee MwupoHosckor 808
(o3umoli) 1 BbiBEAEHHOW 13 nocnenHe MUpoHOBCKOIA
SlpoBoii NpeacTaeneHo B pabote (lvanov et al., 2015).
CocTosiHME BO3LYLWHO-CYXOrO CEMEHW W 3apofpia
(HaxomswWwmecs B COCTOSIHUM BMONOrMYECKOrO MOKOS),
Mbl YCNOBHO MpuHsAM 3a 04. L3 BO3BYLWHO-CYyXux
cemsH (0u), Habyxatowmx non BoOOW B TeyeHue 34, a
hanee BbICESHHbIX ONS npopacTaHus (64) (puc. 1)
OTOENsNM OT 3HOocnepma 3apogpiwm (puc. 2), 13
KOTOpbIX  BblLAENSN KneTo4yHble  a4pa, nx
HaOMONEKYNSAPHbIE  CYNPacTPyKTypbl: Hykneonnasmy
(Hn) - nabwunbHblii  xpomatuH  (Konarev, 2001),
XpoMaTtuH HenpoyHo- (Xp-1) u  npoyHo-  (Xp-II)
CBSA3AHHbLIA C  aOepHbiM  Matpukcom  (AM)  wu
cobctBeHHO YAM  (pwuc.2) no cnocoby noapobHo
onucaHHomy B pabotax (lvanova, Vafina, 1992;
Ivanova, Vafina, 2011). OtoeneHne HErMCTOHOBbIX
6enkoB (HFB) OT TrWUCTOHOB U3  BblAENEHHbIX
CYNpacTpykTyp KNAEeTOYHbIX S4ep MpoBOAWAW MO
cnocoby (lvanova, 1972; Ivanova, Vafina, 2011). Apr-
X NpoTea3oakTMBHOCTb B HEMMCTOHOBBIX U TMCTOHOBbIX
6nokax CynpacTpyKTyp KIeTOYHbIX smep, OueHvBanu
no pacwenneHnto Apr-X CBA3e B apruHuH-
oboraweHHoM Oenke - npoTamuHe- Salmine-A-I

(«Merk»).

RESULTS

HOvnHamnka (puc. 3) pacnpegenenuss  Apr-X

31

NPOTEONUTNYECKOA aKTUBHOCTW B CympacTpykTypax
npeacrtaeneHa B Buae cxembl (puc 4). NokasaHo, 4To
Apr-X aKTMBHOCTb ycwnvMBaeTCs Yy 3apodblwei
03VIMOro COopTa Ha YPOBHE SOepHOro Matpuvkea (puc 4;
64) OTHOCMTENbHO MCXOOHOro copta ApPTEMOBKU (pUC
4; 64). Y copta MupoHoBCcKkoW SpoBOWi, BbiBELEHHOW
u3 MwpoHoBckon  o3umoi, Apr-X  aKkTMBHOCTb
nepeknioyaeTcs Ha CynpacTpyKTypbl
NPOYHOCBS3aHHbIE C SAEPHBIM MaTPUKCOM (puUc 4; 34,

64). Cnepyrowuii 3Ttan paboTbl 3aknoyvancs B

BbIsiBNEHUN KOHKpPEeTHO A0EPHbIX 6enKoBbIX
KOMNJ1eKCcos, KOTOpble SKpaHMpytoTcA K
npoTea3oyyBCTBUTENBHOCTA ana BOCNPUATUA

NO3ULIMOHHON MHGopMaumm (puc 5, 6). Ha pucyHke 5
npeacraBneHo rpadgwuyeckoe  BbipaxeHne  Apr-X
MPOLIECCHHra B HErMCTOHOBBLIX M FMCTOHOBbLIX Gnokax
CynpacTpyKTyp ToTanbHOro xpomatuHa. Lns 6onee
Harna4Horo BOCNpuATUA akcrnepuMeHTanbHbIX OaHHbIX
NpeacTaBneHo UX CXemMaTuyeckoe M3obpaxeHue (prc
6). B rpacpmyeckom npeactaBneHun
SKCNEepVMEHTaNbHbIX OaHHbIX pUCyHKa (puc 5) 3oHa
HMONb apruHvHa ot 0-2 npuHaTa 3a (POHOBYIO
aKTUBHOCTb. [03TOMY B CxeMe (puc 6) npenctaeneHb
TONMbKO [OaHHble, KoTopble OblM  Bbllwe  (OoHA.
OKCNepuMEHTanbHble  OaHHble CXeMbl  (puc  6)
nokasblBaloT, 4TO B MNPOTEOME  CynpacTpykTyp
TOTaNbHON  XPOMaTUHOBOW mMatpuubl  3penbix
3apofdblleri KMeToYHbIX SAep O3VMON MeHWUbl B
npouecce HabyxaHusi ceMsiH (34) npoucxoamT
CHadyana 3KpaHupoBaHe Apr-X
NpPOTea304yBCTBUTENbHbIX 30H B IMHKEPHOM TMCTOHE

HI sapepHoro wmartpukca (5IM) M B HErncTOHOBbIX

6enkax (HIB) xpomaTtnHa HemnpoyHocBs3aHHoro (Xp 1)
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¢ SIM. B nepvon aktmBauum MOPCOOrEHETUHECKMX
NPOLIECCOB  CyNpPacTpykTyp TOTalbHOrO XpomaTtuHa
(puc 6, 64) ycunusaetcs akpaHupyemocts HI'B B Xp |,
Xp I, 9IM, a Ttakxe B KopoBbIX ructoHax H2A+H2B
A0EpPHOr0 MaTpukca B OTNMYME OT SPOBOro coprta
ApTémoBKHU, roe  npoucxoOuT  OTHOCWUTENbHO
paBHOMepHas akpaHupyemocTb Apr-X akTUBHOCTU
rmctoHoBoro kopa H3+H4 nabunbHoro xpomatuHa
(Hn) (puc 6: 04, 34 ,64). YTo kacaetca MupoHoBCKOW
$1poBOI BbIBEOEHHON M3 03UMOr0 COpTa, TO B 3TOM
Cny4ae B COCTOsIHMM Ovonoruyeckoro nokosi (04) B
apceHane TOTanbHOrO  XpoMarMHa  roToBbl K
9KpaHMpyemocTu Apr-X nporteonunsa HIB:
nabunbHoro xpomatuHa, Xp |l-npoyHocBA3aHHOrO ¢
9M u 49M. B npouecce HabyxaHus cemsH (34)
3KpaHMpyeMocTb Apr-X aKTVMBHOCTU

pacnpocTpaHsieTcs Mo 3TUM  Xe  CTPpyKTypam

TOoTanbHOro XpomaTtunHa, HO Cc npusenevyeHnem

Oy 3y

EoumiLIE0. B Boge B TeueHue 3 4
cyxoe cems o
(6nonoruyeckumn npwn +22°C
MOKOWN)

Figure 1. Cxema paboTbl ¢ 3apofblluamMu CEMSH.

HabyxaHue cemeHU

NNHKEpHOro ructoHa HI  apepHoro Mmatpukca u

KOpOBbIX rMCTOHOB H3+H4 XpomaTtumHa
npo4yHocesa3aHHoro (Xp I) ¢ M cosmecTHo ¢ HI'B; a
TakXe KopoBblXx ructoHoB H2A+H2B nabunbHoro
xpomatuHa (Hn). B nepvon akTvBHOM wHUUMALMK
MOPAIOreHeTUYeCcKmnX npoLieccos TOTaNbHOro
xpomatrHa (puc 6, 64) B KNETOYHbIX SApax 3penbix
3apoppiwern  MUpPOHOBCKOM  SIpOBOM  MPOMCXOZUT
JanbHenwee ycuneHne  akpaHupyemoctn  Apr-X
aKTUBHOCTU: CYNPACTPYKTyp Hykfieonnasmbl, HO C
NEPEKMIOYEHNEM Ha NMHKEPHbIN rMCToH HI; aaepHoro
matpvkca  (C  OOMOMHUTENbHLIM  BOBNEYEHUEM
9KPaHMPYEMOCTN  KOPOBbIX TMCTOHOB H3+H4) n
nepektoHeHns SKpaHMpyeMocTm
NpoTeas04yBCTBUTENBHOCTA  Y4aCTKOB  MMCTOHOBOMO

Kopa H2A+H2B Ha XpomartuH Xpl-

HEMNPOYHOCBSA3aHHbIA ¢ AM.

6y

Mocne 3-x yacoB HabyxaHus
cemMeHa noMecTuUnu ansa
npopalwnuBaHuA BO BIIaXHYIO cpeay
npu +22°C
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L M| L L
Brigenenne w2 cynpacTpyktyp HeructoHoeblX benkoe (HI'B), nuHkepHeIx (nuznnboraTteix) HI;
KOpPOBLIX (ymepeHHo nuznHborateix) H2A+H2B; kopoewix (aprunuHborateix) H3+H4 rucronoe
npoeeneHo Ha konoukax c IRC-50

<

<

<

<

HIb, HI, H2A+H2B,
H3+H4

H3+H4

HrB, HI, H2A+H2B,

H3+H4

Hrb, HI, H2A+H2B,

HIB, HI, H2A+H2B,
H3+H4

Figure 2. Cxema BblOENEHNS HEMMCTOHOBBLIX U TMCTOHOBLIX BENKOB 13 CynpacTPyKTyp KNETOYHbIX sOep
3apobllwen MweHunL.
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Figure 3. IduHamuka Apr-X npoteonusa B CynpacTpykTypax TOTanbHOW MHTEPdasHOM XpoMaTMHOBOW
MaTpuubl KNETOYHbIX sf4ep 3penbiX 3apodblwen nweHul coptoB ApTéMosku (siposas) (1),
BbiBEEHHOW ©3 Heé MupoHosckon 808 (o3uMmas)) (2) M BbIBEAEHHOW W3 MOCnenHewn
MwupoHoBckoli Aposoit (3); CynpacTpykTypbl: Hn - Hykneonnaama (nabunbHblii xpomatiH), Xp-I
—-XpOMaTnH HenpoyHocBA3aHHbIn ¢ AM, Xp-Il  -xpomaTuH npoyHocBs3aHHbIn ¢ AM, AM -
anepHblii MaTpuke. MNpuMeyaHune: 04 - BO3AYLWHO-Cyxoe cems (Buonormyeckuii mokow); 34 -
nepuon HabyxaHus CceMeHu; 64 -
MOpPPOreHeTU4eCKnxX NPoLLEeCCcoB.

aKTnsmpoBsaHne cynpaMoneKyn;lpHon nHMumaumin
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dusnonornyeckKkme ocob6eHHOCTU ceMsAH

Bronornyecknii NOKon:
BO3OYyLWHO-CyXo0e
coctoAHne (0uy)

Mpouecc BOAONOrNOWEHNA:
HabyxaHue nog Bogoi B
TeyeHue 3u4; (3 u)

MeTtabonnsm Boabl B CEMEHN W
cyDOKNeTOYHBIX CTPYKTYpax B TedeHUe
nocneayrowmx 34; (6 )

1. ApremoBKa (ApoBan)

N

Xp i

Xp I

2.MupoHoBckas 808 (o3uman)

am Xp |

Xp Il

3.MupoHogckasn fipoBas

Xpl

am Xp |

A

Xp Il

Xp Il

Xp i

Xapax‘repwcmka KNeTo4YHbIX A0ep U XpoMaThUHa 3ap0,E|,I:|ILIJEI:"I CeMAH

flapa 3aHMmaroT oKono

NoneenHel ocobema
KNeToK. XpomaTtuH B Buge

KPYMHEIX KOMMaKTHEIX
TAKEW (XpomoHem).
PazBuran cet PHI-

chubpunne
MEeXXPOMOCOMHBIX
y4acTkax Aagpa

Obwem Agep yBenM4UBaeTCA:
NOABNAKTCA MHOTOYUCNEHHbIe
BaKyornu, cooSwarowmnecs ¢
HYKNeonnasmomn.
XpomaTuHOBBIE CTPYKTYphI
Gonee peixnkele. Yeenu4uBaercs
ceTk MexxpomMmoHeMHeIx PHIM-
tbnbpunn

Bakyonu ymeHblWAaKTCA. Peixnblie rneiGKku
XPOMAaTHHa paBHOMEepHO pacnpegeneHel No
Bcemy Agpy. Havano gekoHgeHcaumn
XPeMaTHHA. 3aBeplWatowWMii 3Tan Nepeci
TPaHCKPUMNLMOHHOW aKTUBALMM XPOMaTHHA
Yyepeszby

ObosHa4YyeHWe cynpacTPYKTYP KNeTOYHOro Agpa:
O Hn - Hyxkneonnasma-gucneprupoBaHHbelie (10 HM HykneocomMHble) HUTU OHK (nabuneHbIi

XPOMATUH);

— Xp| -"30 Hm (?)" xpomaTuHoBEIe (3y-) chnBpunnel: Henpo4HocBAsaHHEle ¢ AM; GoraTele
TPpaHCKPUMNLWOHHO AaKTUEBHEIMW 30HAMMU;

D Xp Il - npoyHocBAzaHHEIN ¢ AN ¢ 4eTKoW KOMNapTMeHTanu3auei reTepoxXxpoMaTuH;
AM - ApnepHBIA MaTPUKE - "NoNMaHOp” yNakoBaHHOro reHoMa AnA cpyHKUMOHAaNbHOA
KOMMApRTMeHTanWsaUuuM KneTo4YHore Agpa.
YepHbli UBET yKaskIBaeT Ha CYNPacTpyKTypel NpoABneHus Apz-X npoteonusa.

Figure 4. Cxema pacnpocTpaHeHus Apr-X MpoTEONNTUYECKOA CUCTEMbI

VHTEPA3HbIX KNETOYHBIX SIAEP 3PENbIX 3aPOAbILER MEHNL,
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Figure 5. Mpoteonutuueckuii Apr-X npoueccuHr 6enkos B HI'B 1 rucToHOBbIX 610Kax cynpacTpykTyp TOTanbHOro
XpOMaTuHa KNeTo4HbIX S4ep 3penbix 3apodbllei nweHnubl copta ApTEMOBKM (aposas) (1), BbiBEOEHHOM

n3 Heé MupoHoBckolr 808 (o3umoli) (2) n BbiBeoeHHOW K3 nocnepHelr MupoHoBckoin sposon (3)

CynpactpykTypbl: Hn - Hykneonnasma, Xp-l - xpomatuH Henpo4HocBszaHHbii ¢ AM, Xp-II - xpomatnH
NPOYHOCBSA3aHHbIN ¢ M, SIM - a0epHbI MaTpuKc.
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Pusnonornyeckme ocob6eHHOCTU CeMsAH

Enonoruyecknii nokoii] poLiecc BOAONOrNOWeHNs: MeTaGonn3m BOALI B CEMEHM 1
BosAyWHO-CyXoe HabyxaHWe Nog BOAOH B CyGKIETO4HbIX CTRPYKTYPaX B Te4eHNe
cocToRHMe (04) TeyeHue 3y; (3 4) nocnegytowux 3y; (6 4)

1. ApTemoBKa (AapoBasi)

(H3+H4)

2. MupoHoeckas 808 (o3uman)

.H ro
H2A+H2B Hro
L/

3.MupoHoBckasa Apogasn

H2A+H2B

Xapalcrepwcmxa KNeToyHbIX a0ep n XpoMaTtuHa 3ap0,E|bII.I.IEI;"'I ceMAaH

flgpa 3aHuMaloT okono Ob6tem Aagep yeenuuueaetca: |Bakyonu ymeHblwakTcA. Pbixnbie rnblokn|
nonoemHel obnena NOABNAKTCA MHOrOYMCNeHHbIE | XpOMAaTHa paBHOMEPHO pacnpegeneHbl
KneToi X pomETI S Bakyonu, cooSwarowmecs ¢ no Bcemy AApy. Hayano aekoHOeHcauum

BMAE KPYNHbIX i 5 5
PR "V“c‘::‘?':r‘;::':‘%"; J_IXEP:;‘:IT;LHI::"'E XpoMaTUHa. 3aBepLuaIoLLNii 3Tan NepBoii
(xpomonem). Pazentan VAR Bt tha G : TPaHCKPWNUWOHHOW aKkTuBaunm
ceTe PHMN-chubpunn e

Memxpom?:)coﬂumx MexxpoMoHeMHeIx PHM-domBpunn XpomaTuHa 4Yepes 6 4

yyacTkax agpa

OGo3Ha4yeHun:

O Hn - Hykneonnasma - nabunbHbIA XpOMaTUH
—=Xpl m HenpouyHo- (ay-) " CYNpacTPYKTYKTypbl
O Xpll J———> npouHocBasaHHbIii (reTepo-) ¢ IM [ kneTouHoro sapa

A AM - agepHbiii matpukc (AM)

Hr6 - HerucToHoBLIe Genkn

HI - NMHKepHbIM NM3MHGOraTbl MMCTOH

H2A+H2B - yMmepeHHO nNU3nHboraTsle }KODOBbIe HYKNeocoMHble

H3+H4 - apruHuHGoraTeie FMCTOHbI
YepHbIi LBET YKa3blBaeT B KAKNX CYNpacTPYKTypax NpoucxXoanT 3KkpaHuposaHne Apa-X
NpoTEONUTUYECKOro NPoLecCUHra HeMrMCTOHOBbLIX U TMCTOHOBbIX GenkoB

Figure 6. Cxema pacnpoctpaHeHns Apr-X npoTeoNMTUHECKO CUCTEMbI B HETMCTOHOBBIX U TMCTOHOBBIX
6nokax cynpacTpykTyp MHTepasHbIX KNETOYHbIX SOep 3PenblX 3apoabIllel NMeHNL,.
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DISCUSSION

3penble  3apodbiwy  31aKOB, Haxo4swmecs B
cocTosiHuM Buonornyeckoro nokos (04) npeacTaBnsoT
€060/  BbICOKOANMIEPEHLMPOBAHHYIO CUCTEMY CO
CNOXHOW Mopdponornen, Hecyluen Havyano B3POCNoro
pacTeHns, roe npOCTPaHCTBEHHAs W BPEMEHHas
KoopaMHaumsa uHuuuaumm douanonorn4eckoro pocra
pasnuyHbIX IMopdpepeHLMPOBaHHbIX TKaHew
HaxoaMTCS MOA KOHTPONEM MEXKNETOYHbIX-TKaHEBbIX
PerynsTtopHbIX CUCTEM 3PENoro 3apofbilla MeHULLbI.
Tonbko BANSHWE U3BHE CMOCOBHO 3aCTaBUTb 3apOAbILL
CEMeHN HayaTb POCTOBbIE OBWXEHWS W BbI3BATb K
peanu3aumm reHeTU4eckme WHCTPYKLMKM, KOTOpble
3anoxeHbl 3apaHee. WMasectHo, 4yt0 B G hase
KNETOYHOro UMKNa KpynHble $SA4pa  anukanbHoW 1
natepanbHON MepUCTeM 3penoro 3apodbiwa MieHNLb
3aHumMatoT Gonee nonosuHbl knetok (Avetisova et al.,
1988). [lpouecc BomonornouweHns (To  eCTb,
MOrnOWeHNe TENnOBOW SHEPrUM BOLObl CEMEHEM)
npovcxoomut ctyneHyaTo: 1) HabyxaHue. MeToaom
AA0epHO-MarHMTHOro pesoHaHca (AIMP) nokasaHo, 4To
cBobofHas Boga cnocobHa MOJOWTU K CTPYKTYPHBIM
6enkam 3apogblwa Yepes 15 MUH- 2y; 2) nar-nepvog;
3) mpokneBblBaHe 3aponblla — CBONCTBEHHO TONMbKO
XuBbIM cemeHaM. [lepBbli 1 BTOpPOM nNepwonbl
06patnMbl, TO €CTb YePELOBAHWNE BHELHMWX YCNOBWUA,
HanpvMep - MOACYIIMBAHWE CEeMsiH, COXpaHsieT UM
XMU3HECNocobHoCTb.  TpeTnid  3Tan  MOSHOCTBIO
Heobpatm (Askochenskaya, 1982). Pesynbratom
VHALMAUMN  TMOPaTaLMOHHbBIX NPOLIECCOB  SBNSIETCS
M3MeHeHne noaBuxXHocTn NpoToHoB (Askochenskaya,

1982). Kaxpas ammHokucnota B GENKOBOA Monekyne

crnocobHa cBsA3biBaTh 2,6 Monekyn Boabl (Robertis et
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al., 1973). MNpun TePMNYECKOM paCLIMPEHNN XMOKOCTA
>4° C, narmbaHne BOLOPOMHbIX CBS3eil NPUBOAMT B
cbnmxenuo cocepHux monekyn (Vol'kenshtejn, 1981).
CuuTatoT, 4to BOLA, B BOMbLEN CTENEHU, UrpaeT Porb
Tennosoro 6ychepa n B MeHbluein cteneHn pH (Foks,
1992). CnocobHocTb K 06pa3oBaHUO BOLOPOLHbIX
CBSA3ei y Monekyn Boabl Havbonee sipKo BblpaxeHa u
umeet pesko HanpaBneHHbI xapakTep,
obecrneymBatoWwmii KOMMNEMEHTAPHOCTb NOBEPXHOCTEN
(To ecTb, oOpveHTauumio)  B3aUMOALENCTBYIOWMX
makpomonekyn (Metzler, 1980). B untonnaame knetok
BOOA HAxoauTCs, rnaBHbIM 06pa3oM, B CBS3aHHOM
reneobpasHoOM COCTOSIHAM, YTO KacaeTCst KNETOYHbIX
anep, To B Hux 6onbwe cBobomHoi BOAbl M OHa
akTMBHa B KayeCTBe pactBoputend, MNO3TOMy B
KNETOYHOM siape MoXeT paboTaTtb «BoaHAs» BUoxumMms
(Albrecht-Buhler, 1990). Bopa, B Buae BOOOPOLHO-
BOOHbIX, KaTUOH-BOOHbIX MOCTOB TakXe BHOCUT
3HAYNTENBHBIN BKnag B doopMupoBaHMe  u
cTabunusaumio AByxcnuvpanoHoi 1 6UononUMepHoi
ctpyktypol  OHK  (Novikov et al, 1985).

MHorouncneHHble npencraBneHns o}
NPOCTPAHCTBEHHOM OpraHM3auumn 3yKapuoTUHeckoro
reHoma 6a3vpytoTcs, Npexae BCero, Ha pesynbrarax,
NONy4YeHHbIX C ucnonb3osaHnem metoga 3C. To ecTb,
BblBOAbl 00 YyKNagke XpoMaTvHOBOM — conbpunibl,
nosy4yeHHble ¢ nomollbio Metona 3C, oTpaxaroT nvwb
3aKOHOMEPHOCTMW, XapakTepHble [Ns reTeporeHHoM
nonynaunn KNneTok, a He ans otaesnibHoO B3SATOWN KNETKn
(Guschanskaya et al., 2014). 3HauMTenbHOE MECTO B
UCCNenoBaHUM  MEXaHM3MOB  3KCMPECCUMU  TEHOB

npoOoNXaeT 3aHMMatb U3yyYeHne CBOWCTB TOTallbHOW

XPOMaTUHOBOW MaTpuLbl, 60K KOTOPOW MOryT GbiTb
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npencTaBneHbl 3y- (MabunbHbIA, HEMPOYHOCBSA3AHHBINA
¢ 5M), n retepoxpoMatvHOM (NPOYHOCBA3AHHLIA C
AM). U3 nutepaTypbl W3BECTHO, YTO apanTueBHas
aBonouMa npovicxoauna y 6enkoB KOHTPONUPYHOWMX
pazy pocta G1 wu G1/S-nepexon - Haubonee
BapuabenbHbix a3 KNETOYHOro LuKna 3ykapuot
(Caldis, 2006), koTOpblE HAXOAATCS NOL YNPABNEHNEM
BHELHMX POCTOBbIX (hpakTopos (Turnaev et al., 2009).
B G1 ase knetoyHOro umkna 42 XpOMOCOMbI
anvkanbHOW W natepanbHOM MEpUCTeM  3pesnioro
3apodbia  MWeHWUbl  pasBepHyThl B BUAE
XPOMOHeMHOW HuTKM  (Avetisova et al, 1988),
KOHOEHCMPOBaHHbIE  TSXW, KOTOPOA paBHOMEPHO
pacnpegeneHsl Mo BceMy o00beMy sgpa, a B
MEXXPOMOHEMHbIX Y4acTkax MPUCYTCTBYET OOBONbHO
passutas cetb PHIM-combpunn (Avetisova et al.,
1988). 3a nocnegHee Bpemsi NOsIBUNUCL PaboThl,
KOTOpble CYMTAIOT, YTO (PM3NYECKYIO CBS3b MeXay
XpoMocoMamm MOXEeT OCYyLEeCTBNATb
MEXXPOMOCOMHAS HWUTb, KOTOpas paspbiBaeTcs Mof,
nenicteuem [HK-asbl, HO noA AencTeremM TpuncuHa n

PHK-a3bl oHa  cTaHOBMTCS  MeHee

yrpyrow.
MeXXxpoMOCOMHasi HWTb COCTOUT U3  caTennTHON
OHK wn catennutcesasbiBaowmx 6enkos - CENPB
(Podgornaja et al., 2005). K cambiM 3Ha4NTENbHBIM
OTKPbITUSIM B HacTosillee Bpems  MpUHaLNeXxuT
BbISICHEHME PaCMONOXEHNS XPOMOCOM B UHTEPCDA3HbBIX
agpax U To, Y4TO UX CTPYKTypa KOHTPONMPYEeTCs Kak

reHeTn4eckKnummn, Tak n 3KONOrn4ecknmm (*)aKTOpaMVI

(Pawlowski, 2010; Tiang et al., 2012). Cuntatot, 410

UMEIOTCS  MOPCPONOTUYECKME  OFPaHUYEHUs 1
anureHeTV4eckMe  BO3OEWCTBMS  HA  SOEPHYI0
apXMTEKTYpY, 3BO/IOLMOHHYIO CTabunbHOCTb

MEXaHU3MOB XPOMOCOMHbIX TEPPUTOPUIA 1 N3MEHEHNS
snepHon apxutektypbl (Schubert, Shaw, 2011). B
CBOIO O4epedb, «XpoMaTMHoBas Marpuua - 3T0
(PM3NONOrMYECKM BaXHbI  CybcTpar, Ha KOTOPOM
pasBepTbIBAIOTCS peMoaenmHr " MeXaH13Mm
TpaHckpunuum» (Allis et al, 2010). MNpegnonaraor,
YTO MPOTEONNTUHECKMIA MPOLECCUHI SIBNSETCS OOHUM
13 cnocoboB HeobPaTMMON MOCTTPAHCNSLMOHHOM
mMooudoukaumu, — OCYLLEeCTBNSIEMOA B mpouecce
pemognenvpoBaHus xpomatuHa (Purohit et al., 2012). B
runotese rMCTOHOBOrO Koga npoTeonu3
paccMaTpuBaeTCs Kak HOBbIA BUA HEOBPATUMBIX MOCT
TPAHCAAUMOHHBIX Momudorkaumini  ructoHoB. OpHako
9KCMEPVMEHTANBHOrO  MOATBEPXAEHNS  yAANeHWs
SNUreHETMYECKUX METOK C TUCTOHOBBLIX XBOCTOB C
MoMOLLbIO NPOoTeasbl BCe elle He fokasaHo (Purohit et
al, 2012). Tem He MeHee, MOMCK Takon npoTeasbl
nponosnxaercs. dakTnyeckn Hawa
9KCNepuMEHTaNbHas 3afaya 3aknoyanacb B TOM,
yTobbl BLISBATL B HAAMONEKYNSPHBIX  CTPYKTypax
KNEeTOYHOro sapa yyacTku YyBCTBUTENbHbIE K Apr-X
npoteonu3y. To eCTb, Mbl NPEAnonoXunuM, 4To
MONEKYNSPHbIA ~ MOpPCPOreHe3 B UHTEPCHA3HOM
KNETOYHOM siope MOXET ObiTb CBA3aH C ocnabneHvem
MEXMONEKYNSPHbIX 6enKoBbIX cBs3ei
HaOMOMNEKYNSPHbIX  KOMMNEKCHBIX  CYNpacTpykTyp:
HyKneonnasmbl, XpoMmaTtuHa HEeMNpOYHo- "
MPOYHOCBSI3AHHBIX € SOEPHBIM  MaTpUKCOM 1
COBCTBEHHO  sHepHOro  Martpukca. Bonpochl
camoopraHu3aumy BronormYeckmx CUCTEM HaxodsaTCs
B LeHTpe BHUMaHUS crneuvanncTos no
BbICOKOMONEKYNSAPHLIM ~ COEOVMHEHUSM, @  WMEHHO

6|/|ononmmepaM. Kak n3BecTHo, B3aMMOeNCTByolWme
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B KIIeTKe MOMEKy bl IMMOBUIN30BaHbI Ha MONUMEPHbBIX
ctpyktypax (Albrecht-Buhler, 1990). To ecTtb, OHuM
BXOAST B Kakue-TO onpeeneHHble HaaMonekynspHble
KOMMMEKChI, roe yxe WHTErprypoBaHbI
B3aMMOLENCTBNS ~ MHOMMX  MaKpOMOnekyn.  OTu

0Cc06eHHOCTH B3aUMOLENCTBYHOLLMX Monekyn
NpMBOAST K TOMy, 4TO B HACTOsWee BPEMS BOMPOCHI
6roxMUM  MEpPexonsT B paspsii  PaCCMOTPEHMS
CYNpaMOneKkynsipHO  XUMUKM, TO €CTb  «XUMUW
3anporpaMmMnpOBaHHbIX

Hecywmx  nHdpopmauuio

monekyn»  (Len, 1998). WmeHHO BO Bnactm

XPOMaTUHOBO MaTpuLibl, KaK CNOXHOro
61oreTeponoNMMepHoOro LeHTpa ynpaeneHus,
COCPEenOTOHEHDI 3anporpaMMMpoOBaHHbIe
cynpamoneKynsipHole cUCTEMBI passuTUsl
MOJNEKYNSIPHOrO " CynpamonekynspHoro

MopdporeHesa, KOTopble MNpeAcTaBneHbl Ha Cxemax
(puc. 4,6). Buoxummnyeckn Hykneonnasma BbloENSETCS
M3 K/EeTOYHOro fagpa npu HWU3KOW WMOHHOW cune
pacTteopa. PaHee B pabotax B.I. KoHapesa (2001,
C.91) B oTOA dppakumm, KOTOPYID OH Hassan
«NabunbHbIM XPOMATUHOM», Obin BbisiBAeHbl 10 HM
ancneprupoBaHHble HUTM OHK. B nocnemnHue rogpl
NosiBUNOCh psif, paboT, pesynbTaTbl KOTOPbIX CTaBSAT
non ComHeHue cyuectsoBaHue 30 HM XpOMaTMHOBOW
Gombpunnbl B sapax Xmeblx knetok (Razin et al., 2014,
Grigoryev, Woodcock, 2012). B Hawem cnyyae 310
XPOMaTWH HEMPOYHOCBA3aHHbI (Xp | -ayxpomatuH) ¢
SM (puc 4,6). U Bce Xe ata hpakums KoMnakTmaaumm
XpomatHa 6orata  TPaHCKPMMLUMOHHO-aKTUBHbIMU
30Hamu, npucytctBuem 6enkoe  rpynnsl  HMG
(lvanova, Ahmetov, 1987) 1 6onblioro KonmyecTsa

rmcToHaueTuntpaHcgepas (Lobanenkov et al., 1982;
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Mironov, 1987). BHyTpy XpOMOCOMHOW TEPPUTOPUA U B
AO0pe  9yXpoMaTvHOBblE U reTepOXpPOMaTMHOBbIE
KOMNapTMEHTbl pasfeneHbl B MnpocTpaHcTee. Ho u
reTepOXpPOMATUHOBLIE KOMMAPTMEHTbI PasHbIX TUMOB
NPOCTPAHCTBEHHO CErpervpoBaHbl. O6nacTu
aKTVBHOrO XpOMaTHa XapakTepu3ylTcs akTMBHbIM
TPaHCKPUMLMOHHBIM cTaTycom, NpUCYTCTBMEM
rmnepyyBcTBUTENbHbIX caiTos K [IHKase |, B To Bpems
KaKk 30Hbl HEaKTMBHOTO XxpoMaTtuHa obnagarot
MONHOCTbIO MPOTMBOMONOXHbLIMM CBOMCTBaMM
(Guschanskaya et al, 2014). B cBoe Bpems,
IeMoHCTpaums TOrO, 4TO pennukaums n
TPaHCKPUNUMA MPOUCXOASAT Ha SOEPHOM MaTpukce
(ckenete), pana MOWHbIA WMMynbc paboTtam Mo
N3YYEHNIO NPOCTPaHCTBEHHOM opraHusaumm
pasnuyHbIX MpoueccoB B kKnetoyHoMm aape (Razin et
al., 2014). Astopbl ctateu (Razin et al, 2014)
CUMTalOT, 4YTO  YNaKOBAHHLIA TFEHOM  SBNSETCH
nnargoopmorn onsa PYyHKLUMOHaNbHOM
KOMNapTMEHTanM3aumMm KNeTo4Horo sgpa W, 4To
KOHLenuMs SOepHOro  Matpukca, Kak CKeneTHOM
OCHOBbl  KNETOYHOro  siapa, MOMHOCThiO  cebs
ucyepnana. He nbitasicb BEPHYTb K XU3HW KOHLIEMLMIO
anepHoro martpukca, astopbl (Razin et al., 2014), Tem
He MeHee, CYMTAalOT BaXHbIM CKasaTb, 4TO BOMPOC O
CYWECTBOBAHNM B K/ETOYHOM a4pe  PasnuyHbiX
ONHAMMNYECKMX APXUTEKTYPHbIX S/1IEMEHTOB,
NnoanepPXUBAOLWMX BHYTPUAOEPHYIO OpraHmM3aumio Ha
NOKanbHbIX YPOBHSX, 3aCNyXWBAaeT OarnbHeilero
nsyyenns. BoamoxHo SIM, cnegys tepmmHonorum P.
Toma, npencraenser coboit OVHaMM4ecknii
SNUreHeTUYeCKUiA MoNMaHIp, rae OPMMPOBANMCH

nocnenoBatesibHble aTarbl 61M0NOrMYecKoro passnTuA.
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NuTtepaTypHbIi aHanM3 nokasbiBaeT, YTO MMEIOTCA
MOPPONOrMYeCcKne OrpaHNYEeHUs 1 SnNUreHeTn4eckue
BO3OENCTBNA Ha SOEPHYI0 apxXUTeKTypy, a Takxe
SBOMIOLMOHHYIO CTabunbHOCTb MEXaHN3MOB
XPOMOCOMHbIX TEPPUTOPUA U WN3MEHEeHUs SOepHOi
apXuTeKTypbl (Schubert, Shaw, 2011).
MocnepnosaTenbHOe onmncaHne 30H KPaHNPyeMoCcTh K
Apr-X npoTteaso-npouecCcuHry cynpacTpykTyp (puc.
4), a TaKXe HErMCTOHOBBIX U FMCTOHOBLIX B6ENKOB (pUC.
6) HYKNEOCOMHOW  OpraHu3auuM  XpoMaTtvHOBOWA
MaTpuubl MOKasblBaeT, 4YTO B KIETOYHbIX SOpax
PYHKUMOHMPYET  NpOTEeaso-NpoLEeCcCUHr,  XapakTep
CneuntmnyHOCTN  OEiCTBMS, KOTOPOro, BO3MOXHO,
cBA3aH €

NPOCTPAHCTBEHHON  KOOpAMHaumen

vHULMaLUMK PErynsiTopHbIX CUCTEM 3penbix
3apobllwei NweHnL, CHOPMUPOBABLUNXCS B YCNOBUAX
9KOMOrM4eckoro crtpecca. TO €eCTb, MONEKYNSPHbIA
MOPCPOreHe3 Ha YpPOBHE CYMNpacTPyKTyp KNETOYHOro
anpa  MoxeT OblTb  CBA3aH C  ocnabneHvem
MeXHaaoMonekynsapHblx 6enkoBbix cBsa3eir. o Bcei
BepoATHOCTW, Apr-X rnepyyBCTBUTENbHbIE  30HbI
XpoMaTHa MOryT MpencTaBnstb coboi oavH U3
3Tanos TpaekTopum nocnenoBaTenbHOCTM
MPOLIECCMHIa, WMEIOWMUX OTHOLWEHME K TUMCTOHOBOMY
WM HYKNeocoMHOMy  komy. BoamoxHo, Hawwm
3KCMEPUMEHTaNbHbIE AaHHbIe ByoyT NONesHbl Ans Tex,
KTO 3aHMMaeTcs pa3paboTkoi NOrvKo-
MaTeMaTUYyecKUx Cxem  Teopun  BMONornyeckom
crneumduyHocTn, 0 KoTopbix nucany X-M JleH (1998),
P.Tom (2002), B o06nactu cnoxHoi npobnembl
OVWHAMVKN  MOMEKYNSPHOTO U CynpamoneKynspHOro

mMopdporeHesa B YCOBUSIX B3aUMOAENCTBUS reHoTuna

u cpeabl.
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