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buonornyeckre opraHu3Mbl XOPOIIO afallTUPYIOTCS K U3MEHEHUIO BHEIITHUX YCIOBUM U YCTONYUBEI K ITO-
TEHIMAIbHBIM ITOBPEXICHUSAM, TAKMM, KaK MyTalli. DIIUTeHETUYECKMIA MEXaHWU3M ITOJaBIIEHIS (PEHOTH-
[MMYECKOM BaprabeIbHOCTH B IIPOLIECCE Pa3BUTHS ITOJIyYMJI Ha3BaHKe KaHam3auuu. JlanHas paGora rpej-
CTaBIISIET COOOI0 KpaTKoe OOOOIIEHNE PE3YJIBTATOB MCCIEIOBAHUI, B KOTOPBIX SKCIIEPUMEHTAIBHBIN 1
TEOPETUYECKUIA TIOAXOABI OBIIIN UCITOJb30BaHBI ISl BBIICHEHUS MEXaHN3MOB KaHaIM3alluy BapruabeabHO-

CTH SKCIIPECCUU I'CHOB CCIrMCHTAllUN.

Karouesnie croea: 6ronorust pa3BUTHA, MATEMATUYCCKOEC MOACIMPOBAHNEC, KaHAJIMU3alIUA pa3BUTHUA, 1PO30-

duia, cerMeHTaIsI.

BBEAEHUWE

Buronornmaeckre opraHU3MBI XOPOIIIO aTaITUPYIOTCSI
K U3MEHEHMIO BHEIITHUX YCIOBUN U YCTOMUMBBI K MO-
TEHLMAJIbHBIM TTOBPEXICHUSIM, TAKUM, KaK MyTallUU.
OnUreHeTHYeCKU MeXaHU3M TTo/IaBJeHUsT (heHOTUTTU-
YeCKOI BapraOeTbBHOCTH B IIPOIIECCE PA3BUTHS TTIOTY YT
Ha3BaHWe KaHaJIM3alliH.

Tunotes3a o kKaHaIM3aMM SKCIIPECCUM TEHOB B MPO-
1ecce pa3BuTHs ObUTa BeIIBUHYTA B 40-X Togax XX BeKa
M3BECTHBIM OpUTaHCKUM yueHbIM KoHpanom YonauHr-
ToHOM (Conrad Waddington). B ocHOBY 3Toli TMIIOTE3bI
JIersio HabJoieHe O TOM, YTO B OTJIMYMU OT MYTaHTOB,
OpraHu3Mbl IMKOTO TUTA 00JIaAat0T CIIOCOOHOCTHIO MO-
JIaBJISITh HA ypOBHE (heHOTHIIA KaK TeHETUYECKYIO Bapy-
a0beIbHOCTh, TaK M BapMadeIbHOCTb, OOYCIOBICHHYIO
BIIMSIHUEM okpyxaroiieid cpeasl (Waddington, 1942).
J1J1s1 00BsICHEHMST 3TOTO (PaKTa YOIIMHITOH OCTY/IMPO-
BaJl, YTO B OpraHu3Max, MOABEPralolInXcsl eCTECTBEH-
HOMY OTOODY, MPOIIECCHI Pa3BUTUSI OOBIYHO KaHAIN3U-
POBaHBI U YTO CYLLIECTBYET KOHEYHOE YHCJIO TPACKTOPHIA
pa3BUTHSI, Ha3BaHHbIX WM Kpeomamu (Waddington,
1962). D11 TpaeKTOPUHU PETYIUPYIOTCS TAKUM 00pa3oM,
YTOOBI 00ECTIEUYNTh OIMH U TOT K€ KOHEYHbI PE3yJIbTar,
HE3aBUCMMO OT BapuaOebHOCTH YCJIOBUM pa3BUTHS.
Te. xaxaplii Kpeol JOKEH OCTaBaThCsl CTAOWIBHBIM
MpYU HaIUYMK HeOosbIIMX Bo3MylleHUi (Waddington,
1940, 1957).

! Pa6ora BbImOsHEHA npu (GUHAHCOBOW TMOANEPXKE TPaHTOB
NIH RR07801, A®IuP RUB1-1578, PO®U 08-04-00712-a,
08-01-00315-a, 10-01-00627-a.

MeTadopudecKuM IpeacTaBICHUEM SIBJICHUST KaHa-
JIN3ALUU SIBUJICS SIUTCHETWYeCKUi naHmmadT You-
JWHTTOHA, TJe pa3BMBAIOIIASICS cCUCTeMa MpecTaBiIeHa
TOPHBIM JIAHAIIAMTOM, COCTOSIIIMM M3 XpeOTOB U JO-
JIMH, TI0 KOTOpOoMY Katutcs map (puc. 1). Beidop mytu
Pa3BUTHSI MPOUCXOAUT B TOUKAX JIEJCHUs JOJIUH B pe-
3y/bTaTe AecTBUs reHoB. Kaxmas qomuHa JlaHamadTa
COOTBETCTBYET COBOKYITHOCTU CXOOHBIX TPaeKTOPUIA
pazpuTusl. Ecam 11ap HECUIBHO TOJKHYTb B CTOPOHY
TOPHOTO CKJIOHA, OH BEPHETCS B Ty K€ JOJIUHY, Te ObUT
JIO BTOTO, HO OKAXKETCSI B HECKOJIBKO IPYTOi TOUKE, YeM
JI0 TOITYKA. DTa aHAJIOTUsI TO3BOJNISIET YICHUTh CMBICT
KaHaJI3alliK, KOTopasi 3aKJII0UaeTcsl B TOM, YTO B pe-
3yJIbTaTe BO3ACHCTBUS Pa3IMUHBIX (haKTOPOB (BHYTPEH-
HUX U BHEIIHUX, T€HETUYECKNX W HETeHETUYECKUX)
TPaeKTOPHsI Pa3BUTUSI MOXET MpeTepIieTh UBMEHEHHE,
OITHAKO 3TO He CKAXKETCS Ha XOIe OHTOreHe3a. B otnm-
YUM OT FOMeocTa3a, 0003HaYaroIIero CTabMJIbHOCTD CO-
CTOSTHUST GMOJIOTMYECKOI CUCTEMBI, YCTOMYMBOCTD ITy-
Te pa3BUTUS CUCTEMBI YOIIMTHITOH HA3BAJl 20Meopesom
(Waddington, 1957; Saunders, 1993).

B Hacrosiiiiee BpeMsi cylliecTBoBaHME Oydepusaliuiu
TEHOTUITMYECKOI BapruabeIbHOCTU Ha ypOBHE (heHOTH -
a J0Ka3aHO KaK TEOPETUYSCKUMU, TaK U SKCIIEPUMEH-
TaTbHBIMM HMccenoBaHusiMu. [locneqHue mo3BOIMIN
OOHApPYXUTh T€HbI, OTBETCTBEHHbIC 3a KaHAIM3aLIO
(Ruterford, Lindquist, 1998; Sollars et al., 2002). OqHaxko
MOJENIBHBbIE CUCTEMBI IS M3YyYeHUs] KaHATU3ALUU 10
CHX TIOp OTCYTCTBYIOT. Takue CHCTEMBI JOJDKHBLI OTBE-
YyaTh OINpenesIcHHBIM TpeOOBaHUSIM. Bo-niepBhIX, BBICO-
Kasl Baprua0eIbHOCTh KOMIIOHCHTOB CHMCTEMbI JOJDKHA
CYLLIECTBEHHO YMEHBIIATKLCS B TIpoLiecce pa3BuTusi. Bo-



4 CYPKOBA u ap.

Puc. 1. Onirenernueckuii nannmadt Yognunrrona. Llap, katsiumiicst o TopHOMY CKJIOHY, SIBJIsSIETCS] MeTapOpUUECKMM MpeICcTaB-
JIeHUEM KJIeTKU. JLoTMHBI M300paxatoT “Kpeopbl”, WM COBOKYITHOCTU CXOIHBIX TPAKTOPUIA B MPOCTPAHCTBE COCTOSIHMIA. BbIGOp Imy-
TH Pa3BUTHS TPOMCXOINT B TOUKAX NEJIEHNUS JOJIMH B pe3yJbTaTe NeCTBUS TeHOB. PUCYHOK creniad Ha ocHoBe (hoTorpacduu CKIIoHa

Mon6mnaH (© A.M. CaMCOHOB).

BTOPBIX, ITONOOHOE YMEHBIICHWE BapuabeTbHOCTU
JOJDKHO OBITh COOCTBEHHBIM CBOIMCTBOM CUCTEMBI U HE
OBITH OOYCJIOBJICHHBIM BO3ACHCTBUEM JIPYTMX CUCTEM
OpraHu3Ma WId BHEITHNX (DaKTOPOB.

CucreMa reHOB cerMeHTaluu y apo3oduiibl (Akam,
1987) nosHOCTBIO OTBEYAET 3TUM JBYM TPeOOBaHUSIM.
Bo-nepBbIX, €CTECTBEHHBIM CBOMCTBOM 3TOM CUCTEMBbI
SIBJISIETCSI YMEHblIeHUe (heHOTUITMYECKON Bapuadesib-
HoCTH B Xofe pa3Butus (Surkova et al., 2008). Takum 00-
pa3oM, B CUCTEMY He HY>KHO BHOCUTb MCKYCCTBEHHBIE
BO3MYILIEHUST /151 M3ydeHus1 Oydepusaliuy Bapruadesib-
Hoctu. KpoMe Toro, [jist 3Toil CUCTEMBI TTOTyYeHBI BBI-
COKOTOYHBIE KOJIMYECTBEHHBIE JaHHbBIE 10 9KCITPECCUN
TeHOB CETMEHTALMK BO BpeMeH! U pocTtpaHcTBe (Cyp-
KoBa 1 1p., 2008). JleTanbHbBIN aHAIN3 3TUX TaHHBIX I10-
KazaJl, 4TO SKCIPECCUST BSMTOTUYECKUX TeHOB CETMEHTA-
VU Y WHIUBUAYATbHBIX SMOPHMOHOB BBICOKO Bapma-
OenmpHa B Hukie 13 m panHeM 1ukie 14A. Dra
BapuabeTbHOCTh MPOSIBISIETCS B MUBMEHYMBOCTU YPOB-
HEl BKCIPEeCCUM TeHOB, BaprabeTbHOCTU TTOpsIaKa, TH-
ra ¥ BpeMeH! (popMUPOBAHUS MHANBUAYATBHBIX 00J1a-
CTeli BKCITPECCUH, a TAKKE B BApMAOeIbBHOCTHU TTOJI0XKEe-
HUS1 3TUX objacteil. Bce 3T TuUmbl BapraOeIbHOCTU
KaHAJIM3UPYIOTCS B KOHIIE LKA 14A, miepen Ha9aioM
racTPyJISILIMY B CTA0MJIbHBIE KAPTUHBI 3KCIIPECCUM, 00-
JIafaroliye 3HAYMTeIbHO MEHbIleil BapuabeIbHOCThIO
(Surkova et al., 2008). YMeHbllIeHEe BapraOeIbHOCTU
repes TacTpy/SIIUEid MMeEeT BaXKHOE OMOJIOTMYECKOe
3HaYeHUe, T.K. KAPTUHBI SKCIPECCUU TEHOB wingless 1

engrailed, KOTOpbIE OIPEICIISTIOT TTIO3UITUN TTEPBUIHBIX
KOMITapTMEHTOB TeJjla APo30duibl (I1apacerMeHTOB),
MMEIOT IIIMPUHY BCETO JIUILD B OAHO SIIPO. U SIBJISIIOTCS
MUILIEHIMHU 3UTOTUYECKUX TEHOB gap U pair-rule.

W3 Bcex TMMOB BaprabeTbHOCTU 3UTOTUYECKUX Te-
HOB CerMEHTal1 HauOOJ bW UHTEPEC MPEACTABISIET
BapraOeIbHOCTh MOJIOKEHUSI TPaHWIL 00JIacTeil 2KC-
npeccun. KaHanuzaimss BapraOGeTbHOCTU TTOJIOXKESHUS
3TUX I'PaHMII ITPEXKIE BCETO BbIPAKAETCS B TOM, UTO BbI-
CoKas BaprabeTbHOCTh 9KCIPECCUN MATEPUHCKOTO Te-
Ha bicoid (bcd) B HECKOJIBKO pa3 YMEHbBIIAETCSl HA YPOB-
He 3KCITPeCCU 3UTOTUYECKUX TeHOB gap U pair-rule, pe-
rymupyembix Bed. Dxenpeccust bed mpencrapiisieT codoit
AHTEPOITOCTEPUOPHBIN TPATMEHT, OOJIBIIIOE KOJTMYECTBO
9KCMHEPUMEHTATBHBIX JAHHBIX CBUICTEIBCTBYIOT O TOM,
ugro Bed sBisiercs mopgorenoMm (Driever, Nusslein-Vol-
hard, 1988). B mpocteiiiiieM npeacTaBieHUU MOACIN
paHiLy3ckoro ¢uiara, rpaHULbI 00JIaCTei SKCIIPECCUU
TeHOB-MUIIIEHUI TOJDKHBI (DOPMUPOBATHCS B TIO3MITUSIX
(UKCUPOBAHHBIX TTOPOTOBBIX KOHIIEHTPAIIM 3TOTO
mopdoreHa (Wolpert, 1969). Bormpoc o MexaHM3Max
yMeHbIIIeHUs, Win puisTpaiimu BapuabdeabHocTu Bed
Ha YpOBHE TeHOB-MUIIIEHEH OCTABAJICST OTKPHITHIM.

W3 Bcex rpaHull obiacTeil 3KCIpeccur reHOB-MU-
meHeii Bcd HamOosblllee BHMMaHWE HCCenoBaTelein
ObLIO yJeJIeHO HU3KO BapruabeIbHOCTH 3aIHEel TpaHu-
LIl aHTEPUOPHOI 001aCTU IKCIIpeCCUU reHa hunchback
(hb) (Houchmanzadeh et al., 2002, 2005; Gregor et al.,
2007a; Hardway et al., 2008; He et al., 2008) (puc. 21, e).
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OnHako, B OONBIIMHCTBE CIIydaeB, b paccMaTpuBasIcs
MCKJTIOUUTENIbHO KaK MullieHb Bed, 6e3 ydyeTa ero B3au-
MOJEHCTBUI C IPYTUMU 3UTOTUYECKUMU T'eHaMu. DTO
HEKOPPEKTHO, T.K. TIOJIOKEHIE €T0 TPAHUIIBI CMEIIACTCST
y 3MOPUOHOB, MYTaHTHBIX IO giant (gf), Kruppel (Kr),
Kr;kni v y sMOproHOB C OTCyTcTBUEeM Oeika Nanos
(Houchmanzadeh et al., 2002, Clyde et al., 2003). Takum
o6pa30M, YTOOBI BBISIBUTH MEXaHU3MBbI KaHaJIn3alun
MO3ULIMOHHOW BapuabebHOCTU B CHUCTEME CerMeHTa-
M, HEOOXOIMMO NIPHMHMIMAThL BO BHUMaHWE BCE TeH-
HBIC B3aMOACHCTBUS, obecIieunBarolire (hopMrupoBa-
HUe MaTTepHa BO BpeMEHU 1 ITPOCTPAHCTBE.

JlaHHast paboTa nmpeacTaBisieT CoO0010 KpaTkoe 0000-
IIEHKE Pe3yJIETATOB HAIIMX UCCIEAOBAaHMI, B KOTOPBIX
SKCIIEPUMEHTAIBHBIN Y TEOPETUISCKUI OIXOAbI ObLTI
WCIIOJIb30BaHbI [UJIS1 BBIICHEHUSI MEXaHM3MOB KaHaIn-
3alM1 BapuaOeIbHOCTH SKCIIPECCUM T€HOB CErMEHTA-
mu (Surkova et al., 2008; Manu et al., 2009a, b). B kaue-
CTBE TEOPETUYECKOTO TTOIX0/Ia B 3TUX pabOTaX MCIIOJIb-
30BaJIM MaTeMaTM4ecKoe MoaerupoBaHue. MaTtema-
THUYECKOE MOJIEIMPOBAaHNE IMO3BOJISIET PEKOHCTPYHPO-
BaTh MEXaHWU3MBI PETYIISILINMN in Silico 1 DoKa3aThb TOCTa-
TOYHOCTh HAMJEHHBIX PETYJIITOPHBIX MEXaHU3MOB 0e3
MIPOBEICHUS SKCIECPUMEHTOB M0 PEKOHCTPYKIIAM CH-
cteMBbl ab initio. Ipyroii BaxKHOI OCOOEHHOCTBIO MaTe-
MAaTUYECKOI0 MOIEIMPOBAHUS SIBJISICTCSI €r0 CIT0CO0-
HOCTb IIPOCJICOUTS ik Silico TMHAMUKY BKJIAJIOB BCEX pe-
TYJISITOPOB B PETYJISILIMIO KaXKIOIO T'eHa MCCIeTyeMOM
ouosornyeckoil cucrembl. CoBpeMEHHBIE 3KCIEpU-
MEHTAJIbHbIE METOIbI HE ITO3BOJISIIOT ITOJIYYUTh TaKylo
MH(GOPMALIAIO B OMHOM SKCIIEPUMEHTE: OOBIYHO MH-
dopmalyio o (pyHKIMU TeHa B CUCTEME MOIyJaloT I10
pe3y/braTaM MHAKTUBALIUK €T0 TP MYTALMsIX, a CTPYK-
Typa CETH TC€HOB PEKOHCTPYMpPYETCS Ha OCHOBAaHUM
0OJIBIIIOrO KOJIMYECTBA ITOA0OHBIX 9KCIIEPUMEHTOB.

BakHo MOMUepKHYTh, YTO KOHIIETIINS SITUTCHETH-
yecKoro JaHamagTa YonauHITOHA TTOSIBUJIACh IO, BJIU-
STHUEM TEOPUM TMHAMUYECKUX CUCTEM, B HAaUOOJIbIIICH
Mepe cBs3aHHOI ¢ mMmeHeM Anpu Ilyankape (Henri
Poincare). /InHamMudecKasi CMCTeMa COCTaBJISIET CHUCTE-
My CBsI3€ii, OMMUCHIBAIOIIYIO 3BOJIIOIMIO TIEPEMEHHbBIX
CHCTEMBI BO BpeMEHHU 1 X 3aBUCUMOCTB IPYT OT JIpyTa.
B kaxnplii MOMEHT BpEMEHHM CHCTEMa MOXET OBITh
MpeacTaB/ieHa OOHOM TOYKOM B MHOIOMEPHOM IIpO-
CTpaHCTBE COCTOSTHUI ((pa30BOM IIPOCTPAHCTBE), OCHU
KOTOPOTO TIPENCTABIISIIOT 3HAUYEHUSI KaXION M3 Tiepe-
MEHHBIX cucTembl. Kaxkmasi Touka B MpoCTpaHCTBE CO-
CTOSTHUI acCOIIMMPOBAaHa C BEKTOPOM, MPEICTaBIISIIO-
IIEM HaIpaBJIeHUe M CKOPOCTb IBOJIIOIIMHU CUCTEMBI,
HauMHasi ¢ 3TOM TOUKU. HeckoJIbKo M30IMpOBaHHBIX
TOYEK OYIIYT SIBJIATBCA “aTTpakTopaMu”’, K KOTOPBIM CH-
cTeMa OymeT TBUTATHCS CITOHTAHHO C TEYEHHEM BpeMe-
HU (Thom, 1983). CocrosiHusI aTTpakTopa JIOKAJTEHO
CTaOWIbHBI OTHOCUTEJIbHO HEOOJBbIIMX BO3MYILIEHUIA
CHCTEMBI, M TIO 3TOM NPUYMHE OBUTO TIPEIOKEHO, YTO
KOHEUHbIE TUIbI KJIETOK SIBJISIIOTCS aTTPaKTOpaMMu.
OnureHeTnyeckuit JjaHaadT YOIAUHITOHA — 3TO Me-
TachopruIeckoe MpeacTaBIeHUe TMHAMUIECKON CUCTe-
MBI, B KOTOPOIT OCH — 3TO KOHIICHTPAIIM1 BCEX CyOCTaH-
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LIMiA, WJIM BCEX TEeHHBIX ITPOIYKTOB B KJleTKe. Bee KiieTku
SMOpHOHA OyIyT pa3BUBAThCSI B COOTBETCTBUU C TEMU
Ke 3aKOHAMU, HO M3-3a Pa3sHULIbI B MHAYLUPYIOIIUX
CUTHAJIaX, KJIETKN B Pa3HBIX YaCTSX OpraHu3Ma OymyT
CJIeIOBaTh Pa3HbIM TPAeKTOPHSIM Pa3BUTHSI, U B Pe3yJib-
Tare MPUAYT K pa3HBIM aTTpaKTopaM, KOTOpHIE ITpe/I-
CTaBJISIIOT CODOI pasHble COCTOSTHUSI OKOHYATEIbHOM
nuddepenLpoBku (Slack, 2002).

TakuMm oOpa3oM, aTTpPaKTOp — CBOEro poja Kaue-
CTBEHHOE CBOMCTBO, KOTOPOE MOXKET OOBSICHUTH CTa-
OMILHOCTh TPACKTOPUIA Pa3BUTUSI, a CJIEIOBATEILHO, U
SIBJICHUC KaHAIW3aluud. AHAJIN3 CUCTEMbI T€HOB Cer-
MEHTAllUM KaK AWHAMWYECKOU CUCTEMbI, BBLITOJHEH-
HBIM B padote Manu et al., 2009b, mo3BoJisieT paccMar-
pUBaTh KaHAIM3aLMWIO BapuaOeIbHOCTU KaK pe3yyIbIar
JICCTBUS aTTPAKTOPOB B (pa30BOM MPOCTPAHCTBE KOH-
LEHTPALMIA TEHHBIX TTPOIYKTOB.

MATEPUAIT U METO/IbI
Koaunecmeennvie Oannbie no sxcnpeccuu 2eHoe

J11 M3ydeHMsT MeXaHM3MOB KaHA/IM3all B CUCTEME
T€HOB CErMEHTALMM ObLIO MCITOJIE30BaHO OKOJIo 1600
3MOPMOHOB Apo30odubl aukoro tuia (Oregon R), Ha-
XOMSIIMXCS Ha CTaguM 6;1acToaepMbl. B aMOproHax Me-
TOIOM HENPSIMOTO MMMYHOMIYOPECIIEHTHOTO MapKu-
POBaHUS OKPAIIUBATIUCH OSJIKOBbBIE ITPOAYKTHI 14-TH re-
HOB cerMeHTauuu: bed, caudal (cad), Kr, kni, tailless (tll),
giant (gt), hb, even-skipped (eve), fushi tarazu (ftz),odd-
skipped (odd), hairy (h), runt (run), paired (prd) v sloppy
paired (slp) (Kosman et al., 1998; Surkova et al., 2008).

JIBoiiHbIe MyTaHTHI 10 TeHaM Kr v kni (Kr;kni) Obu1n
TTOJTyYeHBI ITyTeM CKPEIMBaHVSI OMMHOYHBIX MyTaHTOB
Kr' v DA3L)ri-79c. MyTaHTHbIE SMOPUOHBI ITPOKPALLI-
BaJIM JUTSI BBISIBJICHUSI 9KCIIpeccuu hb u gt.

IudpoBble M300pakeHUsT KApTUH SKCITPECCUM Te-
HOB MBI TIOJTIyYajiu C TIOMOIIIBIO JIa3epHOI0 CKaHUPYIO-
mero kKoHdoxkanpHoro mukpockoma Leica TCS SP2,
YPOBHU CUTHAIA HACTPAaUBAIU B COOTBETCTBUU CO IIIKa-
Jioit 0—255 m1st obecnieyeHUs1 MAaKCUMaJTbHOTO TMHAMU -
YeCKOro Mrara3oHa 6e3 a¢dekTa HachIeHus (Janssens
et al., 2005; Surkova et al., 2008).

KonuuecTBeHHbIE NaHHBIE IO 3KCIIPECCUU TEHOB
MOJTyYalTd C TTOMOIIBIO METOIOB U TIPOTrpaMM, OIMUCAH-
HBIX B paHee OMyOJMKOBaHHBIX padotax (Myasnikova
etal., 2001; Janssens et al., 2005; Cypkosa u ap., 2008;
Kozlov et al., 2009). O6paboTKa n300pakeHU i BKITI0Ya-
J1a B ce0s (1) cerMmeHTaLIMIO N300paKeHU, (2) ynajaeHue
¢oHoBOro curHana, (3) BpeMeHHYIO KJlacCU(UKALIIIO
SMOpPMOHOB, (4) perucTpanuio u3o0pakeHUii, (5)
yCpeIHeHUe TaHHBIX 0 BPEMEHHBIM KjlaccaM IS T10-
JIy4eHUS] UHTETPUPOBAHHBIX, WIM 3TAJIOHHBIX TaHHBIX
0 KCITPECCUU KaXKIOro TeHa.

ITocKoBKY reHbl CerMEHTALMU AEACTBYIOT 10 0OJIb-
el YaCTH HEe3aBMCHUMO OT F€HOB, KOHTPOJIUPYIOLINX
MOJISIPHOCTD SMOPHUOHA BIOJb JOPCOBEHTPATLHON OCH
(Carroll et al., 1987; Zeitlinger et al., 2007), KOpPPEKTHBIM
SIBJISIETCS pACCMOTPEHME SKCIIPECCUU 3TUX TEHOB B O/~
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Puc. 2. VI300paxkeHNsI KAPTHH SKCIPECCHUU TeHOB CErMEHTAIIMK M OITHOMEPHBIE KOJIMYECTBEHHBIE JaHHHIE. (a, 0). M300paskeHus Kap-
THH 3KCIpeccuM gap reHoB Kr u gt (a), hb v kni (6) Bo BpeMeHHOM Kitacce 8 (~3 MMH 10 Havasa racTpysisitiuu). Ha puc. (a) 6enoit
CTpEJIKOM IMOKa3aH TPeTUit moMeH akcrpeccun Gt, Gestble Moiockl Ha puc. (6) o6o3HavaioT 10% mnosiocy B HanpasieHnn A—I1, u3 ko-
TOPOI1 U3BJIEKATTUCh OMHOMEPHbBIE KOJIMYECTBEHHbBIE TaHHbIE. AHTEPUOPHBII KOHE1] SMOPHOHA HAXOIUTCS CJIeBa, JOPCATbHAsI CTOPO-
Ha cBepxy. (B, T). OmHOMepHbBIe yCpeTHEHHbIE KOTMYECTBEHHbBIE JaHHbIE TSt MaTepuHCKUX rpaaueHToB Bed (tmxot 13), Hb (tmko 12)
u Cad (umki 12) (B). YcpenHeHHbIe KOJIMUECTBEHHBIE JaHHBIE TT0 OKCIPECCUU TEHOB gap BO BpeMeHHOM Kiiacce 8 (T). (1, ). dutb-
TpaLusi BapuadeabHOCTU rpaareHTa Bed Ha ypoBHe ero reHa-muiieHu /b. [Tokazanbl 43 kaptunbl akcrnpeccuu Bed (1) v 19 kaptuH
aKcrpeccuu reHa hb B mkiie 14A (e). Pazmax A—IT mo3utinii moporoBbIX KOHIEHTPALIWI TOKa3aH CTPeJIKaMU. (K—K). YMEHbIIIEHNE
BaprabesIbHOCTU KapTUH DKCIIPECCUY TEHOB CErMEHTALIMK BO BpeMeHU. (K, 1) PaHHue (~ 3a 47 MUH 10 Havyasa ractpy/isiuiu) (k) u
MO3IHKE ~ 32 3 MUH JI0 HavyaJla racTpyJisiiuu (M) KapTUHbI 9KCMPECCUU gap reHoB Kr U gt. (3, K) PaHHue (~ 3a 34 MUH 10 Havasa ra-
CTPYJISILIMK) (3) ¥ TO3MHUE ~ 3a 3 MUH JIO Ha4Yasia TacTpy/Isiiny (K) KapTUHBI OKCIIpeccuu pair-rule reHa fiz.
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HOM HarpaBJIEeHUU — BJOJIb aHTEPONOCTEPHOPHOI OCH
(A—IT). IToaTOoMy B paccMaTpuUBaeMbIX B TaHHOM 0030pe
paboTax MCMOJIb30BAIMCh KOJIMYECTBEHHbIE TaHHbIE 13
noJjocku mpuHoi 10%, BbIpe3aHHOMR U3 LIEHTPATLHOM
obnactu sMbproHa B HanpasieHuu A—I1 (puc. 2). Ko-
JINYECTBEHHBIE TAaHHbBIE MO SKCIPECCUN TEHOB UMEIOT
BpeMEHHOE pa3pelleHue B 6.5 MIUH pa3BUTHS 1 TIPO-
CTpaHCTBEHHOE pa3pellleHue B 1 1apo 1 HaXoAITCs B
cBOOOaHOM Aoctyne B ceTu MMHTepHeT (http://urchin.
spbcas.ru/flyex) (Pisarev et al., 2009).

Mamemamuueckoe modeauposarue

PekoHCTpyKIIMIO TEHHBIX CETei IPOBOISAT B paMKax
MaTeMaTU4YECKON MOJEN, OIUCHIBAIOIICH SKCIepu-
MEHTaJIbHbIe HaHHble. OObIKHOBeHHBIC AuddepeHII-
aJIbHbIE ypaBHEHUSI — HaMOOJIee YaCTO MCHOJIb3yeMBbI
dopMaIu3M IS MOAEJIMPOBAHMS IIpoliecca IKCIIpec-
CHU B TEHHBIX CETSIX. YPaBHEHUST MOJEIU (DOPMYJIUPY-
FOTCSI Ha (PeHOMEHOJIOTYECKOM YPOBHE OITMCAHMST OM0-
JIOTUYECKOM CUCTEMBI, B KOTOPOM OCHOBHBIE MOJIEKY-
JISIPHBIE MPOLIECChI PETYJISILIUY TIPEACTABIISIIOTCS pa3yM-
HO YIIPOLIEHHBIMM MaTEMATUYECKIMU BbIPAKEHUSIMU.

Jost MopempoBaHust 3(pdeKTa KaHATN3aLuN BEICO-
KOl BapraOeJIbHOCTU B CTAOMJIBHBINA MaTTEpH CETrMEH-
Talu OblJIa UCTIONB30BaHA MOJIE/b, YCIEIITHO MTpUMe-
HEHHas HaMU IJIsI MOIEIMPOBAHUS IUHAMUKU BKC-
npeccuu reHoB gap (Jaeger et al., 2004 a, b) ¢ HeOOJIb-
My Moaudukanusamu (Manu et al., 2009 a, b).

OcyllecTBISTIOCh MOJIETMPOBAHNE KAPTUH 3KCITpec-
CUM gap reHoB hb, Kr, gt v kni B IpoCTpaHCTBEHHOM
objactv oT 35 10 92% nnuHbl 3M6proHa (J1D) Booab
A—II ocu. UMeHHO B 3TO1 ITPOCTPaHCTBEHHOI 00/1aCTH
SMOpPHOHA B TaJIbHEHIIIeM (hOPMUPYIOTCSI CETMEHTHI.

Mogenb BBIYUCISIET W3MEHEHME KOHIIEHTpalun
TeHHBIX ITPOMYKTOB B SApax BO BpeMEHW, HaYMHAs C
LMKia apobjeHus 13, u 3aKkaHuYMBasi HAYaJoOM racTpy-
JISIUUM, HaYaJIbHbIE YCJIOBUSI OIPEIEISIIOTCS ¢ UCTIONb-
30BaHMEM JaHHBIX 12-T0 mukia apobieHus. Bo Bpems
MMTO3a, IIPOMCXOdIIero nepen 13-mM aeaeHueM siiep,
KOHLIEHTpAa1us1 OEJIKOB ONpeaesisieTcsl UCKIIOYUTEIbHO
mddysueit n paciamoM, T.K. CHHTe3 GeJIKa BEIKITIOUCH.
Bo Bpems nHTepda3bl CMHTE3 OeIKa 3aBUCUT OT PETyIIsi-
LIUY TeHa TTPOAyKTaMU APYTMX F'eHOB gap, MaTepUHCKUM
rpamueHToM Bed, a Takke, mpomykTraMu reHOB cad u fl.

Momnens onMchiBaeT IMHAMUKY KOHIICHTpaIuii Oerr-
KOB T€HOB gap BIOJb MepenHe3aIHel OC PAaHHETO M-
OproHa Apo30UITbI U UMEET CASAYIOIINIA BU/T;

a N
dv; 4 b b a Bed
— =R v, (H)+mv, +
7 gz i(1) i

b=1
Ne (1)
+3 EPVP(y + 0" | -a +
p=1
+ D (M[(vi = v) + (Vi1 = V)],
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mel<a<N,1<i<M, v = v{(f) — KoHLIeHTpaLus
a-ro OeJIka B i-M siipe Ha nepeaHe3agHeit ocu, N =4 —
YKCITO TEHOB gap B MOJCIMPYEMOI TEHHOI CETH.

B xauecTBe yHKIIMM CHHTe3a g BEIOpaHa (pyHKIST

g =120 +y/N1 + y2 ) ¢ curMouaHBIM rpacdukoM. B
KayecTBe “BHEIIHNX (PAKTOPOB, KOTOPHIC PETYIUPYIOT
TeHBI gap, HO HE MCTILITHIBAIOT PETYISITOPHBIX BO3IEH-
CTBUI1 CO CTOPOHBI MOCAEIHUX, B MOAEJIU YUTEHbBI KOH-

Bced
LeHTpaLusi v; .~ MaTepuHcKoro 6enka Bed u N, = 2 3a-

BUCSIIIIUX OT BPEMEHM KOHILIEHTPALWIA v?(t) TpaH-

ckpunuuoHHbIX (pakropos Cad u TIl. [Tapamerpsr 7%,
m® 1 E*® gycieHHO onMCchIBaIOT XapakTep (AKTUBALIMS
WIN PEIIPpecCHsi) U CUIy PEeryJIsITOPHOIO BIMSIHUAS Ha
TeH a CO CTOPOHBI, COOTBETCTBEHHO, APYTMX gap FEHOB b,
reHa bcd, n reHoB cad n tll. KoHcTanTa A% MooympyeT
TOJIOKEHNE MOPOTOBOr0 3HAUEHUSI apryMeHTa (DyHK-
LIMY CUHTE3a g U MOXET MHTePHPEeTUPOBAThCS KaK pery-
JISTOPHBINA BKJIAH OT (DAKTOPOB, OTHOPOMHBIX 10 MPO-
CTPAHCTBY U BpeMeHU. ApryMeHT (hyHKIIMU g CYMMUPY-
€T BCE BKJIAObl B PEry/SILMIO a-TO TeHa U, TaKUM
00pa3oM, TIpeACTaBIsIET COOOI OOIIMIA PeryIsITOPHBIN
BKJIaJ B JAHHOM SIIpe { M B JaHHBIN MOMEHT . KoHCcTaH-
ThI R’ 1 A? CyTb XapaKTEepPUCTUYECKHE CKOPOCTU CUHTE3a
M pacnana 6eJIKoB, COOTBETCTBEHHO. UMCI0 ypaBHEHWIA
N x M B (2) yoBanBaeTcsI ITOCIIe KaXKIOTO IEJCHMS, TI0-
CKOJIBKY yaIBauBaeTCs uncio saep: M= M(n), M(n+ 1) =
= 2M(n), toe n — HoMep KieTouHoro uukia. Koaddu-
uMeHT nuddys3un D¥(n) Takke 3aBUCUT OT HOMepa KJle-
TOYHOTO IIWKJIA, TTOCKOJIbKY PACCTOSTHUSI MEXXY SIIPAMU
YMEHBIIIACTCSI BOBOE ITOC/IE KAKAOTO ACICHUSI 1 KO3~
¢GULMeHT o0paTHO TIPOIOPLIMOHAIBHO 3aBUCUT OT
KBazpara 3Toro paccrosiHust: D(n + 1) = 4D¢(n).

Hpyras Mmoaudukalivs Moaesv 3aKIo4aiach B TOM,
YTO BMECTO YCPEIHEHHbIX JaHHbIX 111 Bed rcnonb3o-
BAJIV TaHHBIE MHIWBUTYATEHOTO SMOPHUOHA, Y KOTOPOTO
mapaMeTpbl TPaIUEHTA UMETN MEIWAHHBbIE 3HAYCHUSI.
OTKa3 OT MCMOJIb30BaHUSI YCPETHEHHBIX JaHHBIX 00Y-
CJIOBJIEH CJIEAYIOLIMMU COOOpaXkeHUsIMU: rpaaueHT Bed
MEHSIETCS BAOJIb TIEPENHE-3aTHEN OCH TIO0 KBAa3UIKCITO-
HEHLIMAJIBHOMY 3aKOHY, U cpeiHee apu(MeTUYECKOoe
HECKOJIBKMX IKCIIOHEHT UMEET HE SKCIIOHECHIUAIBHOE
pacripenesieHre; 3TO He TI03BOJISIET TIOTYIUTh HanboJee
XapaKTepHbI TpaiveHT MnyTeM apudMeTUYeCKOro
YCPEIHEHUS TPAAUEeHTOB Y MHIMBUIYaTbHBIX SMOpPHO-
HOB. OUeBUIHO, YTO /i1 PEKOHCTPYKIIMW TEHHOW CeTU
HEOOXOIMMO HE TOJIbKO HaWTH, Kakue T'eHbl B3auMO-
JIEUCTBYIOT IPYT C IPYTOM, HO U OIIPEIEJIUTD [apaMeTphl
3TUX B3aumoneiicTBuil. HecMoTpst Ha orpoMHbBIA Hpo-
rpecc MOJIEKYJISIDHOUW OuOJIorMy B TIOC/IEIHUE TObl,
MHOTHE TaKMe MapaMeTphl BCE €Ile HE MOTYT ObITh W3-
MEPEHBI B 3KCIIEPUMEHTE U, TIO3TOMY WX TTPUXOIUTCS
HaXo[WTh, pelliasi OOpaTHYIO 3a/1auy, T.e. ITyTeM MMOATrOH-
KW PELICHUA MONEJIbHBIX YPABHCHUN K SKCIIEPUMEH-
TaJTbHBIM JAHHBIM 10 3KcTpeccuu TeHoB. [1pu aToM rc-
TMOJIB3YETCS IMMPOKUI apCeHAT METONOB ONTUMU3ALINH,
TaKWX, KaK METOJ YMCJIICHHOTO OTXKUTa, Pa3jIMYHbIE Ie-



8 CYPKOBA u np.

HEeTWYEeCKHEe aJITOPUTMBI, TPaAMEeHTHBIM MeTon. Yacto
JU1s1 yBemMueHUsT 3(p(HEeKTUBHOCTH TTIOMCKA 3TU METOMIbI
KOMOMHUPYIOT, Hanpumep, B pabotax (Gursky et al.,
2004; Ashyraliyev et al., 2009) cHayasa OAHUM U3 METO-
JIOB IJ1I00AJILHOT'O TTOMCKA HAXOAST MPUOJIKEHHbIE 3HA-
YeHMSI TTapaMeTPOB, a 3aTeM UCMOJIb3YIOT 3TU 3HAYeHUsI
B Ka4yecTBE CTApTOBOM TOUYKM LTSI METOIA HaMCKOpei-
I1IeTO CIIycKa.

J1ns1 nccaenoBaHusI CTAOMIIBHOCTH TPAaeKTOPHIA pa3-
BUTHS ObUT MPOBEIECH TMHAMWYECKUI aHAIU3 TIOBEIE-
Hus cucteMbl (Manu et al., 2009b). McxonHast Mmoaenb
OIMCHIBAET MOBEICHNE CUCTEMBI B 58 simpax U s 4 re-
HOB gap, 1, TakKUM 00pa3oM, pa3MepHOCTb JUHAMUYe-
CKOI CHMCTeMBbI paBHsIETCS 232, 4TO AejiaeT IpobiaemMa-
TUYHOU BU3YAIU3ALIMIO PE3YJIBTaTOB ITUHAMUYECKOTO
aHanmza. BenenctBue aToro GbUTIO MPOBEACHO YMEHb-
IIIEHNE Pa3MEPHOCTU CUCTEMBI ITyTeM WCKITIOUEHUS U3
monear nuddy3un (KoTopasi, COINIACHO 3KCIEPUMEH-
TaJIbHBIM JaHHBIM HE UTpaeT 3HAYNUTEIbHOM POJIv B OJ1a-
croaepme apo3odunl (Delotto et al., 2007) u cyxxeHne
obyactu MozaesmpoBaHust 10 35—71% D, 4To 1no3Bo-
JIMJIO MUCKITIOUUTh U3 PACCMOTPEHUS] TePMUHAIBHBIN
reH #//. B Takoil ympolleHHOI CHCTeMe OOJIACTH DKC-
MPeCcCUM TeHOB gap (OPMUPYIOTCS B MPABUILHOIM T10-
CJIeIOBATEJIBHOCTA U TIO3ULIMSIX, XOTSI M MEIOT OoJiee
ocTpble TpaHullbl (Manu et al., 2009b). IMo3uimoHHas
nHbopManms 3amaercss KoHneHTpauussMu Bed m Cad,
yBed® yy 1CadX) cooTBETCTBEHHO; OUOIOTMYECKU PEAIH-
3yeMble TPAeKTOPUM pelIeHU ypaBHEHWM IS TEHOB
gap B spe ONpeAesITIOTCS HAYalbHBIMU YCJIOBUSIMUA —
KOHLIEHTpaLMei MmatepuHckoro Hb.

PE3YJIbTATDI

Junamuueckoe ymenvuieHue eapuabdesbHocmu
KapmuH aKcnpeccuu eeHo8

AHaJlu3 KOJIMYECTBEHHBIX JAHHBIX IO 3KCITPECCUU
TeHOB CETMEHTALIMU TTOKAa3bIBaeT, YTO Ha pAaHHUX CTaIH -
sIX (bOopMUPOBaHUS MATTEPHOB, B 13-M LIMKIIe AeJICHUS
SMOpHMOHA, a TaKKe B Hadasie ukia 14A HaOmomaercs
CyILIeCTBEHHas1 BapuabesIbHOCTh KAapTUH 3KCIPECCUU
3UTOTUYECKUX TEHOB. DTa BApUaOeIbHOCTh BBISIBIISIETCSI
MpY aHAIN3e KapTUH 3KCITPECCUN Y MHIUBUAYATbHBIX
SMOPHUOHOB U BbIPAXKAETCSl B BBICOKON M3MEHUYMBOCTHU
YPOBHE1 3KCIPECCUN T€HOB, TTOJIOXKEHUI TpaHUIT 00J1a-
CTell MX DKCIIPECCUM, BPEMEHU, TUIIOB U IOCJIeIOBa-
TeJIbHOCTU (popMHUpoBaHUs obyacTeil. OmHAKO HaMu
OBUIO BBISIBIICHO, YTO BCE 3TU BUAbLI BaprMaOCIHLHOCTU
3HAYMTEJIBHO YMEHBIIAIOTCI K MOMEHTY OKOHYAHMSI
uukia 14A, T.e. K Hayainy ractpyisium (Surkova et al.,
2008).

Ha puc. 2:x, v mokazaHbl paHHUE U MIO3IHUE KapTH-
HBI 9KCITpeccuu reHoB Kr u gf. BapnabenbHOCTD (13Me-
peHHast KaK CTaHAAPTHOE OTKJIOHEHUE) MAaKCUMaJIbHO-
IO YPOBHSI 9Kcnpeccuu Kr 6 IMKJie aefaeHus siaep 13 co-
cTapisieT 33, a mepes racTpyjsiiyeil yMeHbIaeTcs 10
17.4. B cnyyae 3agHero joMeHa gf CTaHIapTHOE OTKJIO-

HEHMe MaKCUMAJIbHOTO YPOBHSI 9KCITPECCUU CO BpeMe-
HeM yMeHblIaetcs ¢ 24.5 no 15.4 (puc. 2, n).

Ha puc. 23 Bunmno, 910 (hopMa M ypoBeHB IKCIIPEC-
CHUM B paHHUX OOJIACTSIX BKCIIPECCUM pair-rule reHa fiz
OYEHb CWJIbHO BapbUPYIOT MEXIY WHAUBUIYATbHBIMU
AMOpHOHAMM, HO K KOHIIy IIMKJIA 14A KapTWHBI 3KC-
Tpeccur y BCeX 3MOPHMOHOB IIpUOOpeTaoT ¢GopMy
7-mu niosioc  (puc. 2k). IlogoOGHasi 3aKOHOMEPHOCTb
CBOMCTBEHHa BCEM HCCJIENOBaHHbIM T'eéHaMm pair-rule.
IMomnock! pair-rule popMupyroTcs B pa3HOii Mocaea0Ba-
TEJIbHOCTH, TAKUM 00Pa30M, B OTHOM 1 TOM XKe BpeMeH-
HOM KJIacCe MOTYT HaOJIIOIaThCsl COBEPILIEHHO pa3iny-
Hble KapTUHBI 3KCIPECCUU OJHOTO U TOro Xe reHa.
Kpome Toro, mojocel Takxke MOTyT (hOPMUPOBATHCS
pa3HbIMU CrI0CO0aMK, a UMEHHO, Ha TpaHulle (CKJIIOHE)
YK€ CYLIECTBYIOILIEU MOJIOChI, AEJIEHUEM II0JIOCHl Ha-
JIBOE, WIM TOSIBISITECS 3aHOBO B 00JIaCTU, TAE OTCYT-
ctByer aKcnpeccusi. [Ipu aToMm, onHa 1 Ta ke Tosoca
MOKeT (hOPMHPOBATLCS Y PA3HBIX SMOPHMOHOB B IITMPO-
KOM BpPEMEHHOM [Mara3oHe oT 6 A0 24 MUHYT. DTO
OUYEHb CYIIIECTBEHHbI ypOBEeHb BpeMEeHHOI Bapradesib-
HOCTHU, €CJIM YYUThIBaTh, YTO OOJIACTU IKCITPECCUU Te-
HOB pair-rule MOJMHOCTBIO (POPMUPYIOTCSI B TEUCHUE
npumepHo 50 MuHyT pa3BuTus (Surkova et al., 2008).

ITonoOHOe ymeHbIlleHUE BapuabeTbHOCTU KapTWH
SKCITPECCUH TIPOMICXOIUT K MOMEHTY 3aBEpPIIICHHMS Jie-
TEPMUHALIMKM CETMEHTOB M (DOPMUPOBAHMST KIIETOUHBIX
MeMOpaH, 000cabIMBAIOIIMX SIIPA B OTACIbHBIE KJIIETKU.

Quavmpayus npoCMpancmeeHHol eapuadesbHocmu

OnHako HarboJiee hccienyeMbIM U CIOPHBIM TUTTOM
BapHrabeTbHOCTU KapTUH 9KCITPECCU TeHOB CeTMEHTA-
M, SIBJISIETCS TIO3MLIMOHHAs BapuabesbHOCTh. Co-
IJIACHO TeOpUU TIO3ULIMOHHON WH(bOpMaLWU, cyabda
KJIETKU OIIpeNesIsieTcsl ee TOJIOKEHUEM B OIpenesicH-
HOM ITPOCTPAHCTBEHHOM TI0JIe 3apOojblilia, B KOTOPOM
CYILIECTBYET TPaIMeHT KOHLICHTPAlIMM HEKOM CUTHAJTb-
HOI MOJEKyJbI, Ha3bpiBaeMoli MopdgoreHom (Wolpert,
1969). CuntbiBaHKe MHMOPMALIMN O TPagrueHTe MOPGhO-
TeHa 1 ee MHTepIIpeTallvs MPUBOIST K aKTUBALIUY pa3-
HBbIX KOMOMHALIA T€HOB B 3aBMCHUMOCTU OT YPOBHS
KOHILeHTpaumn MopdoreHa. bosbiioe KoimdecTBO
9KCHEPUMEHTANTbHBIX JAHHBIX CBUACTEILCTBYIOT O TOM,
49TO Y Ip030GHIBI IIPOAYKT MAaTEPUHCKOTO reHa bed siB-
ssiercst MopgoreHom (Driever, Nusslein-Volhard, 1988).

MPHK rena bcd nokanmmsoBaHa B aHTEPHOPHOM ITO-
JIIOce ST U ee OCIKOBBIN TPOAYKT ITyTeM audy3un
¢opMUpyeT rpagieHT BAOJb OCHOBHOI OCH 9MOpHOHa.
BTOT 6eJIOK KOOPIUHUPYeT (hOPMUPOBAHKE NMATTEPHOB
B1oJib A—IT ocH B 3aBUCMOCTH OT YPOBHEM KOHIICHTPa-
LMY TTyTeM TMPSIMOTO B3aMMOMCUCTBUSI C TEHAMU gap U
pair-rule. MHOTHME aBTOpBI YKa3bIBAIOT HAa HEBO3MOX-
HOCTb TOYHOIO MO3UIIMOHUPOBAHUS TOMEHOB T€HOB-
MUILIEHEH MyTeM TIPSIMOTO CUMTHIBAHUSI MH(MOPMALIUU,
3aJI0KeHHOU B MoporeHeTnueckoM rpanuenTe (Lacal-
li, Harrison, 1991). To ectb, maxke npu 04eHb TOYHOM
CUMTBIBAHUM, TIO3UIIMOHHAS OIIIMOKA TeHOB-MMUIIICHEH
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JIOJKHA OCTABAThCsl TAKOM 3Xe, KaK y rpagrueHTa Mopdo-
reHa, Ho 00Jiee BEpOsITHO, YTO MOJICKYJISIPHBI 1ITyM ellie
VBEJTIMIUT ¢¢ YpoBeHb. OCOOEHHO CWJIBHO TTOMOOHAst
OIIMOKA TOKHA TIPOSIBIIITHCS TIPY yAAJIEHUY OT YCTOY-
HUKa TpaJdeHTAa.

OnHako, OBUTIO MTOKA3aHO, YTO MO3UIIMOHHASI OO0~
Ka rpaareHTa MpoayKTa MaTepUHCKOTO TeHa bed cyliie-
CTBEHHO yMeHblaeTcs (“uasrpyercs’”) Ha ypOBHE 3U-
TOTUYECKMX TEHOB gap U pair-rule. I3 Bcex rpaHuil 06-
JacTel BKCIpeccur TeHoB-MmuileHeir Bced, dopmu-
pyroImxcs ¢ 00JIbIIe TOYHOCThIO, HAUOOJIbIIIee BHU-
MaHUe uccienoBaTesieii ObIIO yIeaeHO HU3KOM Bapra-
OEJTbHOCTM 3amHel TpaHWIIBl AaHTEPUOPHOM OOJIACTH
akcnpeccun reHa ib (Houchmanzadeh et al., 2002,
2005; Gregoret al., 2007a; Hardway et al., 2008; He et al.,
2008) (puc. 21, e).

IMomo6Hast punkTpalst MMeeT TUMHAMUYECKUIL Xa-
pakTep, Kak 1 Apyrve BUIbl BApUaOeIbHOCTH: TTO3UIIM-
OHHAasl OIIMOKA YMEHBIIIAETCS Y TTO3IHUX KApTUH 3KC-
MpecCcry B cpaBHeHUHM ¢ paHHUMH (Surkova et al., 2008).
B ke npobirennst 13 ypoBeHb OIIMOKM MTO3UIIMOHN -
pOBaHMSI TEHOB gap ellle JOCTaTOYHO BBICOK, HO BCE Ke
3HAYUTEJIBHO HIDKE, 4eM y rpaareHTa Bed. Dra ommbka
BCe ellIe 3aBhIllIeHa B HadaJle KA 14A, HO K cepenuHe
LIMKJIa OHA TTOHIKAETCS U B JATbHENIIIEM OCTAETCSI CTa-
OMJIBHO HU3KOM. B mpuMepe, TIipuBeieHHOM Ha puC. 2, B
Havaie IuKiIa 14A ctraHmapTHOE OTKJIOHEHNE MOJIOXKe-
HUI rpaHull obaacTeit akcrpeccun Kr u gt CocTaBiisieT
cooTBeTcTBeHHO 1.9 11 2.5% 19, a B KoH1Ie Linkia — 1.0
n 1.2% J1D. JInga cpaBHeHUSI, TO3ULIMOHHAS OIIMOKA
rpaaueHTa Bed B mo3uiimum, coorBercTBytoieii 50% ero
MaKCHUMaJIbHOM KOHILIEHTpalM1 B LnKIe 14A, coctaB-
nsget 4.6% 13 (puc. 2m).

Takum 06pa3oM, MO3ULIMOHMPOBAHME IOMEHOB 9KC-
MIpPEeCCUM T€HOB gap, SIBJISIIOIIMXCS MUIICHSIMU IS~
CTBUSI MaTepruHCKoro mopgoreHa Bcd, mmponcxomur ¢
TOYHOCTBIO, TIPEBBIIIAIONIEH OXXMAAEMYIO TIPU YCIIOBUMN
UCKJTIOYMTEILHOTO KOHTPOJISI TIOJNOXEHUsT 00J1acTei
9KCIIPECCUM T€HOB-MUIIIEHEN TpageHTOM MOpP(OreHa.

Kpocc-pezynayus eenoe gap Kak mexaHusm
KAHaAu3auyuu 5KCRpeccuul 2eH08
6 bnacmodepme Opo30¢hunbt

st vcciienoBaHus MEXaHM3MOB (PUIIBIpaLiy I10-
3UIIMOHHOI BapruabeIbHOCT MaTepUHCKOTO TpaarueHTa
Bcd Ha ypoBHE 3UTOTHUYECKHMX TeHOB HaMU ObLTY ITPOBE-
JIeHbI YMCIICHHBIE 3KcriepyuMeHTHI (Manu et al., 2009a) B
paMKax MOJEIN, OITMCAaHHOW B pasnaie “Maremarnde-
CKO€ MOJIeJIMpOBaHUE”.

B xaxxnoMm m3 88 4MCIIEHHBIX 3KCIIEPUMEHTOB OBLT
WCIIOJIb30BaH TarrepH Bcd KOHKpeTHOro WHIWBUTY-
aJTbHOTO AMOpHMoHa. Bee mapaMeTphbl TeHHOI CETH OCTa-
BaMCch (GMKCUPOBAHHBIMM, M TOJIBKO BKJIan Bed Bapbsu-
poBajl. YpoBeHb MPOCTPAHCTBEHHOI BapuaOEIbHOCTU
rpaHull 00JIacTell BKCIPEeCcCMM TEeHOB gap B Mojeu
CpaBHMBAJIM ¢ BapuabeabHOCThIO TTpoduieii Bed. Tlo-
JIOXXEHWE TpaHUIl OOJIaCTeli BKCIpecCUuM TEeHOB gap
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OIIpeIe/ISIN B TOUKAX, TIe YPOBEHb 9KCITPECCUN TOCTU-
rast 50% OT MaKCUMAaJTbHOT0; ITO3MLIMOHHOM Baprabesib-
HOCTBIO TPaHUIILI CUMTAJIOCH CTAHJAPTHOE OTKIIOHEHME
€€ MO3UIINK B 88 UMCIeHHBIX 3KcepuMeHTax. [1o3uim-
OHHOI1 Bapua0esibHoCThIO Tipoduiieit Bed (x,.4) cunTa-
JIOCh CTaHAApTHOE OTKJIOHEHME TOYKM, TAe KaKIblil
npoduiIb epeceKal onpeaesieHHOEe TTOPOroBoe 3Haue-
HUE KOHLIEHTpauu (puc. 21, €). [ToporoBbiM 3HaYeHU -
eM KoHLeHTpauyuu Bed mist KOHKpeTHOM TpaHULIbI 10-
MEeHa gap SIBJIsIach KOHLIEHTpALUs, IPU KOTOPOii Tpa-
HUlla (GopMUpOBaach B TE€HHOH CETU C WCHOJb-
30BaHMEM MeauaHHoro rpagueHta Bed (cM. pasmen
“MareMaT4ecKoe MoAeIMpoBaHue”).

Monenb npaBUJIBHO BOCITPOM3BOIUT MTO3ULIMOHHYIO
BaprabeIbHOCTh 6-THU TpaHUL] OOJIACTEM SKCIIPECCUN
TeHOB gap: 3adHell TpaHWIIbl aHTEPUOPHOIN 00JaCTU
AKCIIpecCUm Ab, 3amHeil TpaHUIbl HEHTPAIbHOM 00J1a-
CTH BKCIIpeccum Kr, 00enx rpaHuIl IOCTEPUOPHBIX 00-
Jlacteit akcripeccuu kni v gt (puc. 3a, 6). Tak, Harpumep,
3aIHSISI TpaHUIA aHTEPUOPHOM 00/IaCT SKCIIpeccuu hb
B YMCJIEHHBIX 3KCIIEPUMEHTaX UMEET CTaHAAPTHOE OT-
kioHenue 1.3% mnuHbl aMopuonHa (JI19) u 1.0% 1D B
9KCIIEPUMEHTAJIBHBIX MaHHBLIX (puc. 3), mpuyeM oba
3TUX 3HAYEHUSI 3HAUUTEIBbHO MEHBIIIE CTAaHAAPTHOTO
OTKJIOHEHMSI JUIsl TIOPOroBOi KOoHIeHTpauuu Bed, pas-
Horo 4.6% D (puc. 2m). Yerblpe rpaHUITBI OOIACTe
3KCIpeccuu, (OpMUPYIOIIMXCS Ha Kpasix MOIEJIUpye-
MO 00JacTH, MMEIM BBICOKYIO BapuaOeIbHOCTb, T.K.
MOJIeJIb HEe YUMTBIBAJIa PEry/ISITOPOB, JCUCTBYIOLIUX B
TOJIOBHOM U XBOCTOBOM OT/Iejie SMOpHOHA, KOTOPbIE He-
ooxomuMbl 11 (hopMupoBaHus 3Tux TpaHull (Gaul,
Jackle, 1987; Kraut, Levine, 1991; Rivera-Pomar et al.,
1995).

Kanamizaimst BBICOKOIT BapuaOeIbHOCTH, IIPUCY-
1ieit Mopgoreny Bed, B cTaOMIIBbHYIO KApTUHY SKCIIpEC-
CUM TEHOB gap SIBJISIETCSl CJICACTBUEM DETrYJISITOPHbBIX
B3aMMOACHCTBUIA 3TUX T€HOB: MOAW(DUKAIISI MOOEIIN
IMyTEM UCKITIOYEHUS PETYISITOPHBIX BO3ACUCTBUI HA TeH
hb co CcTOPOHBI IPYTUX TEHOB gap MTPUBOAUT K yBeINUe-
HUIO BapraOeIbHOCTU 3aJHEel I'paHULIbl aHTEPHUOPHOMI
obJactu aKcrpeccuu ab 1o 4.3% /19, T.e. IpaKTUUECKU
JIOCTUTAeT YPOBHSI BapruabeIbHOCTH MO3ULIMKU TTOPOro-
Boi1 KoHLIeHTpauuu Bed (puc. 3m).

Nnentndukamnmio peryasiTopHbIX B3aMMOACHCTBUIA,
OTBETCTBEHHBIX 3a KaHAJIM3alldI0 BapuaOeJbHOCTU U
(hopMupoBaHUe YCTOMUMBBLIX TPAHULL SKCIPECCUM Te-
HOB gap, OCYIIECTBIISUIY ITyTeM PETyJIITOPHOTO aHaIM3a
pemeHunit Mogenu (Jaeger et al., 2004a, b; Manu et al.,
2009a). DTOT aHAJIM3 MMOKa3aJ1, YTO KaxKaast U3 IpaBUIb-
HO TIpeICcKa3bIBaeMbIX MOIE/IbIO TPaHULL 00JIacTell KC-
MIpecCUM ITeHOB gap, (hopMupyeTcss B pe3yasrare Jaeii-
crBus aktuBaropa (Bed unm Cad) u aByX pernpeccopos.
Tak, 3amHsIsI rpaHMIIa aHTEPUOPHOIT 00JIaCTU KCITPEC-
cuu reHa b hopmupyeTcs B peayiibsraTe akTuBanyy Bed
u penipeccuu nof aeiicreuem Kru Kni. BiustHue Bapbu-
poBaHus KoHLeHTpalyu Bed Ha peryssityio aToi rpa-
HUIIBI WCCIICOOBAIN, TPYIIAPYSI COBOKYITHOCTb YKC-
JICHHBIX PELIeHUI cucTeMbl ypaBHeHM (1) 1151 Kaxkao-
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ro rpagrenTa Bed y 88 mHnmBuayaTbHBIX SMOPHOHOB ITO
MOJIOXKEHUIO TpaHWUII Ab C WHTEpBAJIOM, pPaBHBLIM
1% O3 (pwuc. 3e), ¥ BLIYUCIISIST CpeTHIEe YPOBHU aKTHUBA-
i Bed 1 coBMecTHOI penipeccnu o, neiictBreM Kr i
Kni BHyTpU Kaxnoit rpynribl. OKa3aaoch, 4To MpU pas-
HBIX ITOJIOXKEHMSIX TPAHULIBI b YPOBHU aKTUBALIHI U pe-
MPECCUH OCTAIOTCSI KOPPEIMPOBAHHBIMU, TaK, YTO SM-
OpPUOHBI, Y KOTOPBIX rpaHu1Ia b hopMupyeTcst OKe K
MOCTEpUOPHOMY KOHILY, UMEIOT 00JjIee BLICOKME YPOBHU
aktuBaumu Bed n peripeccnu on mevicteuem Kr u Kni.

JlaHHBIE pe3yIbTaThl HAXOMSITCS B IIPOTUBOPEUYMU C
paHee OITyOJTMKOBAaHHBIMM JAHHBIMM O TOM, YTO CTaH-
JIApTHOE OTKJIOHEHUE TIOJIOXKEHUSI TPaHULIbl 3KCIpec-
cuu hb ocTaeTcs HEeM3MEHHBIM Y OMMHOYHBIX MyTaHTOB
o reHaM Kr vy kni. OnHako, y paHee He oXapaKTepH-
30BaHHbBIX ABOMHBIX MyTaHTOB K7;kni, CTaHIapTHOE OT-
KJIOHEHUE TIOJI0XKEHUS 3adHEi TPaHUIIbl aHTEPUOPHOM
obmacTu akchpeccun hb ynBamBaeTcsi, a BapuadOesb-
HOCTb 3aiHel TPaHULIBbI TPETHETO JOMEHA SKCITPECCUU gf
CYILIECTBEHHO yBemuuBaeTcs: (puc. 4). DTU 3KCIepu-
MEHTAJIbHbIE PE3YJIBTaThl IIOATBEPXKIAIOT IIPaBUIIb-
HOCTb BBIBOIOB, ITOJTyYEHHBIX C TIOMOIIIBIO MaTeMaTHye-
CKOro MOJEJMPOBaHUSI, OMTPOBEPralOT YTBEPXKACHNE O
ToM, 4uT0 Bcd BHOCUT €IMHCTBEHHBIN BKIIAI B PETYIsI-
U0 b M CBUIETEJIBCTBYIOT O TOM, YTO Oydepu3amnus
BapuabeTbHOCTH (DOPMUPOBAHUSI KApPTUH 3KCITPECCUU
TEHOB gap SIBJISIETCS Pe3yJILTaTOM CIIEIM(PUIHBIX PETy-
JISTOPHBIX B3aUMOIECHCTBUIA MEXIY STUMU TCHAMMU.

AHAJIOTMYHBIN GaJTaHC MEXITY YPOBHIMU aKTUBALIN
W perpeccuy HaoomaeTcss Mpy (popMUpPOBaHUU 3a-
HUX rpaHMII o0J1acTeii akcrpeccuu Kru kni (puc. 3x, 3).

ﬂuHaMultecxue ammpaxKkmopbvl KaK mMexaHu3m
KaHaauzauyuu 3Kkcnpecciu eeHoe u cdsueoe obnacmeii
IKcnpeccuu 60 epemerHu

HaGmomaemoe B cucTeMe TEHOB CerMEHTALUU
YMEHBIICHUE Bapl/la6eﬂbHOCTI/l KapTHUH 3KCIIPECCHUU BO
BpeMeHMU (puc. 2) yKa3bIBaeT Ha YCTOMYMBOCTh TPAEKTO-
pUii pa3BUTHSI SMOPHUOHA IPO30(MIIIBI K BO3MYILIEHVISIM.
Hamnmune KoONMMUYeCTBEHHBIX JAHHBIX, OIMMCHIBAIOIIX
BPEMEHHYIO JUHAMUKY B3KCIPECCHM T'€HOB CerMeHTa-
LI, U KOPPEKTHOM MaTeMAaTUUECKOM MOJIEIU TTO3BOJISI-
€T BBIMTH 32 paMKU MeTahOpUIEeCKOro MpeacTaBIeHUs
SMUTEHEeTUYECKOTo JaHaadTa, NpeajIoXKeHHOro You-
JUHTTOHOM, U 0XapaKTepPU30BaTh CTAOUIILHOCTh TpacK-
TOpHIA pa3BUTHS B paHHEM SMOPHOHE IPO30(IIIHI.

Hccnenosanne cTaOMIBHOCTH TPACKTOPHUI CUCTEMBI
T€HOB gap ObLIO MPOBEICHO B KOHTEKCTE TEOPUM JUHA-
muyeckux cuctem (Manu et al., 2009b). B paccmarpuBa-
emoii cucteme u3 N reHoB 1 M sinep (M x N miepeMeH-
HbBIX), €€ COCTOSIHME MOXHO OITMCaTb TOYKOW B M x
x N-MepHOM TTPOCTPaHCTBE KOHLIEHTpALWiA, v (a3o-
BOM mpocTtpaHcTBe. KoHIeHTpalmy 0eJIKoB gap MEHSI-
IOTCSI BO BPEMEHU, U, CJICIOBATEIbHO, YUCIICHHOE pe-
IIEHWE YpaBHEHUIA — 3TO TpaeKTOpusi B 3TOM (pa30BOM
npocTpaHcTBe. JluHaMudecKasi CucTeMa TakoKe MOXKET
MMETh PElIeHMsI, KOTOpbIe HE MEHSIIOTCSI BO BPEMEHM.
IMonoOHBIe pellieHus], Ha3blBaeMble COCTOSTHUSIMU PaB-
HOBEeCHSI, IPEICTaBIeHbl OMHOM TOYKOM B (pa3oBOM
npocrpaHcTie. [1o3uimm Touek paBHOBeCHs B (ha30BOM
MPOCTPAHCTBE U CBOMCTBA UX YCTOMUMBOCTU OTpeneJsi-
IOT CTaOMJILHOCTH OOILIETO YMCJIEHHOTO PEIleHUs, Me-
HSIIOILIETOCST BO BPEMEHM.

B okpecTHOCTH TOYKM paBHOBECHS B (pa30BOM IPO-
CTPAHCTBE CYIIECTBYIOT NMPUHLMITAATILHBIC HAITpaBJic-
HUs, IO KOTOPbIM PEIICHHA 3KCITIOHCHLUHWAJIBHO IIpU-
OmKaIOTCs, JIMOO YHAJSTIOTCST OT TOYKM PAaBHOBECHS.
OTU HaIpaBJICHUS HA3bIBAIOTCSI COOCTBEHHBIMM BEKTO-
paMu TOYKM paBHOBecust. Ammpakmop (“y3en”) — 310
TOYKA PABHOBECHSI, KOTOPAsi CO BpEMEHEM ITPUTSITUBAET
BCE pelleHUs B HEKOTOPOM OKPECTHOCTU (ha30BOro
MPOCTPAHCTBA, TO €CTh BCe COOCTBEHHBIC BEKTOpa Ha-
paBjIeHbI K aTTpakTopy (puc. 50). Dta oKpecTHast 00-
JIACTb HA3bIBACTCS 001ACMbIO NPUMANICEHUs ATTPAKTOPA.
Hpyrrumu cioBamu, €ciivi KOHIIEHTpallMy MPOAYKTOB Ie-
HOB gap OKa3aJINCh B KAKOM-TO MOMEHT B OOJIACTH TIPH-
TSDKEHUsSI HEKOTOPOIo aTTpakTopa, TO CITYCTS BpeMst
KOHIIEHTPAIlMA TIpUMYT 3HAYeHUs], OIpeaesisieMble
3TUM arTpakTopoM. Cedro6as mouxa paBHOBecus (“celi-
JI0”) UMeeT COOCTBEHHbIE BEKTOPA, YaCTh KOTOPKIX Ha-
MPaBJIEHO K 3TOM TOYKE pPaBHOBECUS, a 4acTh OT Hee
(puc. 5B). B 10oKaJIbHOI OKPECTHOCTU CEIOBOI TOUKU
paBHOBECHSI €€ COOCTBEHHbBIE BEKTOPA OIPEAEIISIOT TaK
Ha3bIBaEMbIC UHBAPUAHIMHbLE MHO2000pA3Us STOI TOYKMU.
DT MHOrooOpa3usl CIlIOCOOHBI AECTBOBATh B (Da30BOM
TPOCTPAHCTBE aHAJIOTUYHO aTTPaKTOpaM, TO €CTh TIPH-
TITUBATh K cebe pellleHUs] B OTTAJICHUM OT CeIJIOBOM
TOYKH.

Ecnu cuctema ypaBHEHWUI 3aBUCUT OT MapameTpa,
Hanpumep, Takoro, Kak A—I1 mo3uimst obacTeit SKc-
IIPECCUM TEHOB gap, BCE PellicHMs] ypaBHEHMIA, BKITIOYAsI
COCTOSIHUSI PaBHOBECUS, MEHSIIOTCS TNPU W3MEHEHUU
3HadeHus napaMmerpa. OcoOeHHBIN MHTEpEC TTPEACTaB-

Puc. 3. YucineHHoe MOIEIMpPOBaHKE IIPAaBUIbHO MPeICKa3biBaeT BapradeIbHOCTh IPAHMI] 00JIACTel SKCIIPECCHu reHoB gap. (a) Pe-
3YJIBTaThl MOJIEIMPOBAHUSI KAPTUH 3Kcrpeccuu hb, Kr, kni v gt Bo BpeMeHHOM Kitacce 8 (~3 MUH 10 Hayasia racTpyJIsSiiiui) B YACTICH-
HOM 3KCITEPUMEHTE C UCITOJIb30BaHUEM 88 MHIMBUIYAIIbHBIX SMOPHUOHOB (1151 CpaBHEHUSI C (B)). (B) DKCIIEPUMEHTAIbHBIE JAHHBIE
10 BKCHOPECCUN TeHOB gap y 83 sSMOPHMOHOB AMKOI0O THIIa BO BpeMeHHOM Kiiacce 8. (0, r) BapnabeIbHOCTh MO3ULIMN TOCTEPUOPHOI
rpaHuLbl iepenHero nomena Hb B Monesnu cocrapisier 1.3% 1D (6), a B akcniepumente 1% 1D (r). (1) KOHTPOIBbHBIN SKCIIEPUMEHT
in silico o MOIEIMPOBAHUIO BIMSIHYS BapuadeabHocTH Bed Ha rpanHuMily /46 Tipy BBIKITIOUEHHOM KpoCc-peryJisiiuy reHoB gap. Mc-
MOJIB30BAJIMCH Te XXe MaTtTepHbl Bed, Kak [1s1 KapTUH 9KCIPeccHM, MOKa3aHHBIX Ha puc. a U 6. [1pu oTcyTcTBUU Kpocc-peryisiiuu
CTaHIApTHOE OTKJIOHeHUe rpaHuiibl Hb yBennumBaercst 10 4.6% 1. (e—3) YpOBHM aKTUBALIMKM M CYMMAapHOM pEIPECCUM TS TIOCTE-
PUOPHBIX rpaHmIl 4b (), Kr (3X) v kni (3) cCKoppeTMpoBaHbI. Pe3yisraThl 88 YMCIeHHBIX SKCITEPUMEHTOB CTPYITITMPOBAHBI ITO TTOJIOXE-
HUIO COOTBETCTBYIOLLMX 33IHUX TPAHULL C UHTEPBAIOM, PaBHBIM 1% /1D, ¥ BHYTpU KaxKIO¥ TPYIIIBI BEIMUCIEHBI CPETHIE YPOBHU aK-
TUBALMU (Cepble MPSIMOYTOJIBHUKI) U COBMECTHOM peNpeccuu (YepHbIE MPSIMOYTOIBHUKH).

OHTOT'EHE3 TomM 42 Nel 2011
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Puc. 4. BapnabenpHOCTD 3a1HE# TpaHUIIBI aHTEPUOPHOI 001acTh 3KcTipeccuu hb Haxogutest ion KoHTposieM Kr u Kni. Kaptunsr
aKcrpeccu /b (a) v gt (6) y 28 aMOPHMOHOB, MyTaHTHBIX 0 reHaM Kr v kni, M’y 68 SMOPHMOHOB IMKOTO THIIA (B I T COOTBETCTBEHHO).
IMokazaHHbIe KAPTUHBI 9KCMPECCMM HOPMUPOBAHBI HA MAKCUMAIbHBIN YPOBEHb 9KCIIPECCUU B AHTEPUOPHOIT 00J1aCTH 9KCIIPECCUU
hb (a, 6) wim B aHTepHOPHOI1 00acT aKkcrpeccun gf (0, T). YpOBEHb 3KCITPECCUU BBIPAXKEH B IMPOIIEHTaX OT MAaKCUMAJTBHOTO YPOBHSI.

JISIIOT Pe3KH€ M3MEHEHMSI B MOBEICHUM PEILCHUI TIpU
Bapualuy mapameTpa, IIpy KOTOPBhIX MEHSIETCsl olIiee
KOJIMYECTBO TOYEK PAaBHOBECUS WU MX YCTOMYMBOCTD.
Takuve uaMeHeHu s Ha3bIBAlOTCS Ougypkayusmu. Iyrem
OuypKaii IPpOMCXOOAT Ka4eCTBEHHbIEC M3MEHEHMS B
JMHAMUKE CUCTEMBI. 13 MHOTMX CYIIIECTBYIOIIMX TUIIOB
oudypkanuii, uccieayeMoit 4-MepHOI CCTEME TeHOB
gap ¢ MeAuaHHBbIM TpanveHToM Bcd mpucyln Tojbko

oovH TIN — Oudypkamus “cemto—y3en”. B aToit 6u-
dypKayy py HEKOTOPOM 3HAYEHUM NapaMeTpOB CO-
CTOSIHMSI PaBHOBECHUSI aTTPakKTOp M CEIJIO CIAMBAIOTCS
TIPYT C IPYrOM 1 00a TTepecTaroT CyIlleCTBOBATh WM, Ha-
000pOT, POXKAAIOTCSI OTHOBPEMEHHO (pHC. 5T).

Jlst kaxkoro siapa aMOproHa B A—I1 HanpaBineHun
OBbUIM OXapaKTepM30BaHbl aTTPAKTOPhI M 00IaCTH NPH-
TSDKEHUS aTTPAKTOPOB, KOTOPhIE ObUIM PACCYMTAHBI C-

Fig. 5. lunamMuuecKrie aTTpakTOphbl KaK MEXaHM3M KaHAJIM3alUKi KCIIPECCUU TeHOB gap, a TakKe CABMIOB 00J1acTeil 9KCIPEeCCUu
9TUX FE€HOB BO BpeMeHU. MaTepuHCKUE rpaueHThI (a) U pe3yJibraTbl MOJAESTMPOBAHUST KAPTUH 9KCIIPECCUU TeHOB gap (1) B 00JacTu
35-71% 1D (B Mozenu ¢ BeIKTIOYEeHHOM muddysueit). budypkaims B mosuimu 53% D, pasnessioliast aHTepUOPHYIO M ITOCTEPH -
OpHYIO 00J1acTH, 0003HAYEHA ITyHKTUPHOM TuHUe. (6—T). Touku paBHOBecus B (ha30BOM MPOCTPAHCTBE: aTTpakTop (y3en) (6), cen-
JIOBast TOUKa (CeUI0) C ”HBApUAHTHBIMM MHOTOO0OPA3UsIMU (B), CEIJIO M Y3eJ1 psitoM IpyT ¢ apyroM (r). [Tpu 6udypkanum tvma “cen-
JIo—Yy3eJ1” celJIoBasi TOUKa M aTTPakTop B (T) MOCTEIEHHO COMKAIOTCs (MPpY U3MEHEHUU MapaMeTpa B ypaBHEHMSIX MOJIEJIN ), CIMBa-
FOTCS Y TIEPECTAlOT CYIIeCTBOBaTh. Ecii mapameTp MeHsIeTCs B IPYryl0 CTOPOHY, TO 9T TOYKM PABHOBECHSI BMECTE TIOSIBIISTIOTCS] U
MOCTETNEHHO OTAAISIIOTCS IPYT OT ApyTa. (€, )K) AHTEPUOPHBIIA U MTOCTEPUOPHBII PEKMMBI KaHATU3ALMU. YepHbIe LIapUKU — TOUey-
HbI€ aTTPaKTOPhI, CEPble — CEIIOBbIe TOYKU paBHOBecus. TpaeKTopuu 00O3HAYeHbl TOHKMMU JIMHUSIMU, BpEeMEHHasl TMHAMUKA
roKa3aHa rpanalyeil Ceporo LBeTa Ha TPaeKTOpHsIX. OeIblii LIBET COOTBECTBYET LIMKITY 13, uepHbIit — Havyasy ractpysisiiuu. (e) dazo-
BBII TIOpTpET siipa B mos3uumu 37% 1D (nmpoekimst Ha ocu Hb—Kr—Gt), wimoctpupyroliast aHTEpUOPHBINA AMHAMUUYECKUIA PEXIIM.
(k) Pa30BbIii TOPTPET simpa B o3uimu 57% 1D (npoekimst Ha ocu Hb—Kr—Kni), uiutioctpupyioliasi ToCTepUOpHbIN TMHAMUYECKUI
pexum. OTHOMEepHOE MHBApUaHTHOE MHOTroo0pasue MoKa3aHo B BUE cepoii Tpyoku. (3—K). [IpocTpaHCTBEHHbIE CABUTH O0IacTeit
3KCIPECCHH, O0YCIOBJIEHBI MPUTSIKEHUEM K MHOT000Opasuio. (1, K) JlnHaMuKa KOHIIEHTpalluii 6eKa B siApe B MO3ULMU 59%
B, xoTopoe o61acTu 3Kcnpeccuu Kr v kni iepecekaroT, KOrua CABUTaloTCSl B aHTEPUOPHOM HarpaBJeHUMU B XO1e IIUKJIa
14A. Tlo3uuwms simpa o6o3HaUeHa BEPTUKAILHOM MyHKTUpHON JuHueil. Huskue koHueHtpaimu Kr u Kni coorBecTBytor Hauairy
ukiia 14A, BeICOKMe — KOHITY IMKJIa. (3) [Tpoekimst (hazoBoro moprpera 3toro siapa Ha ocu Hb—Kr—Kni. TpaekTopus sinpa 0603Ha-
YyeHa rpalMeHTOM LIBeTa, Kak Ha puc. (e, k). CTpenkoit 0003Ha4e€HO MPOMEKYTOUHOE COCTOSIHUE sIIpa C BLICOKOM KOHLIEHTpalen
Kr nepen TeM, Kak OHO JOCTUTAET COCTOSIHUSI C BRICOKMM coaepxkaHueM Kni nepen ractpyssiuuei.

OHTOT'EHE3 TomM 42 Nel 2011



13

M3YYEHUE MEXAHU3MOB YCTOMYUBOCTHU

BUTTedLHOTTHOM BBHIILQLUOOHL(

9% ‘eHOMdQWe BHULY
08 0L 09 0S5 OF O

O£

()

0s
001
0S1™
00¢
0s¢C

0¢
001
0SIS.
00¢

0s¢C

orrd))

=4

(rroek)
douivduiuty

9

— — —m—— 17

CERTTTTERTT T -

(relN) qH

JIO1I9]S0, (8) 45
I d :IouRIuy

[ 9% ‘eHOMdQWe eHULT! )

0S¢

08

BUIMTRALHOITHOM BBHII[QLUOOHL()

Ne1l 2011

TOM 42

OHTOI'EHE3



14 CYPKOBA u np.

XOJIST M3 HAOJTI0maeMoro pa3dopoca HadaabHBIX YCIIOBU -
KOHILIeHTpaLmu MateprHckoro Hb (Cwm. paznen “Marte-
Matudyeckoe MojeanpoBaHre”). YToObl oxapakTepu3o-
BaThb NIEPEXOMHBIC COCTOSTHUS PEIIeHUI, OB paccum-
TaHbl MHBAPUAHTHBIE MHOTOO0Opa3usl CEIJIOBBIX TOUCK.
AHamm3 (a30BOro MpocTpaHCTBA MOKas3ajl, YTO B 3M-
OpuroHe apo30GWIBI CYLIECTBYIOT ABa TUIIA (hOPMUPO-
BaHMSI TIaTTepHA B 3aBUCUMOCTU OT TTOJIOXKEHUST BIOJIb
ocu A—TT (Manu et al., 2009b). AHTEpUOPHBIA U MIOCTe-
PUOPHBIN TUHAMUYECKNE PEKUMEBI pa3mensieT oudyp-
KalysI CeUTO-y3el1 B HoJToxKeHH 53% J1D, 910 cOOTBET-
CTBYET IUKY LIeHTpaJIbHOTO ToMeHa Kr (puc. 5m).

B aHTepropHoil 00J1aCTH, 3aKTIOUEHHOM MEXKIY -
KoM TpeThero noMeHa Gt (puc. 2a) 1 IIMKOM LIeHTPaJIb-
Horo goMeHa Kr, cocrosiHue simpa B MOMEHT TacTpyJIsi-
LUK GJIM3KO K TOUSYHOMY aTTpakTopy. PopMupoBaHue
rnarrepHa B 3TON 00JIaCTU TIPOUCXOIUT ITyTeM BbIOOpA
OITHOTO COCTOSTHYSI M3 MHOXKECTBA BO3MOKHEIX B (ha30-
BOM ITPOCTPAHCTBE MOJAEN U KOHTPOJIUPYETCSI KOHLICH-
tpauusamu Bcd u Cad nyrem omnpenesieHus pazme-
poB obJacTell IPUTSDKEHUsS U TTOJIOKEHUST aTTpak-
TOpPOB B (pa30BOM MpocTpaHCTBE Moean. KoHlIeHT-
panust MaTeprHCKOoro Hb oTBedaeT 3a BEIOGOP KOH-
KpeTHOTO arTpakropa (pmc. 5a). CorjlacHO paHee
MMOJIyYeHHBIM pe3yJbTaTaM, NaTTepH B IepemaHeit
obyiact 5MOpHUOHa (hopMUPYETCS B pE3yJIbTATE CU-
HepreTudeckoro B3aummogelictBun Bcd m Hb; u
MMPOBEICHHBII aHAIN3 TTO3BOJISIET TOHSATH POJIb 3TUX
0eJIKOB B aHTEpUOPHOM TTaTTepHUHTE.

Ha pucyHke S5e mokazaH mpuMmep, XapaKTepu3ylo-
I MeXaHU3Mbl KaHAIM3allM B aHTepUOPHOI 00J1a-
cmu. [1puBeneH (a3oBbiit moptpeT sapa B A—I1 mmo3urmm
37% 1D, 3Ta MO3ULIMSI COOTBETCTBYET ITUKY TPETHETO
JIoMeHa gf (pvc. 2a) 1 TiepeIHeil 001acTh SKCIPEeCCUmn
hb. Tak kak ¢a3oBoe IMPOCTPAHCTBO B KAXKIOM SIIpe
4—x MepHO (TT0 KOJIMYECTBY MCCJICAyeMbIX TEHOB gap),
oKa3aHa ero 3-x MepHas mpoekius Ha ocu Hb—Kr—Gt.
Bce TpaekTopuu pelreHrii HauMHaIOTCSI Ha ocu Hb, B
COOTBETCTBUM C HAaYaJlbHbIMU YCJIOBUSIMU BO BCEX SI/I-
pax. ATTpakTopbl 00O3HAYEHbI YEPHBIMU IIAPUKAMMU.
TpaekTopnu mokazaHbl TOHKMMU JAHWASIMU, BpeMEHHAasI
JIMHAMWKa TIOoKa3aHa TIpajaliueil ceporo IBeTra Ha
TpaeKTOpMsIX. BeNnblil 1IBET COOTBECTBYeT LUKy 13,
YEepHbIl — Havany ractpyiasuuu. [lepexon K yepHOMY
LIBETY IPOUCXOIUT OYEHb OJIM3KO K aTTpakTopaM, 3TO
3HAYUT, YTO PEIlleHUe BO BCeX sIpax OueHb OJM3KO K
TOYKE paBHOBecHsI Iiepel racTpyiriuueit. Ha pucynke
BUIHO, YTO M3HaYajbHasl BapraOeIbHOCTh TPAGKTOPHIA
OYeHb CUJIBHO YMEHBIIIACTCSI K MOMEHTY TracTpyJIsiLiuu,
TaK1M 00pa3oM, TPACKTOPHM CTaOWIbHBI O1arogapsi TO-
YeyHBIM arTpakTopam. ITokazanHoe s1mpo 37 B COOTBET-
CTBUM ¢ KOHIIEHTpalueii MmaTepruHckoro Hb momnamaer B

1
001aCTh NPUTSDKEHUSI aTTpakTopa A, B COCTOSIHUU

Hb,Gt-ON (c Beicokumu KoHleHTpauusimu Hb u Gt),
YTO COOTBETCTBYeT A—I1 TTO3UIIMM 3TOTO simpa OTHOCH-
TEJIbHO 00J1acTel SKCIPECCHUU 3TUX TeHOB (puc. Se).

Bcero B nepenHeii obact sMOproHa (hOpMUPYIOT-
Cs1 TP TPaHULIbl IKCITPECCUM TEHOB gap: 3a/HsIs1 TpaHU-

11a TPETHETO TOMEHA gf, 3aIHSIST TpaHWIIa aHTEPUOPHOTO
JIOMeHa Ab 1 mepeAHssl TpaHULA LIEHTPAJILHOTO JIOMe-
Ha Kr. TlepBasi U3 HUX 0Opa3yeTcsl B pe3yjbrare Toro,
YTO aTTPAKTOP, TIPUTITUBAIOIINI TPACKTOPHUH Pa3BUTHSI
B sIIpax, PacroJIOXKEeHHBIX B paliloHe IpaHMIIbI, TIEPEX0-
aut u3 coctosiHUs Gt-ON (C BBICOKOWM KOHLIEHTpaluei
Gt) B cocrossnue Gt-OFE O0pa3oBaHue repeKphiBaio-
nxes rpannil Hb u Kr B oomactu 45—47% 1D saBiser-
CsI PE3YJIBTaTOM TIePEKITIOYCHUS TPACKTOPHIA OT OMHOTO
atTpakTopa ¢ cocrostHueM Hb—ON (o 45% [13) K mpy-
romy ¢ cocrostHreM Kr-ON (rrocie 47% J19).

3amgHsIs1 00J1acTh SMOPMOHA 3aKJTIOUeHA MEXXIy ITH-
KOM 1IEHTPaJIbHOI 00JIaCTU 3KCIpeccuu Kr U TTMKOM
TMOCTEPUOPHOTO IoMeHa akcrpeccuu gt (Manu et al.,
2009b) (puc. 51). XoTs Tepe racTpyJisiiyei TpaeKTo-
pYM B 3TOI 00JIACTU HE CXOASATCS K OMTHOMY aTTPaKTopy,
OHU CXOMSTCS K OMHOM TpaeKTopuu B (ha30BOM IpO-
CTPaHCTBE, 8 UMEHHO, K OTHOMEPHOMY UHBapUaHTHO-

2 o
My MHOFOOGPEBI/HO U~ cenoBoii TOUKU S? , IOKa3aHHO-

My Ha pUCYHKe 5K B BUIIe cepoil Tpyoku. [lepen ractpy-
JISIME TpaeKTopuir OJIM3KKM K 3TOMY MHOT000pa3uio,
3TO BUJIHO II0 M3MEHEHWIO 1BeTa Ha 4YEepHbIA IMpu
IpUOIIKEHNN K MHOT000pa3uio. JJaHHoe MHOTOo0pa-
31€ B ITOCTEPUOPHOI 00JIACTH UTPACT Ty KE POJIb, UTO U
aTTPaKTOpbl B aHTEPUOPHOI, T.e. OTBEUYACT 3a CTAOWJIb-
HOCTb TPaeKTOPHMIi 1 KaHam3anuto. MarepuHckuit Hb
obecrnieunBaeT OPMUPOBAHUE TTATTEPHA B ITOCTEPUOP-
HOM 00JacTH, oIpeaesisl Kakasi 4acTb MHOTIooOpa3ust

2 .
U~ Oyner HOCTUTHYTA pellieHeM ypaBHEHWIA B TOM VJTH

WHOM $JIp€ K MOMEHTY TacTpy/slMu: NPU BBICOKUX
KOHIIEHTpaLMsIX MaTepuHcKoro Hb peleHus ypasHe-
HU TpuOmKaoTcsa K coctossHuio Kr-ON (¢ BBICOKOM
KoHLeHTpauuei Kr 1 HU3Koi KoHLIEHTpale mMpoayK-
TOB JIPYITMX T€HOB gap), IIPY IPOMEXYTOUHBIX KOHIICH-
Tpanusx Hb pemenust nocturaroT cocrossaust Kni-ON,
a TIpM HU3KMX KOHLIEHTPALIUSIX Peai3yeTcs COCTOSTHUE
Gt-ON. Tk. matepuHckuii Hb yobIBaeT MOHOTOHHO B
3aBUCUMOCTH OT A-IT 1mo3uimm, 3T0 NpUBOOUT K (pop-
MUPOBAHUIO MATTEPHOB B ITOCTEpUOpHOI obactu. Ec-
JI1 3apMKCcUpoBaTh KOHLIeHTpauuio Bed B mmocrepuop-
HOM sIipe ¥ MEHSITh TOJIBKO KOHILIEHTPALMIO MATEPUH-
ckoro Hb, Ha BbIXO/Ie MOIE/IH TTOJTydaloTCS [IPaBUILHBIC
KapTUHBI 3KcIpeccuu reHoB gap (Manu et al., 2009b).
DTO comacyercs ¢ paHee MOJy4eHHBIMU SKCITIEPUMEH-
TaTbHBIMH TAHHBIMHU O TOM, YTO MaTtepuHcKuii Hb mo-
KeT (opMHUpPOBaTh MaTTepH B 3MOPUMOHE MPU OTCYT-
CTBUM aHTEPUOPHBIX U TEPMUHATILHBIX CUCTEM, O0pa3ys
MOCTEPUOPHBIE KAPTUHBI SKCITPECCUU TI0 IJIMHE BCETO
aM0OpuoHa (Struhl et al., 1992). Takum o06pa3om, pe3yJib-
TaThl MOMAETMPOBAHMSI MOATBEPXAAIOT paHee Ipoje-
MOHCTPHMPOBAHHYIO B B3KcIlepyMeHTax poiab Hb kak
MopdoreHa, AeHCTBYIOILIETO B MOCTEPUOPHON 00J1acTh
SMOpPUOHA, U TTO3BOJISIIOT TTOHATH MEXaHU3M JENCTBUS
3TOr0 TPAHCKPHUILIMOHHOTO (hakTopa.

IMputsokeHre TpaeKTOpUIA pellieHWid YpaBHEHUIA K
WHBapUaHTHOMY MHOT000pa3nio 00ecreurBaeT TakxKe
MEXaHW3M JIMHAMWYECKUX CIBUTOB 00JIaCTei aKCIpec-
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CHU TEHOB gap, KOTOPKIN SIBJISIETCS KITIOUeBOM OCOOCH-
HOCTBIO (DOPMMPOBAHMS ITaTTEpHA B 3agHE 00JIacTU
aMmbpuoHa (Jaeger et al., 2004a, b, Surkova et al., 2008).
BOTOT MeXaHW3M MOXHO IPOMJUTIOCTPHUPOBATH C TIOMO-
IIBIO siApa B TToytoxkeHnu 59% J19, KoTopoe 3aaHsIs rpa-
Huta Kr u nepenssist rpanuiia Kni repecekarot, Korna
CABUTAIOTCSI K aHTEPUOPHOMY KOHILY SMOPHOHA B XOJIE
nukia 14A. Ha puc. 5u, K 1okazaHa BpeMeHHas1 JI1MHA-
MuKka koHueHTpaimii Kr u Kni B atoii A-I1 nmosuim,
0003HAaYEHHOI BEPTUKAIBHOUW ITyHKTUPHOUN JMHUEM.
Ha nipoekiinu ¢pazoBoro moprpera 3Toro siapa (puc. 53)
BUIHO, YTO €0 TpacKTopusI HaunmHaeTcs Ha oc Hb u
NpUTITHUBaeTCsS K MHOrooopasuro U2+, nocTuras repe;
ractpysiumeii cocrossHnsl Kni-ON (¢ BBICOKOM KOH-
neHTpaumeii Kni). [Tpu 3ToM TpaeKTOpHS ITPOXOINUT Ue-
pe3 cieaylolye IPOMEXYTOUHEIC COCTOSTHUST: BHAYAJIC
BO3-pacTaeT KoHHeHTpauus Kr. 3ateM ImporcxomuT 1mo-
CTeNeHHOe YBeJIu4YeHre KoHLeHTpauuu Kni, compo-
BOXJalollleecsl yMeHbllIeHMeM KOHLeHTpauuu Kr.
OTMeTUM, YTO TPAaeKTOpPUS pElLIeHUd YpaBHEHUI B
9TOM SIApE SIBSICTCSl Pe3yJbTaTOM aCUMMETPUYHOM
penpeccuu Mexny reHamMu kni u Kr. MexaHU3MHI,
obecreunBaoIIne CIBUTH O0JIacTeil DKCITPECCUU B
sIIpax, pacIoJIOXKEHHBIX B palilOHEe 3aHEN IrpaHUIIbI
00JIaCTH KCIIpecCUu kni v mepeaHeii TpaHUIbI TT0-
CTEpPUOPHOM 00JIACTU DKCIIPECCUU gf, aHAJIOTUYHBI
MOKa3aHHBIM Ha pUC. 53—K.

Kremounvie denenusi Kak mexanusm evlbopa
CMAUUOHAPHBIX COCMOAHUI 8 PA3BUBAIOUEICS
buonoeuueckoll cucmeme

OrnucaHHBIE BhILIE pe3yJIBTaThl ITOKA3bIBAIOT, KAKYIO
(dyHIaMEHTAIBHYIO POJIb B OMOJIOTMYECKUX UCCIIeI0BA-
HUSIX UTPAIOT TaKKe aOCTpaKTHbIE MaTeMaTHYECKUE TT0-
HSTHS, KaK aTTpaKTOPHI M X 001aCTH TIpUTSLKeHMs. To-
YeyHbIe aTTPaKTOPbl U JApyrue NpUTATUBaIolle UHBA-
pHMaHTHBIE MHOTO00pa3usI, IMTOOOOHBIE M300paKEHHBIM
Ha puC. 5, cayXaT OpraHU3YIOIINM 3JEMEHTOM I ¢ha-
30BOr0 MOPTPETa CUCTEMBI, 3aJal0IIM €T0 OCHOBHBIE
TeOMETPUYECKHNE OCOOEHHOCTH. B aTHX TepMrHax KaHa-
JM3alys HadaJIbHOU BaprabeIbHOCTH COCTOSTHUI pas-
BUBAIOILLICICS CUCTEMbI €CTeCTBEHHBIM O0pa3oM Mpead-
CTaBJISIETCS B BUJIC TPACKTOPUIA, CXOMSILMXCS K OTHOMY
M TOMY XK€ aTTpaKTOpy C Pa3IMYHbIX HAYaJIbHBIX YCIO-
BUIi. MakcuMaJIbHOE KOJIMYECTBO BO3MOXKHBIX aTTpaK-
TOPOB SIBJISIETCS Ba>KHBIM CBOMCTBOM TaKO CUCTEMBI.
Ecmu cucrema sBisieTcsl MHOTOKJIETOYHBIM OpTraHM3-
MOM, TO €€ COCTOSTHIE OyJIET OTIPENEIIITECS COCTOSTHUEM
KaXI0l M3 ee KIIETOK, M, TaKUM 00pa3oM, IIpOCTpaH-
CTBO COCTOSTHMII MOKET OBITh OYeHb BeJImKo. OIHAKoO,
SIBJICHUE KaHaIW3aly IpearnosaraeT, 4YTo CyIIeCTBYIOT
MEXaHU3MBbI, KOHTPOJIMPYIOLINE KOJIMYECTBO BO3MOXK-
HBIX CTAllMOHAPHBIX COCTOSIHUI, TOCTUKMMBIX OMOJIO-
ruyeckoit cucteMoii. 1J1st 0ObSICHEHUS 3TOTO SIBJIEHUS
H606XOLLI/IMO yY4uThbIBaTh BJIMAHWE Ha JUMHAMHKY KOH-
KPETHBIX OMOJIOTMYECKUX IMTPOLIECCOB, TAKMX Kak Jesie-
HMUS KJIETOK.
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B pa6ote Gursky et al., 2006 Ha ipruMepe MOIEIN BU-
ma (1) (cM. pazmen “MaTteMarryeckoe MOIeIMpoBa-
HUe”’) MMOKa3aHo, 4TO ACJICHUE SIAeP UTpacT AMHAMMYC-
CKYIO POJIb B Pa3BUTUM SMOPHOHA IP030(IIIBI, KOTOpast
COCTOUT B PeAyKLIMM OOILIEro Yuciia aTTpakTOpoB, I0-
CTYITHBIX JUISI IMHAMMWKY T€HHBIX IIPOAYKTOB BO BCEX SI/I-
pax. DT1oT 3(deKT sABIsIeTC MaTeMaTUIECKUM CJISI-
CTBMEM TOTrO, YTO Pa3MEePHOCTb MPOCTPAHCTBA COCTOSI-
HUI1 B MOJE/IM MEHSIETCS BMECTe C MU3MEHEHUEM 4ucia
saaep B aMopuoHe (Gursky et al., 2006). [TogoGHbIN 3¢-
(beKT pemyKiMyu 4Yucia JOCTMDKUMBIX aTTPaKTOPOB HeE
3aBUCUT OT KOHKPETHOU pean3alliv MOAeI U, oue-
BUIHO, OydeT UMETb MECTO B JIFOOOK OMOJIOrMYeCKOn
CHUCTEME, B KOTOPOII IIPOUCXOIUT 00pa30BaHUE MaTTep-
HOB Ha (pOoHE KJIETOUHOTO CICHUSI.

3AKJIIOYEHUE

B ma"HHOM 0630pe CyMMHUPOBaHbI PE3YJIBTaThl N3yde-
HUST MEXaHU3MOB KaHAJIM3allMM BapuaOeTbHOCTA DKC-
MPECCUM TEHOB CETMEHTALIMN, OITyOJIMKOBAaHHbBIE B pa-
6otax Surkova et al., 2008; Manu et al., 2009a, b.

OTU UccienoBaHMsI TTOKa3ajin, YTO KaHaIu3all1s Ba-
pHrabeILHOCTU B CUCTEME TEHOB gap IIPOMCXOIUT B pe-
3yJIBTaTe B3AMMHOM PETYNISILINKU 3TUX TeHOB. [ToCKOIbKY
B3aMHasl PETYJISILUSI TEHOB SIBJISIETCSI UMMaHEHTHBIM
CBOMCTBOM CHUCTEMBI TEHOB gap, ITOTydeHHBIE Pe3yIBTa-
TBl JOKA3bIBAIOT, YTO KaHAIMU3alKS BapuabeIbHOCTH
TakKKe BHYTpEeHHE MPUCYIIa 3TOi CUCTEMe.

BaxxHo, 4TO BBINIOJIHEHHBIE WCCIIENOBaHUS Mpoe-
MOHCTPUPOBAIM HEAOCTaTOYHOCTh IpaareHTa Bed s
(hopMupoBaHUSI TOYHO MO3UITMOHUPYEMBIX TPaHULL 00-
JlacTeit SKCIpeccuM TeHOB gap, a TakkKe HeOOOCHOBAaH-
HOCTb JIByX JIPYTUX KJIACCOB TEOPETUYECKUX MOJIEJIEN,
MPeIOKEHHBIX 7151 OObSICHEHUSI TOYHOT'O MO3ULIMOHU -
POBaHMSI TPAHULIBI 3KCIPECCHU TeHa ab. B aTux uccie-
JIOBAaHMSIX ObLTM BBICKA3aHBI TUTTOTE3bI O TOM, UTO TIpH-
YyuHOI Oydepu3alliv BapuabeTbHOCTU /#b MOXET ObITh
aKTUBHBIN TpaHcnopT (Aegerter-Wilmsen et al.
2005), nim HeKuil JOTIOJHUTENbHBIN IpageHT, Ha-
MpaBJeHHBIN OT 3aJlHEr0 KOHIIAa SMOPHUOHA K Mepei-
Hemy (Howard et al., 2005; McHale et al., 2006;
Houchmandzadeh et al., 2005). OTmMeTM Takxke,
4TO B OOJIBIIMHCTBE 3TUX pabOT paccMmarpuBaliach
TOJIbKO TpaHuLla Ab, B TO BpeMsl KaK MOJIeJib, TIpe/-
JIoxXeHHas B pabore Manu et al., 2009a ipaBUIbHO
BOCIPOU3BOIUT YMEHbIIIEHE BapuabeJIbHOCTH Irpa-
nueHTa mopgoreHa Becd Ha ypoBHe aKcnipeccuu He
TOJILKO Ab, HO 1 IPYyTUX TeHOB gap.

MHorue, nogyac o3amadyvBarollye pe3yabraThl, MO-
JIydeHHBIC B MCCJIEIOBAHUSIX BapraOeTbHOCTH TTOJI0XKEe-
HUS TpaHULl TeHoB-MHuIlieHel Bed, MOryT ObITh OOBsIC-
HEHBI MyTeM COIOCTABRJICHUS PE3YJIBTaTOB, MOTY4EHHBIX
B PaCCMOTPEHHBIX B JAHHOM 0030pe paboTax ¢ TaHHbI-
Mu o rpagueHTe Bed in vivo (Gregor et al., 2007b). bonee
HarISIAHOM XapaKTEPUCTUKON MPOCTPAHCTBEHHOM Ba-
pUadeTbHOCTU, YeM CTaHIAPTHOE OTKJIOHEHWE IMO3U-
LI TOPOTOBLIX KOHIIEHTPALIW OeJiKa, SIBJISIETCS HeTO-
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CPEICTBEHHO pa3Max 3THUX ITo3uumii BOomb ocn A—I1
(puc. 2n, e). Paamaxu nosuumii Bed in vivo 1 rpaHuiibl
aKcIpeccuu b y (pUKCUpoBaHHBIX SMOPHMOHOB COCTaB-
10T 10 1 5% mHBI SMOPHMOHA COOTBETCTBEHHO. DTO
O4YeHb BaXXKHOE HAOJIOCHNE, TOCKOJIBKY OUeHb MHOTHE
9KCMEepUMEHTAbHBIE BO3JIEHCTBUSI MOTYT YBEJIMYMUTh
pa3max Mo3uliiii TpaHULIbI b B 1Ba pasa, ejiasi ero paB-
HbIM pa3Maxy rosuimii Bed.

Ipexnme Bcero, moimydeHHBIE B padbore Manu et al.,
2009a pe3yasraThl 00 YIBOSHUHM pa3Maxa MO3ULIMI Tpa-
HULBI 3KCIIpeccur hb y NBOMHBIX MyTaHTOB Kr;Kni-
MOXKHO OOBSICHUTB TEM, YTO B 3TOM citydae Bed siBiszer-
Csl €AMHCTBEHHBIM PETYJIITOPOM /b, TIOCKOJIBKY M3-3a
MyTaLlMii [ENCTBUE IOPYIUX PETYIsITOPOB, B HOpPME
YMEHBIIAIOIIMX BapuabeIbHOCTh, OTCYTCTBYeT. Bo-BTO-
pbIX, 9% pa3Max MO3MLINI TPAaHULIBI SKCITpeCCUn Ab Ha-
OII0HACTCS y PEIOPTEPHBIX KOHCTPYKTOB C (PparMEHTOM
MPOMOTOpA /b, KOTOPBIN COOEPKUT TOIBKO CANTHI TTPH-
coequHeHus Bed (Bergmann et al., 2007). Hakonen, ne-
JIELMS JICBOTO ILIeda TPEThell XPOMOCOMBI yIBauBaeT
BapuabenbHOCTh TIpaHMLBl 3Kcrpeccun hb (Houch-
mandzadeh et al., 2002). MbI curTaeM, 4TO BCE 3TU IKC-
epUMEHTaIbHbIE BO3IEICTBUS BBISIBJISIIOT HEMOIU(PT-
mpoBaHHoe Aeiicteue Bed Ha Ab 1myTeM MCKITIOYEHMST
JIPYTUX MOMIYJIITOPOB.

Jlpyrue BaXKHbBIC pe3y/IBTaThl MOTYT OBITH OOBSICHE-
HbI, €CJIA TIPUHSTh BO BHUMaHKUE, YTO MaKCUMaJIbHas
TOYHOCTh IpagreHTa Bcd obpaTHO mponopuroHaIbHA
KOPHIO KBaJIpaTHOMY M3 €ro KoHIlleHTpanuu (Berg, Pur-
cell, 1977; Gregor et al., 2007a; Tostevin et al., 2007). To-
rJa TpaHWIA BKCIPEeCCUM, HaXOASIIAsCS TOJBKO IO
KoHTpojeM Bcd, Oymer mMeTh TeM MEHBIIIYIO Bapua-
0OeJTBHOCTD, YeM OJTVKE OHA HAXOIUTCS K aHTEPUOPHOMY
KOHILY SMOpHUOHA. DTO OOBSICHSIET, TOUEMY CUHTETHYE-
CKMIA KOHCTPYKT C 3KCIpeccuei, 3amyckaemoii Bcd,
MMeeT TaKyl0 K€ BapraOeIbHOCTh T'PaHUIIbI 00JIACTU
aKcrpeccuu, Kak 1 ab (Crauk, Dostatni, 2005). KoH-
CTPYKT 00pasyeT TpaHUILy 3KCIIPECCMU B MOJOXEHUU
28.6% nviHBI SMOPUOHA, TIE, T10 in Vivo JAHHBIM, KOH-
LieHTpais Bed B 1Ba pasa Bbillle [0 CpaBHEHMIO C TaKO-
BOI1 Ha rpaHMLIe 00JIacTH 3KcIpeccuu hb. Eciu cantars,
4YTO CTAHIAPTHOE OTKJIOHEHME BapHaOeJIbHOCTU 3TOii
IrpaHULBl Y MyTaHTOB Kr-kni-, paBHoe 2.2%, oTpaxaeT
HeMoau(UILIMPOBaHbIN OTBET Ha aelicTBue Bed B moso-
xeHun 47% niHBI SMOPHUOHA, TO B ToJ0XKeHUN 29%
JJTMHBI AMOPHOHA CTaHAAPTHOE OTKJIOHEHME IOJDKHO
ObITh 1.3%, 4TO GIM3KO K HAOTIOOAEMOMY 3HAYEHUIO B
1.6% (Crauk, Dostatni, 2005). MeHbIIlee Bo3pacTaHHe
BapHuaOeIbHOCTH 3aJHEN TpaHMWIIBI NepeaHell o0racTr
9KCMPECCUU gf TI0 CPAaBHEHUIO C TAKOBOM Yy TPaHULIbI
aKCcIpeccuu b, 0OHapyKeHHOE B Hallleli paboTe, TaKXKe
MOXKHO OOBSICHUTB, €CJIA YYECTh, UTO IrpaHulIa gf hop-
MupyeTcs B rrostoxkeHnu 40% mmHbI SMOproHa. B aToM
MOJIOXKEHUHU TI0 TaHHBIM in vivo KoHIIeHTpaus Bed B
1.69 pa3 Bblllle TAKOBOIT Ha TpaHUILIE IKCIIpeccuu Aab. Ta-
KUM 00pa3oM, Y MyTaHTOB Kr-kni- craHgapTHOE OTKJIO-
HeHMe BaprabeTbHOCTH TPaHUIIBI g TOJDKHO ObITh 1.7%,
yTO GJIM3KO K HabIomaeMoMy 3HaueHUo 1.9% mimHbI
SMOpHOHa.

OTKpPBITBIM OCTA€TCSI BOIIPOC O MPUUYMHE IIPaBUIb-
HOTO TpeACcKa3aHus BapuadeIbHOCTU IpaHMI] 00J1acTei
9KCMIPEeCcCUU T'eHOB gap B Moaieniu Manu et al., 2009a, He-
CMOTpsI Ha 3aBBIIIIEHHOCTh BApHA0EIbHOCTH TpagyeHTa
Bcd B 1aHHBIX 110 3KCIIPECCHUM T€HOB Y (PMKCUPOBAHHBIX
aM6proHOB (Surkova et al., 2008). ITo Bceit BUTUMOCTH,
BBICOKAsI CTeTIeHb KaHaIM3alluK, IIPUCYIIas Kak 3TOM
MOJIEJIN, TaK U CaMOi1 CCTEMe TEHOB gap, JIeJlacT Teope-
TUYECKYIO MOE/Ib JOBOJILHO HEYYBCTBUTCILHOM K Ha-
YajibHOI Bapuanuy MopdoreHa. JlaHHBIE IO Bapua-
oenpHOCTU TpaaueHTa Bed in vivo TIoydeHbl y M30reH-
HOl JIMHUM MyX M B CTPOTO KOHTPOJUPYEMBIX
TeMIIepaTypHBIX YCIOBUSIX, B TO BpeMsI KaK €CTeCTBEH-
Hble TIOMYJISILIMKA XapaKTePU3YIOTCS T€HOTUITMYECKOMN
U3MEHYMBOCTbBIO 1 pa3BMBAIOTCS B MPUCYTCTBUU TEMIIC-
patypHbIX ayKTyaluid. 3T (akTopbl UBMEHSIOT (hop-
My rpagureHTa Bed, HO He BIMSIIOT Ha ITOJIOXKEHUE Tpa-
HUILL obnacTeit aKcrpeccun reHoB-muieHeit (Houch-
mandzadeh et al., 2002; Lucchetta et al., 2005). Becbma
BEPOSITHO, UTO Y THIANBHUIYaILHBIX TpanreHToB Bed, mc-
MOJIB30BaHHBIX B padore Manu et al., 2009a, ypoBeHb
BapraOeIbHOCTA IIPUOJIIDKAETCSI K YPOBHIO, CBOM-
CTBEHHOMY €CT€CTBEHHBIM MOITYJISIIISIM.

Bricokast BaprabesTbHOCTh TeHOB gap HAa paHHUX CTa-
JIVISIX PA3BUTHSI MOXET ObITH OOYCITOBJIEHA COOBITUSIMU,
MIMEIOIINMU CTOXaCTUYECKYIO mpupody. Tak Harpumep,
M3BECTHO, YTO BLIOOD sIiep, B KOTOPHIX HAUMHAET aKTH-
BHUPOBATbCA TPaHCKPUITLHMA I'EHOB gap, ABJISCTCA YUCTO
caydyaiineiM (Jaeger et al., 2007; Pritchard, Schubiger,
1996). boee Toro, rpamreHTH 6enkoB Hb 1 Cad o6pa-
3YIOTCS B pe3yJibraTe pernpeccui Ha ypOBHE TPAHCIISILIAN
COOTBETCTBEHHO TTof aeiictBrieM Nanos 1 Bed, komiue-
CTBO MOJIEKYJT KOTOPBIX B 3MOPHUOHE MOXET ObITh MO -
BEPXKEeHO (hiIyKTyalusiM B CITy ux Majioro uucia (Gre-
gor et al., 2007a, b). bydepuzanusa GpeHOTUTMYIECKOI
BapuallMK, OOYCIIOBJIECHHON (IyKTyaleil Majaoro
YUCJIa MOJIEKYJI, XOTSI M He IIPUHUMAJIaCh BO BHUMAa-
HYe YOIIUHTTOHOM, MOXET ObITh BaXKHOI pa3HOBUI-
HOCTBIO KaHAJIU3allu B OMOJIOTUYECKUX CUCTEMAX.

OcraeTcs 10 KOHIIA HE SICHBbIM, HaCKOJIbKO T€HETU-
YyecKast BapradeTbHOCTh BHOCUT BKJIAJ B HAOTIOIAEMYTO
PaHHIO BaprabeJIbHOCTb FeHOB gap, MOCKOIbKY JTUHUS
myiek Oregon R, ucrnosnb3oBaHHast B JaHHOI padoTe,
SBJISIETCSI MHOPEIHOM M YCJIOBHO M30reHHO#. Tem He
MeHee, ckpermBaHusi Hsp83 rereposuror u myx Ore-
gon R (Rutherford, Lindquist, 1998) npoaemoHcTpupo-
BaJIU HUIMYME Y TTOCJIEAHUX 3HAYMTEIBHOM CKPBITOM Ie-
HETUYECKOI BapuadeIbHOCTU, KOTOpasi MOXKET OBbITh
nepeBefieHa “B OTKPBITYIO (hopMy” M 3aKperuieHa Kak
HOBBIN (DEHOTUITMYCSCKHI TIPU3HAK B pe3yJIbTaTe TT0CIIe-
JIOBaTeIbHBIX aKTOB cesieKiu. [ToaTomy, HabmoqaeMast
B pabote Surkova et al., 2008 ¢peHOTUIMUECKAsT Bapra-
0eJIBHOCTb paHHUX KapTUH 9KCIIPECCUN T€HOB gap MO-
>KET OBbITh YaCTUYHO OOYC/IOBJIEHA T€HOTUITMYECKOI Ba-
pUabeTLHOCTBIO MAaTEPUHCKUX WJIM 3UTOTUYECKHUX Te-
HOB CETMEHTAlIM.

Baxx#o momyepkHyTh, UTO HE3aBUCUMO OT TOTO, Ka-
KYI0 IIPUPOAY UMEET paHHsIsSI BapuadeIbHOCTh KapTHH
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3SKCIIPECCUM TeHOB gap, TMCKPETHTHINA 1 Oydeprn3oBaH-
HBII OTBET SIBJISIETCSI OTVIMUUTEIbHBIM ITPU3HAKOM pa3-
BUBAIOIIIEICSI CUCTEMbI, CITOCOOHOM K KaHaiu3aiuu. B
OTCYTCTBUE MOJIEKYJISIPHBIX TaHHbBIX YOJUIMHITOH TIbl-
Tajicsl OOBSICHUTh 3TU OCOOEHHOCTU OTBETA CHUCTEMBI,
MPEAIoJIOXKUB CYyIIECTBOBAHUE OMpeAeSIEHHbIX, Tpel-
TMOYTUTENIbHBIX, CTAOWJIbHBIX TPAeKTOPWIL pa3BUTHS,
KOTOpble OH HaszbiBal KpeomamMu (Waddington, 1942;
Rendel, 1959). Kak mokazaHo B pabote Manu et al.,
2009b, TpaeKTOpMHU pa3BUTUSI B CUCTEME I€HOB gap CTa-
OMJIbHBI M3-3a IIPUTSDKEHUSI K aTTpaKTopaM (B ITepeaHen
o0JilacT SMOPUOHA) WM K UHBApMaHTHOMY MHOT000-
pasuro (B 3agHei obnacti). OTBET CUCTEMBI Ha HaYallb-
HYI0 BApUaOeIbHOCTD SIBJISIETCS IUCKPETHBIM B CUITY TO-
ro, 4TO K MOMEHTY TacTpy/IsILIMU Kaxkaasli TpacKTOPUSI
Pa3BUTHSI MOXET MPUOIU3UTHCS TOJIBKO K OMHOMY at-
TPaKTOPY WY COCTOSTHUIO MHBAPMAHTHOTO MHOTO00pa-
3us. [IprnurHoil 6ydepr30BaHHOIO OTBETA CUCTEMBI SIB-
JIsieTcsl CTaOMIIBHOCTD TpaeKTopuit pa3BuTus. Jlaxe ec-
JIU MIPEATIONOXKUTD, YTO T€H MOXET ObITh TOJIBKO B ABYX
COCTOSTHMSIX (BKJTIOYEH — BBIKJTIOUEH), pealbHOE YUCIIO
aTTpaKTOPOB B CHUCTEMe I'eHOB gap (paBHOE NBYM WU
TpEM) TOpa3i0 MEHbIIE MaKCMMaJbHO BO3MOXHOTO
(2%, 13 Yero ciIeayeT, YTO B PE3YJIBTATE ECTECTBEHHOIO
oTOOpa Mpou3oliIes BbIOOP BITOJHE OTpeie/IeHHbIX Tpa-
€KTOpU Pa3BUTUSI U3 OOJIBIIOTO YKC/a BO3MOXKHBIX.
TakuM 0Opa3oM, Ha OCHOBAaHUM Pe3YyJIBTaTOB MOIEI-
pOBaHUsI, Mbl MOXEM 3aKJIIOUUTh, YTO TPAEKTOPUU pa3-
BUTUS B CUCTEME T€HOB gap SIBJISTIOTCS] KpEOIaMM.

JloKazaTeIbCTBO KOPPEKTHOCTU PACCMOTPEHUSI Tpa-
€KTOpUIA pa3BUTHSI B CUCTEME T€HOB gap KaK KPeojioB,
MOATBEPKAAET MPaBWJIBHOCTh Uaei YonauHrToHa (Wad-
dington, 1942). bonee Toro, aHanu3, BBIIOJIHEHHbLIA B
pabotax Surkova et al., 2008; Manu et al., 2009a, b, BbI-
SIBWJI HOBBIA THII CTAOMJIBHOCTHM, BO3HMKAIOIIMI KakK
pe3y/IbTaT NPUTSDKEHNSI K THBAPUAHTHOMY MHOTOO0pa-
3110 ¥ OTVIMYAIOIINIACS OT paHee OMMCAHHBIX MEXaHU3-
MOB, TaKHX KaK TOYEUYHBIC aTTPaKTOPhbl U MpeAc/IbHbIC
LIMKJIBI, a TAKXKe HEOOXOMUMBIH JJIsT OOBSICHEHUST BaXK-
HBIX OUOJIOTMYECKUX OCOOEHHOCTEN (HhOPMUPOBAHMS
naTTepHa B 3agHei o01acTy SMOpHroHa.

B Hacrostiee BpeMs Tipeo6iianaronieii TOYKoi 3pe-
HMST HA MeXaHU3M (OPMUPOBAHUSI TIaTTepHA SIBJISIETCS
MpeACTaBJIEHUE O TOM, UTO TpaHUILIbI 00JIacTel SKCIIpec-
CHW TEHOB-MUITIICHUI (DOPMUPYIOTCS B TTOZULIMSIX (hUK-
CHPOBAHHBIX TIOPOTOBBIX KOHIICHTpAIIMi TpagueHTa
Bced (Gregor et al., 2007a; Driever, Nusslein-Volhard,
1988). OnHako, B paMKax TaKOro MpeicTaB/IeHUs He-
BO3MOXKHO OOBSICHUTD KaK (PMITETPALIMIO TTO3UITMOHHOMN
BapuabeTbHOCTU Ha YPOBHE 3KCITPECCUU TEHOB-MUIIIS-
Heii (Houchmandzadeh et al., 2002; Surkova et al., 2008;
Manu et al., 2009a), Tak 1 AMHAMUYECKHE CIBUTH 001a-
CTel 3KCIpecCcur T'eHOB gap B 3aIHE YacTh SMOpHOHa
(Jaegeret al., 2004a, b). Maest o cnelmprKamy ¢ IToMO-
mIelo0 (pUKCUpPOBaHHBIX TTOporoB Bed Takke He MOXKeT
OOBSICHUTh TOYHOE MO3UIIMOHUPOBAHME TPaHULL 00JIa-
CTeil SKCIPECCUU TEHOB gap B ITOCTEPHUOPHOM paiioHe
SMOpPHOHA, TaK KaK HeOOJIbIIoe Yrciao Mojiekyl Bed B
siipaXx 3TOTO0 pailoHa O3HaYaeT HaJndude OOJBIIIOrO
2 OHTOTEHE3 Ne 1
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ypoBHs1 MoJiekyssipHoro myma (Gregor et al., 2007a,
Tostevin et al., 2007). Pe3yasraThl TMHAMUYECKOTO aHa-
JIN3a, BLIMOJIHEHHOTO B pabote Manu et al., 2009b, yka-
3bIBAIOT Ha TO, YTO B 001aCTU 3MOPHMOHA, PACIIOIOXEH-
HOI1 MOCTepHOpHee MUKa LIEHTPaIbHOI 00JacTH 3KC-
npeccun Kr, Bcd mepecraer y4acTBOBaTh B CIELM-
duKamm I0J0XEHMST 00JacTell SKCIPECCUr T'€HOB-
MMILIEHEH, TTOCKOJIbKY B 3TOM o0J1acTu reoMeTpust a-
30BOI'0 IIPOCTPAHCTBA KAYECTBEHHO HE 3aBHCUT OT I10-
JIoxkeHus Boonb ocu A—I1. HarpoTuB, Kak moKa3bIBaloT
pe3y/sTaThl IMHAMUYECKOIO aHaJIn3a, B 3TO 00JIacTU
poJib MopdoreHa BBIMOJIHSIET MaTepuHCKUii Hb, 4Tto
YCTpaHSIEeT IPo0IeMy BRICOKOTO YPOBHS MOJICKYIISIPHO-
ro myma Bced. O pomm matepunackoro Hb kak mopgore-
Ha B IOCTEPUMOPHOI1 00J1aCTH 3MOpHOHA ObLIO U3BECTHO
naBHo (Hulskamp et al., 1990; Struhl et al., 1992), onHa-
Ko MexaHu3M ydactuss Hb B popMupoBannm marrepHa
ocraBajics He sicHbIM. Kak 1 B citydae ¢ Bed, Teopust, oc-
HOBaHHasI Ha IIOPOrOBBIX KOHIICHTPAIIKSIX, B IIPUJIOXKE-
Hum K Hb (Yu and Small, 2008) HermoHa 1 TpeOyeT I1o-
CTYJIMPOBAaHUST BO3MOXKHOCTY MOAU(UKALIMM YPOBHEN
TMOPOTOBBLIX KOHIIEHTPAIIWIA IO, ACACTBUEM T€HOB-MHU-
meHen. JInHaMuyecKkuii aHaIm3 MO3BOJISIET ITOHSTh, YTO
B OCHOBE (hOPMUPOBAHUSI CJIOXKHOMN MPOCTPAaHCTBEHHO-
BpPEMEHHOM AMHAMMKU CHUCTEMbI TEHOB gap JIeXKaT TpU
MPOCTBIX MEXaHM3Ma: U3MEHEHMS aTTPaKTOPaMI CBOETO
TTOJIOXKEHUS B Da30BOM IPOCTPAHCTBE CUCTEMBI, a TaK-
2Ke BBIOOp aTTpaKkTopa WJIM COCTOSHMSI Ha MHBapUaHT-
HOM MHOIrooOpa3uy B 3aBUCHMMOCTH OT HadaJlbHBIX
YCJIOBUA.

Oco00eHHO BaXKHO MOMYEPKHYTh, YTO MHOTOOOpa3me

2
U~ aBnsiercs T€COMETPNYCCKHM BBIPAKECHUEM aCCUMET-

PUYHOI pernpeccur MeXIy I'eHaMH gap, B pe3yJibraTe
KOTOpOI TeHbI, 00JIACTH 3KCITPECCUU KOTOPBIX pacrio-
JIOXKEHBI ODKe K 3aJHeMy KOHIIy SMOpPHMOHA, perpec-
CHUPYIOT 9KCIIPECCHUIO T€HOB, C MEPEKPhIBAIOIICIHCS 00-
JIACTBIO BKCIPECCUM, HO PACIOJIOKEHHOM Jajiblile OT
3agHero KoH1a: Kr |- knil- gt. To, Kakoe cocTostHue Ha
MHBAapMaHTHOM MHOT000pa3uu OyIdeT JOCTUTHYTO Tpa-
€KTOpUEN TIepe]l TaCTPYJISLIMEN 3aBUCUT OT HA4aJIbHOM
KoHLeHTpauny Hb: npu Beicokux KoHLeHTpauusx Hb
peamm3syercs coctosiHue Kr-ON (¢ BBICOKOI KOHIICH-
Tpaumein Kr), mpu npomexxytounbix — Kni-ON, a ripn
HU3KUX KOHLIEHTpauusix — coctossHue Gt-ON. JIpyru-
MU CJIOBaMU, IIOCTEPUOPHBIN MAaTTEPUHT OCYIIECTBIISI-
€TCsI ITyTeM 3alTycKa B CETU T'€HOB gap PETyIsILIM 10 TH-
My oOpaTHOI CBSI3U, CIielM(pUKa KOTOPO 3aBUCUT OT
KOHIIeHTpaiy MaTtepuHckoro Hb B siape. DTot Mexa-
HU3M TakKXe JIEXUT B OCHOBE CIABMIOB 00JIaCTEM BKC-
MPEeCcCUU TEHOB gap, TIOCKOJIbKY TPaeKTOPUM MOBTOPSTIOT
MHBAapMaHTHOE MHOroo0pa3ue Iocje MpUOIIKeHUS K
MOCJIeTHEMY.
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Abstract—Living organisms well adapt themselves to changes in the environment and are robust to potential
damage such as mutations. The epigenetic mechanism whereby the suppression of phenotypic variation is
achieved has been dubbed canalization. This paper summarizes results of research that employed experimen-
tal and theoretical approaches to uncover the mechanisms of canalization of variation in expression of seg-
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