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OBbIIAZ XAPAKTEPUCTUKA PABOTDBI

AxTyanpHocTb padboTbl. DyHjaMeHTaJbHBIM IIOHITHEM OHOJIOIUU SIBJII€TCs MOPQO-
reHeTnyveckoe 1oJie - 06J1acTh, MPeJCcTaB/sionias codoil COBOKYITHOCTh KJIETOK, CIIOCOOHBIX
OTBEYATH Ha JIOKAJTM30BAHHBIE OMOXMMHIYECKNE CUTHAJDBI, 9TO B pe3y/jbTraTe MPUBOJNT K
dbopmuposanuio crierdnaecknx Mopdosorniecknx crpykryp uin opratos (Gilbert et al.,
1996). KiroueBbIM BOIIPOCOM Pa3BUTHSI SIBJISIETCST BBISIBJIEHNE BCEX JETEPMUHAHT, OMpeJIe-
JISTIONTIX CYbOBI KJIETOK B MOPQOreHeTHIecKnX MoJsdX. B panHnx KIacCHIecKnx padboTax
(Driesch, 1914) craBuiach 1moji COMHEHIE BO3MOYKHOCTD MTOHUMAHUS TPUPOJIHI CyOCTAHIIHIA,
OTBETCTBEHHBIX 32 JETEPMUHAIIIIO.

PaszBurue BbICOKOTOUHBIX METO/I0B OMOJIOMMYECKOI0 aHa/IM3a B 110C/Ie/IHEee BPEMsI IpUBe-
JIO K HEOBIBAJIOMY CKAYKY B U3yYEHUH M€HOMOB, TPAHCKPUIITOMOB W IPOTEOMOB, UYTO B CBOIO
ouepe/ib MpejoJaraeT HeoOXoIMMOCTh U3yUYeHs 'MOPGOMOB’, BKJIIOUAIOIIUX MOJHBIT Ha-
oop nmerepmMuHaHT MopdoreneTndeckoro noid. Mudopmarusa o mopdome TomKHa NMETh
IPOCTPAHCTBEHHOE Pa3pellenre B OJHY KIeTKY, BKII0UATh B ce0sd YPOBHU SKCIIPECCUN BCEX
TeHOB, KOAUPYIONINX JeTEPMIUHAHTHI Cyaed KIETOK, M MMEThH paspernienne 1Mo BpeMeHn, He
IPEBLIIIAIOIIEe TTEPUOJT, 38 KOTOPBIN MOT'YT ITPOU30MTH CYIIECTBEHHbIE N3MEHEHI YPOBHEIT
KOHIEHTPAIUIT 9TUX JIETePMUHAHT.

HleTepMuHaIyis CerMEeHTOB Y SMOpHUOHA JIPO30PUIbI TTPOUCKOAUT HA CTATIH OJIACTOJIED-
MbI IOCPEJICTBOM JIEHCTBUST PEryJITOPHOIO KACKa/la MAaTEePUHCKUX U 3UTOTUYCCKUX T'€HOB
cermentanuu (Akam, 1987; Ingham, 1988), sxcmpeccust KOTOPBIX HA KazKJOM YPOBHE MMe-
eT Bce OoJiee 9eTKYIO IPOCTPAHCTBEHHYIO JIOKau3alnio. MaTrepuHckue Tenbl 00pasyior
TPaJINeHThI IKCIPECCUN BJIOJb TJIaBHOI aHTepropHo-TiocTepropHoii (A—IT) ocu smbpuoHa,
3UTOTHYECKNEe TeHbl gap dKCIPECCUPYIOTCA B BUJE OJHON-TPEX MUPOKUX 00JacTeil, 1, Ha-
KOHEIl, 9KCIIPEcCcrs IeHOB pair-rule B Bujie cemMu 10J10C nHUIUUpPyeT (POPMUPOBAHUE 110J10C
refoB segment-polarity mmpunoit Bcero JiMmib B OJHY KJIETKY. DTHU TOJOCHI JeTEePMUHU-
PYIOT T0JIOYKEHUE SMOPUOHAJILHBIX 1APACerMEeHTOR, MEPBbIX METaMEPHbIX CTPYKTYD TeJia,
HACEKOMOTO.

TakuM oOpa30M, T€Hbl CerMEHTAIMN SIBJIAIOTCA TUIUYHLIM ITPUMEPOM JeTEePMUHAHT
mopdorerernaeckoro moss (Gilbert et al., 1996). B orimane ot panHux pabot, OCHOBaH-
HBIX Ha BHU3YaJIbHOIl OIEHKE KAPTHH SKCIpeccun (CM. 0030p JIMTEPATYPhI), COBPEMEHHBIE
MeTO/Ibl KOH(OKAJILHOW MUKPOCKOINK U 00PadOTKN M300PazKeHuil 103BOJIAIOT 1HOJIYUYUTh
BBLICOKOTOUHBIE KOJMUECTBEHHbBIE JJAHHBIE O KOHICHTPAIMAX BCEX JETEPMUHAHT IMOJS Cer-
MEHTAINK C XOPOITUM MTPOCTPAHCTBEHHBIM 1 BPEMEHHBIM pasperieHrneM. DTO Paciimpser
BO3MOYKHOCTH TTPUMEHEHIA, TI0 CyTH, XOPOIIIO OMMCAHHON CUCTEMBI K MCCIEOBAHNIO TAKIX
BaKHBIX OMOJIOIMYECKIX BOIIPOCOB, KAK YCTONUNBOCTD PA3BUTUS U ITPUPOJIA TTO3UIUOHHOIT
nHdopMaInnn B MopgoreHeTmIeckKoM moJte. VM3ydenne stux nmpobsieM n SBUIOCH OCHOBHOM
11e/1bI0 JIAHHOIT PabOThI.

OjiHoit n3 BaykHeM X 1npodJIeM TeHETUKN PA3BUTHsI ABJISIETCS UCC/IEI0BaHIE YCTOM-
YUBOCTU PA3BUTHA OPraHW3MOB OTHOCUTENILHO BO3JIEHCTBUII OKPYXKAIOIIEH Cpejibl U BO3-
MoxkHbIX MyTaruit. B 40-x rojax XX Bexka Konpaji Yo IMHITOH BBEJT KOHIEIUIO KaHa-
JIN3AINN Pa3BUTHA JIJIA O0bICHEHNU TOrO (paKTa, YTO B OTJUINE OT MYyTAHTOB, OPraHU3MbI
JINKOT'O TUIIA UMEIOT CIIOCOOHOCTD MOJIAB/IATEH (PEHOTUITNIECKYTO BapUa0e bHOCTD, BbI3BAH-
Hyto reHerudeckumu i BrermHmME aktopamu (Waddington, 1942). OH mpeamnooKm,



9TO ecy Cyab0a Kark 10l KJIeTKN OLPeIeseTcs JUCKPETHBIM YIC/IOM PEIIeHHil, TO TICIIO
BO3MOYKHBIX TPAEKTOPUIT Pa3BUTUS TOXKE JOJYKHO OBbITH KOHEUHBIM, W KaxKjas U3 TaKux
TPAeKTOPHil JIOJKHA ObITH YCTOWIMBOI OTHOCUTEIHLHO HEOOTBITINX BO3MYIIIEHUI.

[TposiBienne hbeHoMeHa KaHAJIM3AIMN HA MOJIEKYJISIPHOM yPOBHE ObLJIO BbISIBJIEHO B CH-
cTeMe MeHOB CerMEHTAINN U MPOSBJISIIOCH B CHUYKEHUN BBICOKOTO YPOBHS MTPOCTPAHCTBEH-
HOI Baprabe/IbHOCTH T'PAJNeHTa SKCIPECCUN MaTEPUHCKOrO reHa bed Ha ypoBHE peryJin-
PYeMOTO MM 3UTOTHIeCKOTO TeHa hb y smbpuonos aukoro tuma (Houchmandzadeh et al.,
2002; Spirov and Holloway, 2003; Gregor et al., 2007). DTu paboTbl MOKa3a/i, 9TO B
JIAHHOM cHCTeMe PeryIdaTOpHbIe 1 KOPPEKTHPYIOIIHE CBOMCTBa MOPMOTeHETHIEeCKOTO OIS
MOKHO H3y4aTh, HE IIOBEPras OPpraHu3M XUPYPrudecKOMY BMeIIaTeIbCTBY, KaK 9TO Jesa-
JIOCHh B KJIACCHYECKUX OIThITaX 110 N3YYeHUIO PereHepali, Ho i IyTeM CPaBHEeHUs yPOBHEI
BapuadEJIbHOCTH SKCIIPECCUN TeHOB B TPYIITaX WHINBUIYATHHBIX SMOPHOHOB.

AkryasibHOI 3aj1a9ei JaHHOi pabOThI OBIJIO MCCJIEI0BATDH, TPUMEHNMA, JIN KOHIIEIIINs
KaHaJM3au pa3BuTud K. YoJIMHITOHA KO BCeil cucTeMe TeHOB CerMeHTAIlnn, B 0COOeH-
HOCTH, K 9KCIIPECCUN IeHOB pair-rule, 0TBETCTBEHHBIX 3, OLpeIe/eHne IO3UIU Oy Iy X
napacerMeHToB. g 9Toro TpeboBaJIOCh BCeCTOPOHHEE U3YUeHNe BeeX BUJIOB BapuadeTh-
HOCTH 9KCIIPECCUU T'€HOB Y 9MOPHOHOB JUKOIO THIIA, 8 MMEHHO, BapruadebHOCTH YPOBHEI
9KCIIPECCUH, BPEMEHU, CKOPOCTU U Tuiia (popMupoBaHusi odJiacTeil 9KCIPECCUn IeHOB, a
TaK»Ke TTPOCTPAHCTBEHHOI BapnabeIbHOCTH 0bJTacTell SKCIPECcCH.

Ocobennblit MHTEPEC TpejIcTaBuIa 3a1a49a aHaan3a BapnadbebHOCTH SKCITPECCHN NeHOB
CerMeHTaIun y HyJIb-MyTaHTOB TI0 TeHaM gap. ['eHbI gap UrpaioT BaXKHYIO POJIb B IIPOIECce
JIeTepMUHAIIN CEeIMEHTOB, TaK KaK SIBJISIOTCS IEePBLIMU M€HAMH JIAHHOIO PEeryJisiTOPHO-
ro KacKaja, SKCIPECCUPYIONINMACS B BHJE MPOCTPAHCTBEHHO—TOKATIN30BAHHBIX 00/1acTeil.
I3BecTHO, 9TO KyTHKY/IIPHBIE (DEHOTUIIBI TNINHOK, TOMO3UIOTHBIX 110 MyTallun B reHe Kr,
UMEIOT CYIIEeCTBeHHBIE TeDeKThI, BhIpaskatomnecsd B OTCYTCTBUN BCEX T'PYIHBIX CETMEHTOR
1 9acTH OPIONIHBIX cerMeHTOB. IIpu 3ToM Mopdosorns MyTaHTHBIX JUIUHOK, B OTIHIHE
OT JINYUHOK JIMKOTO THTIA, OTJInYaercs cujibHoit Bapuabesibaocthbio (Niisslein-Volhard and
Wieschaus, 1980; Wieschaus et al., 1984). llenbto uccyegoBanus 6bLI0 MOHITH, HACKOJBKO
9Ta BapnabeIbHOCTH TIPOSIBIIsieT cedsi Ha, YPOBHE 3KCITPECCHN TEHOB B PaHHEM dMOpPHOHAb-
HOM Pa3BUTHU.

Ere oiHNM BaKHBIM BOIIPOCOM $IBIJIOCH H3YUEHNE XapaKTepa MHTEPIPETAIH 103M-
IUoHHO# mHMOpMalnn. B cooTBeTcTBNN ¢ Teopueil MO3UITMOHHOI MHMOPMAIINT, TTPOCTPaH-
CTBEHHbIE KOOPJMHATHI KJIETOK B MOP(OreHETHIECKOM TT0JIe YCTAHABIMBAIOTCS ITyTEeM Tac-
CUBHOI'O CUYMTHIBAHUSI TOPOIOBBIX KOHIIEHTpaIii rpajnenta 6esika — mopdorena (Wolpert,
1969). I'paauent matepuHceKoro reta bed — mepBbiii MOPOTEHETUIECKUTT TPAINEHT, KOTO-
pBIil yraaoch yBuierh B axcrepumenTe. [lokazaHo, 9To moporosbie ypoBHU €10 KOHIIEH-
TpaIu OTPEIEIIOT TO3UINN 001aCTell SKCIPECCHH 3UTOTHYECKIX TeHOB—MUIIEHEH BJI0JTb
AT ocu smbpuona (Driever and Niisslein-Volhard, 1988b,a).

OtHaKO OBLTO BBISIBJIEHO, YTO Y SMOPHOHOB JAPO30MUILI JUKOTO THTa, OOJIBITHHCTBO
obstacTeil IKCIPECCHN 3UTOTUYECKNX FeHOB JMHAMHUYECKN CJIBHTAIOTCI B XOJE PA3BUTHUSI
smbpuona (Jaeger et al., 2004a, Surkova et al., 2008a, Camconona, 2008). Takum 06pazom
MOYKHO TOBOPHUTDH HE O MMACCHUBHOM CUNTBIBAHUHU TO3UITMOHHON MHQOPMAIIH, 3aI02KEHHOM
B MOP(QOTreHeTHIeCKNX IPaJIneHTax, a 0 ee JNHAMUIECKOH MHTePIPeTalni 3UTOTHIECKITMU
remaMu—mutieHsaMu. Cea0Basio 0yKnIaTh, YTO MyTAIlNN OKayKyT BIMAHNE Ha XapaKTep NH-



TeplpeTalyy I03uIMOHHON nHpopMmarun. Kak yzKe ylloMUHAI0Ch, HYJIb—MYyTallll B I'eéHax
gap B 3HAUNTEIbHOI Mepe HapyIIaioT MPOIEct CETMEHTAITNN U BaXKHBIM ObLIO MCCIeT0BATD
B/INAHNEC TAKUX MyTallliil Ha IIPOCTPAHCTBEHHYIO INHAMUKY SKCIPECCUN 3UTOTUIECKUX Ie-
HOB.

[ToMmMO BBIIIEIEPEUNCICHHOTO, AKTYAJbHLIM $BUJIOCH ONMCAHNE WHTETPUPOBAHHBIX
KOJINYECTBEHHBIX JIAHHBIX 110 9KCIPECCUU 'eHOB CerMEeHTAallMK y SMOPUOHOB JIMKOI'O TH-
& U MYTAHTHBIX C OCOOBIM aKIIEHTOM Ha JUHAMUKY YPOBHEll SKCIIPEcCUH I'eHOB. JTO B
3HAYUTEJbHOIl Mepe KOPPEeKTUpyeT CYIIeCTBOBaBIINE paHee [PeJICTaBICHUdA O XapakTepe
9KCIIPECCUN TEHOB, TT0 DOJIBITIEI JacTH OCHOBAHHBIE Ha BI3YAJILHOM aHAJII3e N300parkKeHmil.
KosaecTBeHHbIE JJAHHBIE 110 SKCIIPECCUN TeHOB CerMEeHTAIUN IIPEJICTABISIOT OOIBLIION 1H-
Tepec Jijisi HayYHOI'0 COOOIIECTBA, aKTUBHO MCIOJIL3YIOLIEr0 9Ty CUCTEMY /I HOCTPOECHMSI
MaTeMaTUYIeCKX MOeseil PeryIaTOPHLIX B3anMOJICHCTBUN TeHOB.

IHesmu u 3amaum mccaemoBanus. llesbio HacTosIell pabOTHl sIBJISIETCA aHAN3 Xa-
paKTepa IKCIPECCUn TeHOB CerMEHTAINN Y SMOPUOHOB JIPO30PUIIbI, MYTAHTHBIX 110 TeHAM
gap, B CpaBHEHUHU ¢ SMOPUOHAMU JIMKOTO THIIA, U UCIIOIb30BAHUE 10Ty UeHHBIX PE3Y/IbTATOB
JIJIsT ICCJIe/IOBAHUST TAKNX BayKHBIX OMOJIOTMYECKUX BOIPOCOB, KAK YCTONIMBOCTH PA3BUTHSI
U BJIMAHIE MYTaIlil Ha XapaKTep WHTEpPHNpeTaui MO3UIMOHHON WHMOPMAINA B paHHEeM
SMOPHUOHE.

s mocTmKeHnd MOCTAaBJIEHHON 11eJIM PeInaJiich CJeayoniue 3a1a49un:

1. TTostyunTh KOJIMYECTBEHHbBIEC JIAHHBIE 110 SKCITPECCUN I'€HOB CerMEHTallUun Y SMOPUO-
HOB, MYTaHTHBIX I10 'eHaM gap;

2. ﬂeTaﬂbHO OIINCaTb 9KCIIPECCHUIO I'€CHOB CETMEHTallul Yy 3M6pI/IOHOB JUKOI'O THUIla U
MYTaHTHBIX IIO I'€EHaM gap Ha OCHOBE KOJIMYECTBEHHDbLIX JTaHHDbIX]

3. UccnenoBaTh MPOCTPAHCTBEHHYIO JTUHAMIKY SKCIIPECCUU T€HOB Y MYTAaHTHBIX SMOpU-
OHOB B CpaBHEHUM C SMOPUOHAMU JIMKOI'O TUIIA;

4. TIpoanajM3upoBaTh BCE TUIlbI BapUadEJbHOCTU SKCIPECCUH, CYIIECTBYIOININE B CHU-
cTeMe I'eHOB CerMeHTallnK Y AMOPHOHOB JIMKOI'O THIIA ¥ AMOPHOHOB, MYTAaHTHBIX 110
reHam gap.

Hayunas HoBu3HaA pabOTHI

Bnepsuvie:

— Ioy4yeHbl KoJIM9ecTBEHHbBIE JaHHBIE 110 SKCIPECCUU IeHOB CerMEHTAlMH Y SMOPHO-
HOB, MyTaHTHBIX 110 reHaMm gap. V3BecrHbie panee JgaHHbIE ObLIM PA3PO3HEHHBIMEU, W X
OIICaHue IIPOBOJINIOCH IIyTeM BU3YaJbHON OIEHKN (DJIyOPECIEHTHBIX N300parkeHuil, aTo
IIPUBHOCKJIO OLINOKKU B MHTEPIIPETAIMIO PEry/IaTOPHbIX B3aUMOJIeCTBUII I'€HOB;

— ITokazamo, 4TO Bce THITBI BaprabeTbHOCTH SKCITPECCHN B CHCTEME TEeHOB CerMEHTAITN
y SMOPHOHOB JINKOI'O TUIIA JUHAMUYIECKN YMEHbIIAIOTCs, NI KAHAJIU3UPYIOTCS, B IIPOIIECCe
pPa3BUTHSI;

— O1ieHeHa IpOCTpaHCTBeHHAs Bapuabe/IbHOCTb U BapuabeIbHOCTh (POPMbI KAPTUH JKC-
[IPECCUU IeHOB Y 9MOPHUOHOB, MyTaHTHbIX 110 reHam Kr, kni u Kr;kni. Boisgsieno, 4ro, B
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OTJINYKEe OT dMOPHOHOB JUKOI'O THIIA, Y SMOPHOHOB € OJAMHOYHOI HyJIb—MyTallueil Bapu-
abeJIbHOCTD 9KCIPECCUU TeHOB B MPOIECCe PA3BUTHS HE CHUXKAETCS B HEKOTOPBIX UaCTsIX
SMOpPHOHA, & y SMOPHUOHOB C JIBOIHON HYJIb—MyTallieil — BO BceM SMOPUOHE;

— M3yueno Biusinyie HyJIb—MyTalliil B TeHaX gap Ha UHTEPIPETAIMIO [TO3UIIMOHHOM MH-
dopmaluu B panaem ambOpuone Jipo3oduibl. [lokazaHo, 910 HECMOTpPsI Ha Cepbe3HbIe Ha-
PYIIEHNsT TTPOIecca CerMEHTAINN Yy TaKUX MYTaHTOB, XapaKTep MO3WIIMOHHON JINHAMUKH
9KCIIPECCUH 3UTOTUUECKIX I'€HOB B pPaHHEM Pa3BUTHUHU OCTAETCA CXOIHBIM C TAKOBBIM Y 9M-
OPHOHOB JUKOI'O THIIA.

Teoperndeckasg m IIpaKTU4decKasi 3HAYMMOCTH pPaboThl. Teopermyeckas 3HAYUN-
MOCTb PE3YJILTATOB, IOJIYYEHHBIX B JUCCEPTALMOHHOI paboTe, COCTOUT B TOM, YTO BIIEPBbIE
Ha MOJIEKYJIIPHOM YPOBHE ObLIA IIOATBEP K/ IeHA KOHIIEIIINs KaHAJII3amn pa3Butusd K. Yo-
JUIMHITOHA ¥ TIOKA3aHO CHUYKeHWE Baprnabe/bHOCTH IKCIPECCHN NeHOB K MOMEHTY JieTep-
MUHAIE CEIMEHTOB Y SMOPHOHOB APO30(OUILI JUKOTO TUIA, HO HE Y MyTAHTHBIX. Tak:ke
BIIEPBbIE BBISIBJIEHO, 9YTO HY/JIb—MYyTalllll B T€HaX gap, B 3HAUUTEIbHOI Mepe HapyIIarolie
IIPOIIECC CeIMEHTAIINN, He OKA3bIBAIOT BIUSHUS HA XapaKTep MHTEePIPEeTAINN TO3UITHOHHOM
undopMalun B panHeM 3MOpuoHe Japo30oduibl. BaxKHo, 9TO 110/100HbIE BBIBOJLI C/IEIAHbI
JIJISE OTHOCHTE/ILHO HIPOCTOM CUCTEMBI, TJ1€ OTCYTCTBYIOT MEXKKJIETOUHbIE B3AMMOJIEHCTBUS 1
pocT TKaHeil. 3HaHNe STUX 3aKOHOMEPHOCTEH MOXKeT IIOMOYb IIpU aHan3e 0oJjee CI0yKHBIX
1 MHOTOKOMIIOHEHTHBIX Pa3BUBAIOIINXCS CHCTEM.

Pesynprarsr anaansa, MpoBeIeHHOTO B padoTe, ObLIN YCIEIIHO NCIOIBL30BAHDI JIJIsT Ma-
TEMaTUIEeCKOI0 MOJIE/JNPOBAHKS, UTO IO3BOJINIO0 OObSICHUTD PEry/ISTOPHBIE MEXaHU3MbI,
OTIpeJIETIIONTIe CHIKEHNEe TMO3UITMOHHON BapuadeJbHOCTH TPaJIneHTa SKCIPECCUN MaTe-
PUHCKOI'O T'eHa bcd Ha yPOBHE SKCIIPECCUM 3UTOTHYECKUX I'€HOB gap y SMOPHOHOB KOO
tuna (Manu et al., 2009a), a Tak»Ke MPOCTPAHCTBEHHBIE CJIBUTH TOCTEPUOPHBIX 00JIaCTeil
9KCIIPECCUH TeHOB gap U CHIXKEHIE YPOBHEH UX 9KCIPECCUN Y HYJIb-MyTaHTOB 110 reHy Kr
(Kozlov et al., 2012).

DKCIePIMEHTAIbHBIE TaHHBIe, & NMEHHO, M300parKeHnsl KAPTUH KCIPECCUN TeHOB Yy
SMOPUOHOB, MyTAHTHBIX 110 reHy K7, BK/IoUeHbl B cocraB Oasbl jganubix FlyEx (http://
urchin.spbcas.ru/flyex /mutant /apt.jsp?htmt—mutant2.htmt) (Pisarev et al., 2009) u nc-
I0JIB3YIOTCsT HAyIHBIM COODIIECTBOM.

Pesynbrars! auccepTainoHHOl pabOThI BKIIOUEHBI B 00pa3oBaTe/ bHbI mporece CaHKT-
[TeTepOyprekoro rocy1apcTBEHHOTO YHUBEPCUTETA HA Kadepe TeHeTHKH 1 OMOTEeXHO/IOT I
OMOJIOTO-TIOUYBEHHOTO (aKyJibTeTa B hopMe JIONOJIHeHUsT K Kypcy Jieknuil «l'enernka pas-
BATHS YKIUBOTHBIX», & TaKyKe B KypC JIeKInil Kadeapbl NpuKIa Hoi MareMaTnkn CaHKT-
[TerepOyprekoro rocyapcTBeHHOTO MOJUTEXHUIECKOTO yHUBepcuTeTa «Henmneiinas Teo-
pusi BOJH U IIATTEPHOBY.

HOJ’IO}KeHI/ISI, BbIHOCHUMBbIE€ Ha 3alllUTYy:

1. Hyap—myTanmm B reHax gap, IPUBOJIAIINE K CYIIECTBEHHBIM N3MEHEHUSIM SKCITPECCHH
3UIMOTUYECKUX I'€HOB CerMEHTAIlMU B SMOPUOHE JIPO30QU/Ibl, HE MEHSIOT HallpaBJ/ie-
HUE 1 JIOKAJIM3AIMIO IPOCTPAHCTBEHHbBIX CJBUIOB 00/1acTell SKCIIPECCHU 9TUX I'eHOB,
4TO MpeAIoiaracT HaJudue CXOJHBIX PEryJIdaTOPHBIX MEXaHU3MOB WHTEPIIPETAIUN
HO3UIMOHHON UH(OPMalUK y SMOPUOHOB JIMKOI'O TUIIA U MYTaHTHBIX;
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2. OcobEeHHOCTH SKCIIPECCU I'€HOB CerMeHTaIlUN Y SMOPUOHOB JIPO30QIIbI JIUKOI'O THIIA
1 HYJIb-MYTaHTOB TI0 TeHaM gap MOATBEP:KIAl0T Ha MOJIEKYJISIPHOM YPOBHE KOHIIETI-
U0 KaHaju3anuu pas3Butus K. Yo IMHITOHA, B OCHOBE KOTOPOIl JIEXKHUT Hjesd O
[I0/IABJIEHIH BapUaOeJbHOCTH Y OPraHU3MOB JIMKOI'O THIIA, HO HE Y MYTAHTHBIX.

Anpobamust paboTbl. Pe3ynbTarThl paboThI OBLIH MTPEICTABICHBI Ha, MEXKIa00PATOPHBIX
1 MEXKUHCTUTYTCKUX CeMUHApax ¢ CJEYIONINX MeZK/IyHAPOIHbIX HAYUIHBIX KOH(EPEHIIH-
ax: Kondepennusax mo 6nonndopmMarike, cTpykType u peryisinu resoma (BGRS2004,
BGRS’2008), r. Hoocubupek, 2004 u 2008 r.; International Workshop on NanoBiotechnologies,
Saint-Petersburg, November 27-29, 2006; The 3rd EMBL Biennial Symposium: From
Functional Genomics to Systems Biology, October 14 - 17, 2006, Heidelberg, Germany;
2nd Meeting of the European Society for Evolutionary Developmental Biology, July 27—
August 1 2008, Ghent, Belgium; Kondepennun «Mosnekyngprasg n ¢cTpykTypHas 61010~
rusi» B pamkax [lonmrexaumdyeckoro cummnosuyma 01-07 nexadbps 2008 r.; 16th International
Society of Developmental Biologists Congress, Edinburgh, 6-10 September 2009; Mex y-
HapojHoM cummosuyMe «SysPatho-Cucremuas ouosiorus n Mepunuiay, 11-14 cenTsiops
2012 r., Canxr-Tlerepbypr (Ilapckoe Cesio), Beepoceniickoii kondepeHimu ¢ MexK iy Ha-
POJIHBIM yYacTHeM « IMOPUOHAIBLHOE Pas3BUTHE, MOPMOreHes 1 SBOJIONNA> 22—24 OKTA0Ps
2013 r., Cankr-Ilerepbypr, n apyrux.

ITy6bnmkamuu. I[lo Teme auccepranum omyOankoBano 14 paboT B pereH3mpyeMbiX Hay -
HBIX U3JAHUAX 1 8 Te3UCOB JIOKJAJOB B COOPHUKAX TPYIOB KOH(DEPEHIIHIi.

CrpykTypa paborbl. Pabora cocrout u3 BBejieHus, 0030pa JIUTepaTyphbl, MaTepuaJion
1 METOJIOB, PE3YJIBTATOB PabOTHI, 3aKII0UEHNsT, BEIBOJIOB, CIIUCKa JTUTeparTyphl (148 HanMe-
HOBaHMUI1), a TAKzKe CIIICKA HCIOJb30BAHHBIX B pabore cokpariennit. Marepuas nsmoken
Ha 141 crpannte, comep:KuT 28 puCyHKOB n 11 TadmuIL.

JImgaHbIil BKJIaa aBTOpa. AHAIN3 JAHHBIX OCYIIECTBIISIICS JIMIHO aBTOPOM. ABTOpPOM
OBLIIN TTOJTY9eHbl IKCIEePUMEHTAIbHBIE JTaHHbIE TI0 IKCIPECCHn 8-MU T'e€HOB CerMeHTaInN
Ut 237 HyJIb-MyTaHTOB W 89 TeTepo3uroT 1o TeHy K7, OCYIeCTBIEHBI BCe STambl 00-
pabOTKM nM300pazkKeHuil 1 nu3BJeUeHns XapaKTePHbIX YepT MATTePHOB SKCIPECCHH T'€HOB.
Kondoxanbable n1300parkKeHns KaPpTHH SKCIIPECCHT TeHOB Y SMOPUOHOB kni— 1 Kr;kni— ObI-
qu npenpoctapiaenbl Many, JI. ITanok n JIxx. PaitHunem, kosmdyecTBeHHasi 00paboTKa 9TUX
JIAHHBIX BbIOJIHEHAa aBTopoM (Surkova et al., 2013). V300pazkenusi u KOJMYECTBEHHbIE
JIAHHBIE TI0 9KCIIPECCUN TeHOB Yy SMOPHOHOB JWKOTO THIA B3ATHI U3 0a3bl Janubix FlyEx
(http://urchin.spbcas.ru/flyex/) (Pisarev et al., 2009), a xapakTepHble YepThl KAPTUH IKC-
npeccun Obii ipegoctasiensl M.I. Camconosoit (Camconosa, 2008).

Baarogapaoctu. Bripaxkaro nckpennioio 6maromapuaocts M.I. Camconosoit, JI.A. Ma-
mot, E.B. T'onyokosoit, K.H. Kozsioy, E.M. Mscuukooit, Many, JI. ITanok, J[.IT. @yp-
maH, B.A. Ckobeesoii, JI2x. Paitauity, a tak:ke saboparopun remernkn }KuBoTHbIX CIIOIY,
[KIT XPOMAC CII6I'Y u Ilenrpy reneruku paszsutus (Yuusepcurer Cronn Bpyk).



COUAEPAKAHNE PABOTbBI

BBenenmue

ChopmyiupoBaHbl e 1 33Ja9i UCCJIeI0BaHus, 000CHOBAHbI aKTYaJbHOCTb TEMbI, €e
Hay4YHasl HOBU3HA, TEOPETUYECKOE U MPAKTUYECKOE 3HAUCHUE.

I'maBa 1. O630p JauTepaTyphbl

0030p HAYMHAETCA ¢ PACCMOTPEHUA MPENMYIIECTB IPO30MIIbI KaK MOJAETHLHOTO 00BHEKTA
110 U3YYEHUI0 MEXaHU3MOB I€HEeTHYECKOI'0 KOHTPOJIA JIeTepMUHAIIMN cerMeHToB. B oTiu-
e OT MO3BOHOYHBIX N HACEKOMBIX, ¥ KOTOPBIX (hOPMUPOBAHHIE MOCTEPUOPHBIX CETMEHTOR
TeJia IPOUCXOJIUT II0C/IeI0BATE/ILHO 110C/Ie HadaJia racTPY/IsIug, y JIpo30duibl JeTepMu-
Hallisi CEPMEHTOB OCYIIECTB/ISIETCS OJIHOBPEMEHHO Ha PEryssgTOPHOM YPOBHE 1TOCPEJICTBOM
JIefiCTBUS MepapxXuiecKoro Kacka/la B3anMOJIeiiCTBIil TPaHCKPUIIITHOHHBIX (DAKTOPOB, KO-
JIMPYEeMbIX TeHaMW CerMeHTalMn. DKCIPECCHs TeHOB CerMeHTAllni MPUBOANT K JI€JIEHUIO
A-IT ocu sMOpuoHa Ha Bce 0oJiee TPOCTPAHCTBEHHO YeTKKe 00JIaCTUH. DTOT Pery/isiTOPHbIi
KackaJi PYHKIMOHUPYET B T€UEHUE IIePBbIX 3-X YacOB Pa3sBUTUs SMOPUOHA JPO30QUIIbI.

B 0030pe mpuBoAUTCA XapaKTepucTHKa paHHero SMOPHMOHAJIBLHOTO PAa3BUTHS JIPO30Q -
Jibl. B nukiax japobsenus sijgep 913 aMOpuoH mpejcTapiisieT coO0il CUHITUTHIA, SIpa KOTO-
POro PaCIIOIOXKEHbI Ha TOBEPXHOCTH 3MOpHOHa B 0011eit muroriasme. C Hadasia nukia 14A
HAUMHAETCS TI0CTerleHHoe (hOPMUPOBAHIE KJIETOUHBIX MeMOpaH, 3aKaHUINBaIoIIeecs mepe
ractpyJ/sitneii. Takum 00pa3oM, reHbl CerMeHTaInn SKCITPECCUPYIOTCs erlle 10 00pa30BaHusI
KJIETOK, W PETYIATOPHBIE B3aUMOJIEHCTBUS B PACCMATPUBAEMOIl CHCTEME MOTYT MPOUCXO-
JIUTD 1IyTeM Juddy3un TPaHCKPUIIIMOHHBIX (DAKTOPOB 6€3 MOIKII0UeHMs MEXKKIeTOUHbIX
CUTHAJILHBIX TTyTeil.

HaJiee ciiejiyer onucanue JUTepaTyPHbIX JAHHBIX 110 SKCIIPECCUN T€HOB CeIMEHTAIIMN Y
SMOPUOHOB JIMKOI'O THIIA U Yy 9MOPUOHOB, MyTaHTHbIX 110 renam gap Kr u kni. ITokazano,
YTO OlKcaTe/IbHbIE JAHHBIE JIAI0T BeCbMa IIPOTHBOPEYMBLIE U HETOUYHBLIE IIPEJICTABJICHI
0 XapakTepe 3KCIpeccuu reHoB. Bmosormveckn BaykHoit nadopmarmeil sipisgercs: He 00-
mas XapaKTePUCTUKA KapTHHBI SKCIIPECCUN TeHa, a WHMOpMaIsd O KOJMIECTBE TeHHbBIX
IIPOJLYKTOB, IPUCYTCTBYIONIUX B KaXKJIOM siJipe SMOPUOHA a TaKxKe O IIPOCTPAHCTBEHHOM
PaCIoJIOXKEHNN sijipa B 9MOproHe. Kpome Toro, HeIOCTATOUHO NMETh NH(MOPMAITHIO 00 IKC-
IIPECCUy T'eHa B KAKOH-TO OJJMH MOMEHT BPEMEHM — HeOOXOJIMMO UMEeTb JIaHHbIE JIJIsi BCEro
nepuojia pazsutud. [loaromy BarkHeiiieil IpUYnHO TONO, YTO CUCTEMA I'€HOB CeI'MEH Tl K
y J1po30u/ibl cTajia BHOBb aKTUBHO BOCTpeOOBaHA B HAYUYHBIX UCCJICIOBAHUSIX ITOC/IETHIX
JIET, CTAJIO TOJIyYeHIe TOYHBIX KOJNYECTBEHHBIX JAHHBIX 110 9KCIPECCUN TeHOB.

Crentytoras 9acTh 0030pa MOCBAIIEeHa BOITPOCY O MPUPOJIe MO3UIMOHHOI nH(MOpMAIIH,
olpeJIe/IAolIel 1I0JI0KEeHIe KJIeTKH B MoporeHeTudeckoM 1oJie. Teopusi 1O3UIUOHHOM
nrpopmarmn (Wolpert, 1969) mpesmoaraer 4eTkoe pas/eeHine MeXK Iy YCTaHOBJICHNEeM I
UHTepIpeTalyeil Ho3UIMOHHON nHOpMallnM, 3a/iaBas IOJHOCTbIO CTATUYECKYIO CUCTEMY
KOOP/IMHAT, KOTOPAasi IIACCUBHO MHTEPIIPETUPYETCs KJIeTKaMU-MUIIEHIMU. B ripeabiiynmx
UCCJIJIOBAHNAX ObLJIO IOKA3aHO, YTO JIJId PAHHEro Pas3BUTUSA JPO30PUIbI JUKOTO THUIIA,
CBOMCTBEHHA JMHAMUYECKasi WHTEePIPeTalis MO3NINOHHON MHMOPMAINN 3UTOTHIECKITMU
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reHaMu, 4To OJiizKe K KOHIICIIIU MOP(OreHeTHYECKOI0 II0JId C €r0 Pery/asaTOPHbIME CBOIi-
CTBaMM, YeM K TEOPUU CTATHYECKOro ONpeje/eHns mo3uimonnoit madopmarnnn JI. Bos-
nepra (Jaeger et al., 2004a, Surkova et al., 2008a, Canconosa, 2008). B manmnoit pabore
BayKHBIM SBJISIIOCH MCCIE0BAThH, KAKUM 00Pa30M OCYIIECTBIISIETCS UHTePIIpeTalns 1M03H1-
IIUOHHOI MH(OPMAIIUK IIPU CYHIECTBEHHOM M3MEHEHHHN XapaKTepa PeryasTOPHbIX B3auMO-
JIEiCTBUIT B CeTH N€HOB CErMEHTAINN Ha MTPpUMepe SMOPUOHOB, HYJIb-MYTAHTHBIX 110 TeHaM
gap.

B 3akJiounTe /ibHO YacTu 0030pa JIMTEPATYPhI IIPE/ICTaB/IeHbl TeOPETHYeCK1e KOHIIEII-
TN, JIeYKaIlie B OCHOBE MCCAEOBAHNN YCTOWYMBOCTH Pa3BUTHUS OpraHn3MoB. 310KeHa,
KOHIIEIIINS KaHAJIU3alul PasBUTHA, HpejiokerHas K. Yo JIMHITOHOM Jijisi 00bsiCHEHM
Toro gaxTa, 4ro (PeHOTUIIMYecKas BapuadebHOCTb 110JaB/ISIeTCsl B HIPOLECCe Pa3BUTHS
y OpPTraHu3MOB JUKOTO THIa, HO He y MyTanTHbX (Waddington, 1942). Ony6nkoBaHHbIe
JIaHHBIe 00 YMEHBINEHUN BBICOKOTO YPOBHSI TO3UIIMOHHON BapradebHOCTH MaTePUHCKO-
ro rpajuenta Bed Ha ypoBHE SKCIpPecCUn 3UTOTUYECKUX I€HOB Yy SMOPHOHOB JIPO30UIIbI
JINKOI'O THIIA IIO3BOJIMJIN IIPEJIIION0KUTh, YTO CUCTEMa I€HOB CEIMEHTalud MOXKeT ObITh
NCTIOIb30BaHA JIJI UCCJIeIOBaHA BapradbeIbHOCTH W KaHaTH3allii Ha YPOBHE SKCIPECCHH
I'€HOB.

I'maBa 2. MarepuaJjbl 1 MeTO/Ibl

JImanm n1po3oduibl, NCIIOJb30BaHHBIE B paboTe. IMOpuonbl Drosophila melanogaster
JINKOT'O THUIIA OBLJIN MTOJIYYeHbI ¢ Ucro/ib3oBanemM jinann Oregon-R; sMOpHOHbI, MyTaHTHBIE
o resy Kr— munnn Krt (Wieschaus et al., 1984); o reny kni — munun Df(3L)ri-79¢, nu6o
Df(3L)ri-XT1, rull] st[1] e[1]| ca|l] (Bloomington Drosophila Stock Center). DmbOpuotsi,
MyTaHTHBIC 110 K7;kni ObLIH HOMydeHbl myTeM ckperqubanus auauii Krt u Df(3L)ri-79c.

ITony4dyenne m3006pakeHnil KAPTUH 3KCIIPECCUU T€HOB. DMOPUOHBI JIPO30DIIIbI
B Bo3pacTe 3—4-X JacoB pasBUTHs cOOMpPaJ 1 (PUKCUPOBAJIN B COOTBETCTBUN CO CTaHIapT-
ubiM porokosioM (Frasch et al., 1987; Kosman et al., 1998), merujm mepBUYHbIMEI AHTH-
TeJlaMu, CHEUMUIHBIMI K ITPOJAYKTaM IeHOB CEIMEHTAINKM U BTOPUIHBIMU AHTUTE/IAMHU,
KOHBIOIUPOBaHHBIMU ¢ (piyopodopamu. JIjiss MapKupoBaHusi sijiep dMOPHOHBI JIONOJIHU-
TEJILHO METUJIN aHTuTeamu, criennduyunbivu K rucronam uian JIHK-kpacuresnem Hoechst
(Surkova et al., 2008a, Surkova et al., 2013).

300parkeHust KAPTUH SKCIPECCUU I'€HOB I0JIydaJiid ¢ IOMOIIbI0 KOH(POKAJIHLHOIO MUK-
POCKOIIa, MPIYeM CKaHNPOBAJIUCH TOJTBKO JIaTepPaJbHO OPUEHTHPOBaHHbIE SMOpHoHbI. [la-
paMeTpbl KOH(MOKaJIbHOIO MUKpOCcKoIa “gain” u “offset” HacTtpauBa/in Tak, 4ToObI IIMKCEJIN,
JIeXKale BHe sMOpurona, nMe in 3uadenne (), a muKce/m, nMerole HandoIbIIYI0 sIPKOCTh,
— 3Hadenne 255. HacTpoiiku npons3BouIn OTIe/IbHO JIJIs KaxKJI0r0 OejIKa, BhIOUpasi BpeMs
pas3BUTHSI, KOTJIa MHTEHCUBHOCTH (hJIyOPECHEeHIMN MakcnMaJsibaa. Takas HacTpoiika 1mo3Bo-
JIAJTa, KOJIMIECTBEHHO (B OTHOCHUTETHHBIX JMHUIAX) ONEHNBATH YPOBHHU SKCIIPECCHN KaK-
Joro resa. MyTanTHBIE SMOPHOHDI OTIPEJIEISIINA [0 OTCYTCTBHIO (/111 HY/Tb-MYTAHTOB), WJII
SaHIKEHHON (J71sT TeTepo3nroT) sKcrnpeccnut TeHoB K7 v /uin kni B COOTBETCTBYIONIEM Ka-
HaJie MEKpockomna. OcTajibHble KaHAJbl CKAHUPOBAJIM C HACTPOMKAMHE, CJleJIaHHBIMU JIJIsd
sMbpronos jkoro Tuia (Surkova et al., 2013).

Js1 ycTaHOBJIEHHSI BO3pacTa 3MOPHOHOB Ha 0CHOBe Moposiornn 6JiacTogepMbl X J10-



HOJIHUTEIBHO CKAHUPOBAIU B pexkuMe iuddepeniuaibHo-uHTephEepeHIMOHHOI0 KOHTPA-
cra (ANK) B carnrramproit mpoeknnn (Surkova et al., 2008a).

Knaccudukaius sMOPHOHOB IO BpeMeHU PAa3BUTHUA. [Jisi PEKOHCTPYKIUI Bpe-
MEHHOH JIMHAMUKHI SKCIIPECCUU TEeHOB HA OCHOBE MH/IMBUyaJIbHBIX (PUKCUPOBAHHbBIX SMOPU-
OHOB OBIJI0 HEOOXOMMO UX KJIaccuunnpoBaTh 1Mo BpeMenn paspurus. mnHa nukia 14A
npuMepHo 50 MUHYT, 103TOMY SMOPUOHBI ObLIIN PA3/IEIeHbl HA BOCEMb BPEMEHHbIX KJIACCOB
MPOJIOJIKATEILHOCTHIO 6.5 MUHYT HA OCHOBE JMHAMUKI SKCIIPECCUN reHa eve (pasHoil st
BCEX UCCJIeJlyeMbIX PeHOTHIIOB) 1 u3MeHeHus Mopdosioruu 61acToepMbl, 4TO BKIIOYAET B
cebst yJTMHEHNe sijiep B paHHeM TuK/ie 14A i crereHb HHBAIMHAINE KJI€TOUHBIX MeMOpaH

(Puc. 1A-H) (Surkova et al., 2008a, Camconosa, 2008, Surkova et al., 2013).
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Puc. 1. Skcnpeccus rena pair-rule eve B 8 pemennbix kiaccax (T) mukma 14A y sMOPHOHOB JMKOTrO
Tuna u SMOpuoHoB Kr— u kni— Bpemennasi rpyIna BKIOUAET JIBA COCEIHUX BpeMeHHBIX Kiacca. (A-H)
Nzo6pazkenns Mopdosoruu 6,1acToiepMbl. BepTHKAIbHBIMI YepHBIME JTHHUSIME [TOKa3aHa KOPTHKAIbHAST
IUTOTLIa3Ma, YepHbIMU cTpekaMn — yayuaenne gaep (T1-T2) u mosurus dponTa pactyrmeit MeMOpaHbI
(T3-T8). (I-P) Uzobparkenust KapTUH SKCIPECCUU €Ve B TUIIMYHBIX 3MOpuoHax Jjukoro tuna, (Y-F1) Kr—
u (O1-V1) kni- B obosmadennom spemennom kiacce. (Q-X), (G1-N1), (W1-D1) - oxmomepble unTe-
IpUpoBaHHble KapTHHBI dKcipeccun eve. Pucynkn (A-X) 6buin omybankosanbl panee (Camconosa, 2008,
Surkova et al., 2008a), pucyrku (Y-D2) Briepesie npescrabiensl B crarhbe (Surkova et al., 2013).

ITonydyenne n o6paboTKa KOJIMYIECTBEHHBIX JTAHHBIX

Ceamenmauyusa u3obpasricenuti u ydaseHue Honoeoz20 cu2naaa. l'eHbl cermeH-
TaIU KOAUPYIOT TPAHCKPUIIIHMOHHBIE (PaKTOPbI, JOKAJUIYIOIIHECs B dapax dMOpHOHA.
Vcrioib30BaHHbIl MeTO/1 00pabOTKI M300parKeHuil 1M03BOJINI BbIJIE/ISATh OTAEIbHbIE $1/1Pa
OJIHOBPEMEHHO Y HECKOJIbKUX M300parkeHuil, MoJIyYeHHbIX B pa3HbIX KaHaIaX MUKPOCKO-
na. st aToro Ha ocHope m3o0OparkeHus IMOPHOHA, IPOKPAILIEHHOIO SIIEPHBIM MapKEePOM,
CTpomJIach TaK HasblBaeMad “‘sepHas Macka , TO eCTh OMHApHOEe M300parkeHue, B KOTO-
pPOM “BKJIFOUEHBI” TOJIbKO IHMKCEJIN, COOTBETCTBYOIIME sijipam sMOpuoHa. Vudopmariuis o
KOOPJIMHATAX sJIep U CPEJHUX YPOBHSIX SKCIPECCUU T'€HOB B KarkKJIOM s/Ipe M3BJIeKaJach B

BIJIe TeKeToBbix Tabsur (Janssens et al., 2005, Camconosa, 2008, Cypkosa u jap. 2008a,
Surkova et al., 2011, Kossos, 2012).



BoznukHoBenue Hecreuduieckoro gpoHOBOIO CUI'HA/IA Ha 1300parkKeHusIx 00yCI0BIEHO
MHOTUMY (paKTOPaMu, B YaCTHOCTH, KAa9eCTBOM IMEPBUYHBIX W BTOPUIHBIX aHTHTE. O0-
JIACTH SMOPHUOHA, TJIe OTCYTCTBYET SKCIPECCHUsI T€HOB, UCIO/Ib3YIOTCS JIJIs AlllIPOKCAMAIIIH
¢oHOBOIrO curHasia, KOTOPHI 3aTeM yjassiercs MaciTabupoBaHUEM KapTHH IKCIPECCUU
(Myasnikova et al., 2005, Camconosa, 2008, Cypkosa u ap. 2008a, Surkova et al., 2011).

Pezucmpauus kxapmur IKCNPECCUU 2eH08 U NOCMPOEHUE UHIMESPUPOBAHHO20
nabopa danHvix. 18 TpUBeICHUS KapTUH SKCIPECCUN KayKJIOTO TeHa Y Pa3HbIX SMOPH-
OHOB OJIHOTO BPEeMEHHOIr'o Kjacca K obmeil cucreme A—Il KoopuHaT HCIIOIB3yeTCsT MEeTO/I
TPOCTPAHCTBEHHON perncTparui. 9TOT MeTO OCHOBAH Ha BBIJCTCHIT KOHTPOJIHHBIX TOYEK
KapPTHUH SKCIIPECCUN TeHOB — KaK [IPABIIO, KOOPAMHAT MAKCUMYMOB I MIUHIMYMOB 9KCIIPEC-
cuu. Bbijejienne KOHTPOJIbHBIX TOUEK 11pou3Bo/uioch B riporpamve BREReA (Kozlov et
al., 2009, Kossos, 2012) Ha oCHOBe ANMPOKCUMAIINI KAPTHH SKCIPECCUN KBAPATUIHBI-
vu ciaiinamu (Myasnikova et al., 2001) njm npuMeHeHusi BEfBJIETHOrO TpeobpasoBaHmst
(FRDWT) (Kozlov et al., 2002). Ijist MyTaHTHBIX SMOPUOHOB METOJT OBLT MOAUMDUITHPOBAH
C Y4eTOM M3MEHEeHHbBIX KapTuH 3Kcipeccuu reHos (Surkova et al., 2013).

[Ipn mocTpoeHnn MHTETPUPOBAHHBIX JAHHBIX KOOPINHATHI SAep KarXKJI0i KapTHHbI 9KC-
IIPEeCcCun IPYIIIPOBAINCE B0b ocu A—II mo R maTepBasaM n BHYTPH KaK0I0 HHTEPBAJIa,
BBIYNC/ISIIOCH CPEJIHee 3HAUYEeHNEe OTHOCUTEILHOTO YPOBHS SKCIPECCHH 110 BCEM SMOPUOHAM
nmarHoro Bpementoro kiacca (Kozlov et al., 2002, Camconosa, 2008, Surkova et al., 2008b,
Surkova et al., 2011).

Buideaernue rapaxmepHbuir 4epm KapmuH 9KCNPECCUU U CMATNUCTIUYECKUTL
araaud danHbir. B KagecTBe XapaKTepHBIX Ye€PT sl CTATHCTHIECKOTO aHA 38, JAHHBIX
NCob30BaCh A—IT mosunum MakcuMyMOB U MUHUMYMOB 9KCITPECCHUT, & TaKKe TTO3UITHH
TOYEK, IJI€ YPOBEHb SKCIPECCHH JIOCTUTAET OIIPEIeIEHHOIO IIOPOroBOro 3HadeHust. Meto,r
U3BJICUCHUS XapaKTePHBIX YePT KapPTHUH IKCITPECCUN BO MHOTOM aHAJOTHYEH UCTIOIb30BaB-
IeMycst Ipu MPOCTPAHCTBeHHOM pernctparun Jarnbix (Camconosa, 2008, Surkova et al.,
2008a).

Jl1st MpoOBEpPKN CTATUCTUYIECKON 3HAYMMOCTH IIPOCTPAHCTBEHHBIX CJBHUIOB 00JacTeil
srcripeccun ncnosk3opasics Meroq ANOVA B nakere StatSoft Statistica. [IpocrpancTBen-
Hasl BapnadeIbHOCTh KapTHH SKCIPECCHN TeHOB ONEHMBAIACH IMyTeM aHan3a 3HadeHUl
crangapTabix otkaoHenuit (SD) A-Il mosurmit xapakrepubix dept. CraTHCTHIECKAS J10-
CTOBEPHOCTH PA3ININil B YPOBHAX BapnadETbHOCTH XapaKTEPHBIX 9epT Y 9MOPUOHOB JIN-
KOTO THIIA U MyTAHTHBIX OIEHIBAJIACH C IOMOIIBIO JIBYXBbIOOpOUHOTO F-Tecta (Surkova et
al., 2008a, Surkova et al., 2013).

I'maBa 3. KoaundyecTBeHHBIC AdaHHBbI€ II0 9KCIIpeCCuH I'eiHoB
cerMearangmumn y 3M6pI/IOHOB ANKOI'O THUIIa 1 MYTAaHTHBIX

110 TeHaM gap

XapakTepuctuka Habopa JaHHBIX. J[n1g ananmsa OBLIN MCTOB30BAHbl JAHHBIE 110
SKcIpeccuu reHoB hb, kni, gt, eve, ftz, bed, cad u tlly 237 Hyb-MyTaHTOB 1 89 reTepo3uroT

1o reny Kr; 110 sxcupeccuun retnos hb, Kr u eve y 68 nyjib-myranros u 10 rerepo3urotr 1o
reny kng; renoB hb u gt y 29 Hynb-MyTaHTOB 10 Tenam Kr;kni, a TakzKe, MO SKCIPECCUU



eve, bed, cad, Kr, kni, gt, hb, tll, ftz, h, run, odd, prd u slp npumepno mra 1500 SMOpHOHOB
JPo30hUIBL TUKOTO THIIA (MogpobHee B paszese "JInaneiii Bkia aBropa).

BaKOHOMepHOCTI/I JKCIIpeCCnnu redoB, BbIAdBJICHHbI€C Ha OCHOBE MHTEIpUMpPOBAaH-
HBbIX JaHHDbIX

DKcITpeccuss MATEPUHCKUX TeHOB. [lokazaHo, YTo 001aCTh pacIpoCcTpaHeHUT AaHTEPHOPHO—
MIOCTEPUOPHOTO I'PaJIMeHTa SKCIpeccuy rena hed ocTaeTcst IPaKTUIECKH MOCTOSTHHOM ¢ TIHK-
na apobsaernsa 11 o Kouna mukiaa 14A, olHaKo ypoBeHb IKCIIPECCHN TTepet TacTpyJIsineit
cHmKaeTcd. B orimune ot bed, paHHdAs TOCTEPUOHO-aHTEepUOPHAst SKCIIpeccus cad B IIKJIe
13 - cepejune mukiaa 14A Jono/iHseTcs: SKCIpeccreil B abJJOMUHAIBLHON 00/1acTi, KOTOpast
ncue3aeT K KOHILY UK 14A, ocTaB/ssd 3aHUKAIOILYIOCS T0JIOCY SKCIIPECCHH B TTOCTEPH-
OpHOIl vacTu 3MOproHa. Jkcipeccust bed u cad y SMOPUOHOB, MyTaHTHBIX 110 I'eHAM gap,

HE M3MEHEHa OTHOCHTEbHO TAKOBOW y 9SMOpHOHOB jaumkoro Tuma (Surkova et al., 2008a,
Surkova et al., 2013).

DKcIpeccus T€HOB gap. 3Urornveckas SKCIPeCcCHs MeHoB gap Ha ypoBHe Oesika (Puc.
2A) naunnaercsi B 1uK/jie Jgpobsiennst 13, HO Mbl OOHAPY KU SKCITPeccuio K1y HECKOJIb-
KIX AMOPHOHOB U3 1uKJa 12. BIsIB/IeHO, 9TO MHTEHCUBHOCTH BO BCEX 00JIACTSX SKCIIPECCUN
IeHOB gap J0CTUTaeT MaKCHMyMa B cepejinie — KoHIle mnkiaa 14A, a 3arem b0 HaunHaeT
yOBIBATh, INOO HE MEHSIETCST J10 Hadala TaCTPYJIAIII. DTO MOXKET 00bsICHATHCSI CHIKEHIEM
yPOBHEIl TO3UTUBHBLIX pery/isitopos renos gap — Bed u Cad. IIpu sToMm ypoBHE SKcIpeccun
I'eHOB gap BBICOKOBaprabeIbHbI MEKy WHINBUIYAIbHBIMI SMOPIOHAMI PAHHIX BpPeMeH-
HBIX KJIACCOB, BO BPEMsi HHTEHCUBHOI'O YBEJIUYEHUs SKCIIPECCHH B pacCMaTpPUBAEMbIX 00JIa-
CTSIX, M CHUKAIOTCSI B OOJIee O3/ IHUX BPEMEHHbIX KJIACCax MOC/e TOr0, KAK MHTEHCUBHOCTD
SKCIIPECCHH JIOCTUTAeT MAKCUMYyMa.

Y aMOpPHOHOB, MyTAHTHBIX IO T€HAM gap, IKCIIPECChsi APYTUX TEHOB gap CyIIeCTBEHHO
n3MeHeHa. Y HYJIb-MYTaHTOB 110 TeHy K7 ypoBeHb HMOCTEPUOPHOI HKCIPeccuu reHa kni
SHAYUTETHHO 3aHIKEeH 1 cocTapiisier Bcero 1/10 oT Hab/I01aeMOro y SMOPHOHOB JIHKOTO
tuna (Puc. 2A,B). [Tpu stom mocrepuoprast 06/1acTh sKempeccun gty sMopronoB Kr— u
Kr;kni— B xone nukiia 14A cymiecTBEeHHO CIBUTAETCA K MO3UIMHE OOJIACTH SKCIIPECCUU kni
(Puc. 2B,D,E).

CHIKeHe NHTEeHCHBHOCTU SKCIPECCUU 110 CPABHEHUIO ¢ TAKOBOIl y SMOPHUOHOB JIMKO-
o TuIa oOHAPYXKEHO JIJIsi BCeX T'eHOB gap y sMmOpuonoB Kr—, kni— w Kr;kni— Ilpu srowm,
KaK 1 y 3MOpPHOHOB JIMKOTO THIIA, Y MYTAaHTHBIX S5MOPHOHOB HAOJIOIAETCA JaJibHeiilnee
1a/IeHNe NHTEeHCHUBHOCTH SKCIIPECCUU MeHOB BO BTOPOIl mosopuHe mukiaa 14A. CHukenue
YPOBHEI HKCIIPECCU T'eHOB gap y 3MOPHOHOB, HY/JIb-MYTAHTHBIX 1O TeHaM Kr u kni gB-
JISIeTCsl HEOOBIIHBIM SIBJIEHUEM, TaK KaK CYHIeCTBYeT MHOXKECTBO JIOKA3aTeJIbCTB TOI'O, YTO
peryJsiliisi B CUCTEMe NeHOB gap OCHOBaHA Ha PEIPECCUPYIONINX B3AUMOIEHCTBUSIX MEXK LY
stumu reramu (Jaeger, 2011). CucreMubIii XapakTep 9TOrO SIBJICHUS TMOAIEPKIBACT HE0D-
XOJIMMOCTH MHTAKTHO CUCTEMbI B3aNMOIECHCTBUI J1JIs1 O/IJICPrKaHNsT YPOBHEI SKCIIPECCun
I'eHOB gap.

DKcIrpeccusi TeHOB pair-rule

IMO6puUoHB, durxozo muna. JI1sg SMOPNOHOB AMKOTO THMa MPOAHAIN3UPOBAHA IKC-
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Puc. 2: Bsaumnoe pacnosoxKenne n mpocTpaHCTBeHHbIC CIBAIH IOCTEPUOPHLIX 00/1acTeil SKCIpeccuu re-
HOB gap. (A) MHTerpupoBaHHbIe ATTEPHBI TEHOB gap y sMOpronos aukoro tuma (wild type), (B) Kr—, (C)
kni— u (D) Kr;kni— u3 BpeMeHHOrO KJlacca 7. BepTHKAIBHBIMU TIOJIOCHT 0O0O3HATAIOT TO3UIUN 00IacTei
srerpeccun KT u kni B 9MOprHoHaX JMKOTO THIA (CBETJIBIM MBETOM Ha A), M B MyTaHTaX, TJe OHU OTCYT-
crytfor (remubiM 1BeroM Ha B-D). (E) IlpocrpancrBennbie ¢/IBUrH IOCTEPUOPHBIX 00JIACTEN SKCIIPECCUI
kniwn gt y smOproHoB Jiukoro tuiia 1 Kr— Bo BpeMeHHbIX I'pyniax 1-4. BeprukajibHbIMU JIMHUAMU TTOKA-
3aHbl CTAHAPTHBIE OTKJIOHEHUs] CPEJIHUX TO3uIMil 00JiacTeil SKCIpeccu B KaxKJI0 BPEMEHHOI I'pyIIIe.
(F,G) 3nauenusi mpoCTPaAHCTBEHHBIX CABUTOB MAKCHMYMOB MOCTEPHOPHBIX OOJIACTEH SKCIPECCH TeHOB
kni, gt, hb n momocer 7 (str 7) eve y smbpmonos gukoro tuna (F) u myrantos no Kr (G). I9—mmmmHa sm-
OpuoHa. 3HaYeHUs CABUTOB OTPAXKAIOT JIBM2KEHIE B AHTEPHOPHOM HAIIPABJIEHUN, BCe 3HAYEHUS ABJITIOTCS
CTATUCTUYECKH 3HAYNMbIMU 1IpU p<<0.05.

npeccusi TeHOB eve, ftz, h, run, odd, prd n slp. Dkcripeccust TeHOB pair-rule Ha ypoBHe Oeska,
BIIEpBbIe 0OHapyKNBaeTCd B MUKIax geiernd daep 12-13. @opmupoBanue mMojaoc HaunHa-
eTcs, KaK IIPaBIIO, BO BpEMEHHBIX Kiaccax 2-3 mukia 14A. IIpomecc obpasoBanms moJioc
nMeeT CJIOKHYIO IMHAMWUKY W WHINBUIYAJIEH /I KaXKJa0ro Tera. [losockl MOTyT 0Opaso-
BBIBATHCST PA3HBIMIE CIIOCOOAMH, B Pa3HOE BpeMsi U B pa3HOil oceoBaTeibHocTH (Surkova
et al., 2008a).

Imbpuorv, Kr— u kni— YV sMOPHOHOB, MyTaHTHBIX 1O TeHy K7, cyIecTBeHHbIE 13-
MEHEHHsT 3aTParnBaloT MPAKTHIECKN BECh MATTEPH NeHa eve, a UMEHHO, 1oJiockl 2—6 (Puc.
1Y-N1). luputa 9T0if TeppUTOPUE BJOJb aHTEPUOPHO-TIOCTEHMOPHONH OCH 3HAUUTETHHO
OoJIbIIIe MUPUHBI OTCYTCTBYOMIEH obmactu sxcnpeccun Kr (Puc. 2A), aro npemonaraer
BJINSTHUE JIPYTUX TeHOB gap — kni u gt (Surkova et al., 2013).

HamporuB, y HyJIb-MyTaHTOB TI0 TeHy kni W3MEHEHWU BBIPAXKaloTCs TOJIHLKO B OTCYT-
creun nojioc eve 46 (Puc. 101-D2). Dra reppuropusi Kak pa3 MeHbIe TOi, KOTOPYFO
JIOJIZKHA 3aTparnBaTh MyTallds 1O kni, TaK Kak y SMOPHOHOB JUKOro Tuma Kni ycranas-
mBaer takxke rpanutibl osioc 3 u 7 (Clyde et al., 2003). BoisiBieno, aro y sMOpHOHOB
kni— rparuIiel mooc 3 m 7 TeM He MeHee (pOPMUPYIOTCA. ITO HE MOYKET TOJHOCTHIO 00b-
SICHATBCsT Pelpeccreil co CTOPOHBI JIPYIMX I'eHOB pair-rule B konre 1ukiaa 14A, T.K. MbI
OOHapY»KUBaeM TIOJIOCY 3 eve Y:Ke B PpaHHUX BpeMeHHbIX Kiaccax 3 u 4 (Surkova et al.,

2013).
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I'emepoauzomuv, Kr+/Kr— u kni+ /kni— O6napykeno, 4ro y rereposuror Kr-+ /Kr—
dopma 1 pasMep paHHETO MaTTepHa €ve CXOAHBI ¢ TAKOBBIMU Y HYJIb-MYTaHTOB, TOT/Ia KaK
MO3/IHNE TATTEPHBI eve CXOJHBI ¢ MaTTepHAMU, XapaKTEePHLIMU I SMOPHUOHOB JIMKOTO
tunia (Surkova et al., 2008a, Surkova et al., 2013). D10 sBjeHUE MOKET OOBACHITHCS
TeM, 9TO KpaifHe Hu3Kue KoHIeHTparmun Kr y panaux sMOpHOHOB CIIOCOOHBI (DOPMHIPOBATH
TOJILKO TTATTEPH eve, CXOAHBIN ¢ MyTaHTHbIM. OJIHAKO TOC/Ie/IyIOIIee MTOBbIIIeHe YPOBHSI
Kr npubiusureibao 10 1/2 0T IpUCYTCTBYIONEro y SMOPUOHOB JINKOTO THIIA OKA3bIBAET-
sl JIOCTATOUYHBIM JIjIg (POPMUPOBaHU MMaTTepHa, COCTOAIIEro U3 7-MU I0JI0C, 0becrieunBas
TaKIM 00pa30M BBIKIBAEMOCTH TeTepO3UTOT. TeM He MeHee, HAIN JJAHHBIE OTPUIAIOT BJIN-
sSHUe TIOHNYKEHHBIX KOHIeHTpaluii Kr y reTepo3uror na mocTepuopHoe cMerienne 3a/ Heit
IpaHULbl 110J1I0CkL 2 eve, 1pejjiokeHHoe B Oojiee pannux paborax (Warrior and Levine,

1990).

I'maBa 4. /lunaMmdyecKne cABUTH IIO3UINII 0bJiacTeil sSKcIpeccuu
3UTOTUYECKNX I'€HOB y MYTaHTHBIX 3MOPMOHOB B CpaBHEHUN
Cc MOpHOHAMHU JUKOT'O THUIIA

Panee 0bL10 OKa3aHO, 9TO OOJILIINHCTBO 00JIACTEH IKCIPECCUU 3UTOTUIECKUX T'€HOB JIM-
HAMIUECKI CJIBUTAIOTCS B Xojle passuTus smoOpuona (Jaeger et al., 2004a, Surkova et al.,
2008a). Ilpu srom, caBurn obacreii SKCIPECCHE TEHOB B TOCTEPHOPHOi dacTi IMOPUO-
Ha He 3aBUCAT OT MOP(OJIOTMYECKNX TIepeMereHnil sijaep 01acTogepMbl 1 00yCJIOB/IEHDI
PEIPeCcCUBHBIMU B3aUMOJCHCTBUSIMU MEXKJIy 3UTOTUYECKUMHU I€HAMU. JTHU PelpecCUBHBIE
B3AMMO/IEHICTBIST ACUMMETPUIHBI, T.€. TeHbI, IKCIPECCUPYIOInecs: oJiee MoCTePUOPHO, pe-
PECCUPYIOT TeHBI, SKCIIPECCUPYIOIInecs: bojiee aHTepropHO, HO He HaobopoT (Jaeger et al.,
2004a, Camconosa, 2008). Cie10BaI0 0:KUJIATh, YTO HYJIb-MYTAI B M€HAX Zap, sABJIAIO-
MIIXCA BaYKHEHTITNME PETYIITOPaMI TTPOIecca JeTePMUHAIINN CETMEHTOB, OKaXKyT BIUSHIE
Ha XapaKTep MHTepIpeTalny Ho3UIUOHHOI nHopManuu. st IpoBepKy 3TOi I'MIIOTE3bI
ObLII NIPOBEJIEH CPaBHUTE/ILHBII aHa M3 MO3UIMOHHON JMHAMUKN KCIIPECCUN T'€HOB Cer-
MEHTAINN Y SMOPUOHOB JMKOTO TUIA W MYTAHTHBIX B IUK/Ie 14A ¢ 0COOBIM aKIEHTOM Ha,
MO3UIINN 00JIACTEN SKCIPECCUH, UX CIABUTH U ITPIHY.

BrisiBieHo, 9T0o HanboJee CyIecTBEHHO C/IBUTACTC 3a/IHAs 00J1aCTh SKCIIPECCUN T'eHa
gap ¢gt, Ipu 5TOM €€ CJIBUI' B aHTEPUOPHOM HallpaBJIeHUU Y HYyJIb—MYTaHTOB 110 K7 cocTas-
nsier 13.3% muset smbpuona (/19), aro wa 5% 1D Gosbine HaOMIIOIaeMOTO Y SMOPUOHOB
mukoro tumna (Puc. 2E-G). D10 ovenb cyiiecTBeHHbIN CIBUT, BETMINHA KOTOPOTO CPaBHU-
Ma ¢ MUPUHOI obstacTn dKcipeccun reda gap B nukie 14A. Heemorpst Ha TO, 9T0 ¢iBuru
IIOCTEPUOPHBIX 00JIaCTell SKCIIpeccun SKcpeccun kni u hb HaMHOIO MeHbIIIe CJBUIa, gf, OHU
SIBJISIFOTCSL CTATUCTUYIECKN 3HAYUMbBIMU Uy SMOPHOHOB JINKOTO THIa 1y MyTaHTHbIX (Puc.
2F G) (Surkova et al., 2013).

Y renos pair-rule HauboJIbIINE CIBUI'Y TaKzKe HAOJII0JIAI0TCs B IIOCTEPUOPHOIl 00J1acTi
sMmbpuona. Tak, nmojoca 7 eve casuraerca na 4.5, 6 u 6.7% /19, coorBercTBeHHO, ¥ 9MOPHU-
OHOB JIMKOI'O THUIIA, Y HYJIb-MyTaHTOB 110 reHy K7, i HyJb-MyTaHTOB 110 kni. B oTmmune or
HOCTEPUOPHBIX 00JIACTeN, CIBUIM AaHTEPUOPHBIX 0bJIacTeil IKCIpeccnn Kak TeHOB gap, Tak
1 TeHOB pair-rule, Kak IpaBuo, He SABJISIOTCS CTATUCTHYCCKH 3HAYMMbBIMIE.
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B 1ieioM, npocTpaHcTBeHHAs JMHAMUKA Y SMOPHOHOB JIMKOI'O TUIIA U Y HYJIb-MYyTaHTOB
CXOJIHA TI0 TPeM BayKHBIM acriekTaM: (1) ¢JIBUTM B OCHOBHOM IPOUCKOJSIT B TMOCTEPUOHOI
qacTi dSMOpuoHa; (2) 061aCTH SKCIPECCHN JIBIZKYTCsI B AaHTEPUOPHOM HarmpapjeHun; (3)
CJIBUI'M B Pa3HbIX IEHOTUIIAX [PUBOJAT K CY»KEHUIO obJiacTeil sKcipeccun 3a cyer boJiee
CYIIECTBEHHOTO ¢BUTa mocrepuophoii rpanunbl (Surkova et al., 2008a, Surkova et al.,
2013). Takum obpa3omM, HECMOTPsT Ha CYIIECTBEHHOE BJIMSIHUE HYJIb-MYTAIMil B NEHAX gap
Ha 9KCIPECCHIO T€HOB CEIMEHTAIINN, 9TH MyTallul HE MEHSIOT XapaKTep WHTEPITPEeTaIlnu 110~
3UIMOHHOI nHMOPMAIE B SMOPUOHE. DTO IIPe/IoIaraeT HaJaudne CXO/IHbIX Pery/IITOPHbIX
MEXaHIU3MOB, OTPEIEISIONNX CABUTH 001acTell SKCIPEeCCUN 3UTOTHIECKIX TeHOB TTOCTe UX
N3HAYAJIBHOI'O YCTAHOBJIEHUS IIOPOIrOBBIMI KOHIIEHTPAIUSIMUI MATEPUHCKIX I'PAJIMEHTOB, Y
9MOPHMOHOB JINKOT'O THIIA U MyTaHTHbIX. JlaHHas runoresa Oblia 9acTUYHO MOITBEPKICHA
B ucceoBannsgx in silico. Ilokasano, uro sMOproHoB Kr— 3HaUNTEIbHBINA CIBUT 3a/IHE
00J1aCTI IKCIPECCnn gt MPOMCXOAUT 34 CUET PENPEeCcCHu CO CTOPOHBI MOCTEPUOPHOIT 00JIa-
ctu hb, T.e., Kak U y SMOPHOHOB JIMKOTO THUIIA, 00YCJIOB/IEH pernpeccueil co cTopoHbl DoJiee
IOCTEPUOPHO JIOKAIN30BaHHoit obactu sxcnpeccun (Kozlov et al., 2012).

I'maBa 5. BapuabeiabHOCTH 3KcIpeccnm T€HOB CEerMeHTaIlnn

OMOpPHOHBI AUKOrO THHa. BrigpiaeHo, uro B mukie 13 — pamaem 1ukiae 14A mabio-
JlaeTcs CyIIecTBEeHHasl BapnabeTbHOCTh YPOBHEH SKCIpeccnit KaK TeHOB gap, TaK W T'eHOB
pair-rule Mexkj1y MHAUBIIYAIbHBIMI SMOPHOHAMU JIUKOIO THUIIA.,

BapuabejibHoCcTh ypOBHEI dKclpeccun I'eHoB pair-rule MmakcumasibHa BO Bpemsi obpa-
30BaHUs IOJIOC, KOTJIa OODHAPYKUBAECTCA IMHMPOKOE pasHooOpasme (popM TaTTEPHOB, Ha-
OJTIOIaeMbIX Y pa3HbIX SMOpHoHOB ojHoro Bospacta (Puc. 3B). D10 Briovaer B cebst
BapuabebHOCTD (a) crmocoba (OpMUPOBAHST OHON U TOM YKe MOJIOCHI, U4TO MOKA3aHO Ha
npumepe noJiocet 3 ftz (Puc. 3D,E); (b) ckopoctu dhopMupoBanus moioc, KOTopasi COCTaB-
JIIeT MpuMepHO 6 MUHYT JIJISI TIOJTOCHT 1 run m 24 MUHYTHI I TOJ0CH 4 ftz 1 aHTepHOPHBIX
obsracteit sxcnpeccrn renos gap (Puc. 3F,G); (¢) mocienoBarenbrocTt (hopMUPOBAHUST
noJioc. Harpumep, rocsie mojiocsl 5 ftz MoxkeT 0bpa3oBaThes Kak 1moJoca 1, Tak u 1nojoca 2,
110JI0CA 3 MOXKET IOsIBUThCA KaK JI0, TaK U II0C/Ie II0JI0Ch! 6, a moc/ieiHei cchopMupoBaHHO
0JIOCOI B TTaTTepHe MOXKeT ObITh Kak rmojoca 4, Tak u mnoJjoca 7.

Hamu BBISIBIIEHO, UTO BCe Tepeunc/ieHHble BhIEe (pOPMbl BapnadeTbHOCTH MAaTTEPHOB
rero pair-rule (Puc. 3C), a tak:ke BapmabeIbHOCTh MHTEHCUBHOCTH SKCIPECCHU T'€HOB
gap, cHIKatoTest B KouIle nnkia 14A (Surkova et al., 2008a, Cypkosa u mp. 2008b).

Ha pucynke 3A BbIcOKasi IPOCTpAHCTBEHHASA BapHAOEIbHOCTH SKCIIPECCUN MATEPUH-
ckux reHoB bed m cad cpaBHUBaeTcst ¢ HU3KON BapuadE/bHOCTHIO reHa gap kni, 4To I110-
Ka3bIBaeT CHUYKEHUE BapradebHOCTH MATEPUHCKUX I'PAJINEHTOB Ha YPOBHE 3UTOTHYECKIX
PeHOB-MUIIIEHEH, o/ITBepPXK/Iast BbIBOJIBI, ¢jieannbie panee (Houchmandzadeh et al., 2002).
O tHaKo MbI OOHAPYKUJIU, UTO TI0I00HOE CHUKEHIE BaprabeTbHOCTH MTPOUCXOIUT JTMHAMU-
yecku. B mukie 13 npocrpancTBeHHas BapuadeIbHOCTh XapaKTePHBIX YePT KapTUH DKC-
MPECCUN 3UTOTHIECKIX TeHoB hb, Kru eve cymectBenno nmoseiena (SD — 2.3-3.7% J19),
HOo B KoHle nukjia 14A cocrapiger yxe 0.7-1.8% 19, 4T0 B HECKOJILKO pa3 MEHbIIE,
gem y marepuHckux rpajuentos (SD = 3.5-6.6% J/I19) (Surkova et al., 2008a, Cypkosa
i 7p. 2008b). C moMOIIBI0 MATEMATHIECKOTO MOJIINpoBatus B pabore Mawy u jap. Obi-
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noJiocel 3 ftz'y 1Byx sMOpnoHOB u3 BpemenHoro kiacca 3 (F,G) Bpemennas BapuabesbHOCTH (hOPMUPOBa-
Hust o6/1acreit srerpeccnu reros pair-rule (F) u reros gap (G). s KaxK10ro BpeMeHHOTO KJIacca MOKa3aH
IPOIEHT SMOPUOHOB, ¥ KOTOPBIX MOSBUIACH 0DO3HaUYeHHad 00JacTh 3Kcnpeccun. V.M. - HUHTEHCUBHOCTH

duryopectenimn

JIO TI0KA3aHO, YTO B OCHOBE MEXaHW3Ma yYMEHbIIeHHs IIPOCTPAHCTBEHHOI BapuabeIbHOCTH
IKCITPECCUH TE€HOB gap y IMOPHUOHOB JINKOTO THTIA, JIEYKAT KPOCC-PEryJISITOPHBIE B3aNMOIeii-
crBust Mexk 1y stumMu reravu (Manu et al.; 2009a)

YMeHblIIeHne BCeX TUIIOB Bapuabe/IbHOCTU SKCIPECCUU I'€HOB CerMeHTAlMh Y SMOpPu-
OHOB JINKOTO THUIIa, TMPOUCXOIAIIEe K KOHILY Inkaa 14A, MoxKeT C/IyKUTh WLTIOCTpalmeit
dbenomena kananuzaiyn, npepnokeraoro K. Yommuarronom (Waddington, 1942). lerep-
MUHAIMS CeIMEHTOB Ha, CTa/Iuu OJIACTOAEPMbI HE OCYIIECTBIISIETCs 110 (PUKCUPOBAHHOMY 11y~
TH, T.€. 110 OJIHOI TpaeKTopur pas3BuTus. HanpoTus, cymecTByeT mesblil psiji TpaeKToPHil
Pas3BUTHUSI, COBMECTUMBIX C YKH3HECTIOCOOHOCTHIO, KOTOPhIE CXOAATCsI K MOMEHTY HadaJia,
racTPYJISIUIN U TPUBOJST K (POPMUPOBAHUIO YCTONUINBBIX (PEHOTHUIIOB JITINHOK.

Omopuonbl Kr—, kni— u Kr;kni—. B ornnune or sMOpnoHoOB JnKOro Tuma, y sMOpu-
OHOB, HYJb-MyTaHTHBIX 1O reHaM gap Kr u kni, HaOTIOZAIOTCS TPOCTPAHCTBEHHO JIOKAJIU-
30BaHHbIE JIPEKThl KYyTUKYJ/IbI IMINHKN, KOTOPbIE B CJIydae SMOPHOHOB K7— CyIIeCTBEHHO
Bapbupytor ot smbpuona K 3Mopuony (Niisslein-Volhard and Wieschaus, 1980; Wieschaus
et al., 1984). Takum 06pazom, BCECTOPOHHE aHAJIN3UPYS BAPUADETHHOCTD IKCIIPECCHN TeHOB
CerMeHTaIlui Yy MyTaHTHBIX SMOPHOHOB, MOYKHO TTPEIIOM0KNTE, KaKOil THUIT Bapradbe/IbHO-
cru (T.e. BapuabeibHOCTh YPOBHEI 9KCIIPeCcCHi, O3UIMOHHAs BApHabeIbHOCTh, CM. BBIIIE)
OTBETCTBEHEH 3a BapnadeTbHOCTh (PEHOTUTIOB JIMIMHOK.

Kak u y SMOpPHOHOB JIMKOIrO THIla, y 3MOproHOB K7r— hopMma MnaTTepHOB SKCIPECCUN
eve CyIeCTBEHHO BapbUPYeT MEK 1y MHINBUIYAJILHBIMI SMOPUOHAME B 11€pHoJi (DOPMIPO-
BAHUSA TOJIOC. DTO HaOJIOaeTCs Kak B obsactu 2-3, Tak u B obactn 4-6 (Puc. 4A-D).
O 1HaKO K MOMEHTY TaCTPYJ/ISIIUU Bapruade ibHOCTh B 00J1acTh 10J10¢ 4—6 3HAUNTE/IbHO CHU-
JKALTCs, TOTIa Kak 001acTh 2-3 Bee erre ocraercs Bapuabensroii (Puc. 4E-H). Bosee Toro,
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Puc. 4: (A-H) Kaprunst sxcrpeccnu eve Bo Bpementbix kmaccax 4 (A-D) u 8 (E-H). (I-K) Cosme-
MIEHHBIe KaPTUHBI 9KCIpeccun eve n ftz y smbpuoHa n3 Bpemernoro kiaacca 3 (I) w aByx sMOpnoHOB n3
BPEMEHHOTO KJIacca 8 €O CXOMHOI IKCIpeccneil eve, HO pa3Indalonieiicss skcmpeccneit ftz B 00acT OJI0C
2-3 (myukTupHas pamka). (L) 3aBucumocTb ypoBHs poCTpaHCTBeHHOI BapuabenbrocTn or A—Il mosu-
it obs1acTell SKCIPECCun y OJAMHOYHBIX MYTAHTOB. SHAYEHUs CTAHIAPTHLIX OTKJIoHeHwit A-I1 mosmimii
obytacTeil SKCIPecCun TeHoB y SMOPUOHOB Kr— 1 kni— MOKa3aHbI IS TO3IHEr0 MUK/ 14A.

B oOJ1acTn 2-3 coxpaHsieTcsi Bapuabe/bHOCTh OTHOCUTEILHBIX YPOBHEH SKCIIPECCUN €VE 1
ftz (Puc. 4J.K) (Surkova et al., 2013).

3BecTHO, 9TO y 9MOPHOHOB JIMKOI'O THUIIA OTHOCUTEbHBIE YPOBHH SKCIPECCUN KOM-
IJIEMEHTAapHBIX TATTEPHOB eve n ftz B cepejauHe—KOHIE HUKiIa 14A Onpeaensitor OTHO-
CHTe/IbHbIE pasMepbl HeUeTHBIX 1 deTHbIX mnapacermenToB (Fujioka et al., 1995; Hughes
and Krause, 2001; Fujioka et al., 2002). Takum obpasom, BaprabebHOCTb OTHOCUTETbHBIX
yposueit Eve n Ftz B obnactn 2-3, nabmogaemas y SMOpnoHOB K7, MOYXKeT BAUATL Ha TOU-
HOCTD JIeTePMUHAIMI IPAHUI] 1aPACEIMEHTOB. DTa I'MIIOTe3a HAXOUTCS B COOTBETCTBUN C
TeM, UTO (DEHOTHIIBI TNINHOK K7r— BapnabebHBl MMEHHO B aHTEPHOPHO 00JIaCTH.

AHaJin3 mpocTpaHCTBEHHO! BapuadeIbHOCTH KAPTUH SKCIIPECCUN Y MYTaHTHBIX SMOPH-
OHOB TOKa3aJ/I, 9TO y OJMHOYHBIX MyTaHTOB 110 K7 u kni B aHTEPUOPHOI M LEHTPaIbHOI
JacTsIX AMOPHOHA YPOBEHBb TO3UIMOHHON OmMMOKM, HAO/I0aeMblii B panHeM mukie 14A,
YMEHBITAETCsT CO BpEMEHeM, 1 B KOHIIE InKJ/a 14A He mpeBbIaeT TaKOBOTO Y SMOPHOHOR
Jqukoro trra. OJHAKO B TTOCTEPUOPHON JacTh SMOPHUOHA MO3UITHOHHASA ONNOKa HE CHUMKA-
eTCsl CO BpEMEHEM, 1 B CJIy4ae 1I0JI0ChL 7 eve Iepe| HadaioM racTpysidiuy cocrasiser 3.0%
JI9 kak y smbpronoB Kr—, tax n kni— (Puc. 4L), (Surkova et al., 2013).

Y ABOWHBIX HYJIb-MyTaHTOB K7;kni ypoBeHb MO3UIMOHHON BApUAOEILHOCTH SKCIIPECCUH
I'€HOB 3aBbIIIEH 110 CPABHEHUIO C TAKOBBIM Y AMOPHUOHOB JIMKOT'O THIT KaK B @aHTEPUOPHBIX,
TaK U B OCTEPUOPHBIX 00/1acTsIx sKcrpeccn (SD = 2-3% J19), u He cHuKaeTcs co Bpeme-
Hem. Taknm 06pa3oM, MOYKHO 3aKJIFOUNTh, 9TO €CJIN TMPOLYKTHI JIBYX N€HOB gap yAasIsiiOTCsI
U3 PEryIsITOPHON CUCTEMBI CEIMEHTAITIH, ITPOCTPAHCTBEHHAA TOUTHOCTD SKCIPECCHH JIPYTUX
reHoB HapyIaeTcs Bi1oJib Beeit A-I1 ocu smbpuona (Surkova et al., 2013).
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BrpiBoabl

1. OnpejejieHo, 4TO HYJb-MyTallid B T'eHaX gap, IPUBOJSIINE K CYIIECTBEHHBIM 13-
MEHEHUsIM SKCIIPECCUN T'€HOB CeIrMeHTallui B SMOPUOHE JIPO30UJIbl, HE MEHSIOT Ha-
IIpaBJIeHNe 1 JIOKAJIU3AIIIO IPOCTPAHCTBEHHBIX CJIBUTOB 00J1aCTEil SKCIIPECCUU 3UT0-
TUYECKUX NeHOB. DTO TIPEIIoIaraeT JefiCTBIe CXOIHBIX PEry/IsiTOPHBIX MEXaHU3MOB
MHTEPIPETAINH TTO3UIMOHHON MHQOPMAINY 3UTOTUIECCKIMHI TeHaMU Y SMOPHOHOB
JIMKOI'O THUIIa U MyTaHTHBIX;

2. BoisiBiieHO, 9TO YPOBHI SKCIIPECCHU BCEX MEHOB gap Y SMOPUOHOB, HYJIb-MYTaHTHBIX
110 redam Kr, kni u y JBOMHBIX MyTaHTOB K7;kni, cylecTBEHHO 3aHUKEHbI 110 CPaB-
HEHNIO C TAKOBBIMHU Y 3MOPHMOHOB JUKOTO THTA, YTO HE COTIACYETCA C POJBIO 9TUX
FeHOB KaK PEIpeccopoB TPAHCKPUIIIUN;

3. YCTaHOBJIEHO, UTO B MPOIECCE pa3BUTHS SMOPUOHA JIPO30MUIBI TUKOTO TUTIA TTPOMC-
XOJUT JUHAMUYECKOe yMEHbBIIEHIe BCeX BUJIOB BaprabeTbHOCTH SKCIPECCUU, CBO-
CTBEHHOII crcTeMe NeHOB CerMeHTAINH. JTO BKJII0UaeT YMEeHbBITIeHe Bapuade TbHOCTH
YPOBHEI 3KCIPECCUr MeHOB, BPEMEHN U IOC/IeI0BATETLHOCTH (POPMUPOBAHUS 00J1a-
cTeil IKcIpeccnn, a Takke MPOCTPAHCTBEHHON BapuabejbHOCTH obJsiacTeil IKcIpec-

CUH;

4. BreisBjieHo, 4T0 y SMOPUOHOB JIPO30UIibl, HYJIb-MyTaHTHbBIX 110 reHy gap Kr, orHocu-
TeJIbHBbIE YPOBHU IKCIIPECCHN TeHOB pair-rule eve n ftz, KOTOpbIe ONPeIeIsaioT OTHOCH-
TeJIbHbIE Pa3MEPbl HEYETHBIX U YETHBIX 1aPACeIMEHTORB, OCTAIOTCs Bapuade/ibHbIMI
B Te4YeHue Bcero Mmukiaa 14A B 06/1acTi moJjioc 2—-3, 9TO COOTBETCTBYET JIOKATU3AINH
BapuadebHbIX J1ePEeKTOB KyTUKYJ Y JIUUUHOK K7

5. OmpejienieHo, 9TO Y OMMHOYHBIX HYJIb-MYTaHTOB 110 reHaM K1 u kni BBICOKUIT yPOBEHb
IIPOCTPAHCTBEHHON BapuadebHOCTH SKCIPECCUU 3UTOTUYECKUX I'€HOB CerMeHTaluu
B IIPOIECCE Pa3BUTUS HE CHUKAETCS B MOCTEPUOPHOIN JacTh SMOPUOHA TPO30DUIDI,
a JIBOWHBIX MyTaHTOB Kr;kni — Bo BceM aMOpuone. BbIBOJBI 3-5 CIIyzKaT MOITBEP-
JKJIeHeM KOHTIETIINN KaHa u3anui pa3puTnsg K. YoqaIuHrToHa, B OCHOBE KOTOPOI
JIEYKUT ujiesd O TOJABJICHUN BapuaOebHOCTH Y OPTaHM3MOB JUKOrO THIIA, HO HE Y
MYTaHTHBIX.
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