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MakpoxeTs! (00JbIiIre 1IEeTUHKM) paclojaraloTcsl Ha rojloBe U HOTyMe Ap0o30GhUibl YIIOPSIAOYEHHBIM 00-
pa3oM, 00pa3ys IMEeTUHOYHBIN y30p. YHMCII0 1 pacoioKeHNe COCTaBIISIONINX Y30P MaKpPOXET CTPOTO ITO-
CTOSTHHBI, UTO JeJIaeT 3TOT NMPU3HAK LIEHHOM BUIOBON XapaKTepUCTUKOM, KOTOpas 3a1aeTCsl CTPOTUM T10-
3UIIMOHUPOBAHUEM TTPOHENPATBLHBIX KJIACTEPOB B 9KTOJAEPME MMAaTMHAIBHBIX TUCKOB Ha CTaIWU JTMUNHKHA
TPEThEro Bo3pacTa U MPeaKyKoJKku. B cBolo ouepenn, MO3MIIMOHUPOBaHUE TPOHEHPaIbHBIX KJIACTEPOB 3a-
BUCHUT OT pachpeneeHUsT T.H. (paKTOpOB MPeACTPYKTYPHI, CO3aIOIEero mpoobdpas IeTUHOYHOTO y30pa.
CornlacHO COBpeMEHHBIM MpPeCTaBIeHUSIM, (DaKTOPHI IPEACTPYKTYPBI OTOXIECTBIISIIOTCS C TPAHCKPUTILIM -
OHHBIMU PaKTOpaMU, MHUITUUPYIOIIMMHU JIOKATBbHYIO 3KCITPECCUI0 TeHOB KoMILIeKca achaete-scute (AS-C).
HMMeHHO orpaHuYeHHas OTNpeAeIeHHbIMU paliloHAMM SKTOIEPMbI SKCITPECCHST TEHOB KOMITJIEKCa OTpee-
JISIET XapaKTep PacIloJIOKeHUSI MaKpOXeT Ha Tejie uMaro. B 063ope paccMOTpeHbI M CUCTeMaTU3MPOBaHbI
JIaHHbIe, Kacalollrecs CTAaHOBJICHUS TIPENCTPYKTYPhI KaK 3aKJIIOUYUTENHLHOTO dTana GyHKIMOHUPOBAHUS
HepapxXruvecKu OpraHM30BaHHON MOJIEKYJISIPHO-TEHETUYECKOI CUCTEMBbI, PE3YJITATOM KOTOPOTO SIBJISIETCS

JIoOKaJIbHas 3KcIpeccus TeHOB AS-C B 3KToiepMe UMarnHaJIbHBIX TUCKOB.
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BBEAEHUE

®dopMmurpoBaHWe TIPOCTPAHCTBEHHBIX CTPYKTYP
SIBJISIETCSI BAXKHEWIIMM aclieKTOM peaiu3alliu Mpo-
rpaMMBbl pa3BUTHUSI MHOTOKJIETOYHBIX OpraHU3MOB. B
KauyecTBe OJTHOr0 M3 MOJEJbHBIX OOBEKTOB TSI MC-
clieloBaHMsSl 3aKOHOMEPHOCTE 3TOro mpoliecca U
JIeXallluX B €er0 OCHOBE MOJIEKYJISIPHBIX MEXaHU3MOB
HMCIOJIB3YeTCs IIETUHOYHBIN y30p HoTyMa Drosophila
melanogaster. Y30p obpazoBaH 11 mapamMu BHEIIHUX
CEHCOPHBIX OPraHOB — MAaKPOXET, 3aHUMAIOIIUX CTPO-
ro ¢MKCUpPOBaHHbIEC MO3ULIUY Ha Tejie Myxu. Yucio u
MOCTOSTHCTBO PACMOJIOKEHUSI MaKpOXET IMO3BOJISIIOT
MPUCBOUTDH KAXKION U3 HUX MepCOHAIbHOE Ha3BaHUE,
a caM NMpU3HaK MCIOJb30BaTh B KAYECTBE OJTHOTO U3
KpUTEPUEB TAKCOHOMUUECKON KJTaccCurKaluu.

CeHCOpHBINT OpraH B3pPOCJIO MyXM COCTOUT M3
YEThIPEX CIEeUMATU3UPOBAHHBIX KJIETOK: IIETUHKO-
BOI1, THE310BOI, HElipOoHa M KJIETKM OOOJIOUKU HEp-
Ba. Bce oHM NTpouCcXOasIT U3 OAHOI KIETKU-TIpelie-
CTBEHHUIIbI — POJIUTEIbCKON KIIETKM CEHCOPHOTO
opraHa. Kaxmas Takasi kjieTka 060cobisieTcst u3 rnpo-
HelpalbHBIX KiIacTepoB — rpym u3 20—30 skromep-
MaJIbHBIX KJI€TOK MMarMHaJbHBIX AUCKOB, OTJIMYHW-
TeJIbHO OCOOEHHOCTBIO KOTOPBIX SIBJSIETCS HATUYUE
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oenkoB Achaete u Scute (AS-C) (Romani et al., 1989;
Cubas et al., 1991; Skeath and Carroll, 1991; Gomez-
Skarmeta et al., 2003). 1151 Ka>KI0TO CEHCOPHOTO Op-
raHa (hopMHUpYyeTCsl CBOI MpOHEWpaIbHbIN KiIacTep.
3akjagka IIpoHeWpaJbHbIX KJIACTEPOB M ITOCIEIYIO-
Iee BBIASICHNE POAUTEIILCKUX KJIETOK IMPOMCXOAUT
Ha CTaIuM TPETHErO JUIMHOYHOTO U PAHHETO KyKO-
JlouHoro Bo3pacTa. COBOKYITHOE pacroJioXXeHUe
MPOHENpPaTbHbIX KJIACTEPOB U POAUTEIBCKUX KJIETOK
omnpeaessieT reOMETPUIO IIETUHOYHOTO y30pa Ha Tejie
B3pPOCJION MyXHU.

KitoueBoe MecTo B aeTepMUHALIMM y30pa IIpu-
HaJUIEKUT TeHy achaete-scute (ac-sc), KOTOPBIU npe-
CTaBJICH Cepueil CTyTrieHYaThIX ajuiesieil. Myxu-HocH-
TeIW PA3IMYHBIX aJUIeJIE XapaKTEepU3YIOTCS OTCYT-
CTBUEM OIPENEIEHHBIX LIETUHOK U3 CTaHZAPTHOTO
Habopa. Y ocobeli, TeTepO3UTOTHBIX MO Pa3IMIHBIM
MYyTalMsIM ac-S¢, OTCYTCTBYIOT TOJIBKO T€ IIIETUHKM, KO-
TOPBIEC OTCYTCTBYIOT Y MyX, TOMO3UTOTHBIX M IO OAHOM,
Y 110 IPYTOi MyTallu, U PA3BUBAIOTCS TE U3 HUX, KOTO-
pble HAUIMYECTBYIOT XOTSI ObI Y OJHOU U3 TOMO3UTOT.

MdeHOMEH CTyNmeHYaToro ajuieliidMa ITO3BOIWIT
BIIEpPBBIE C(HOPMYIUPOBATh MPUHIMIINAIBHO HOBBIN
B3IJISII HA T€H KaK Ha MPOTSZKEHHYIO IMHEMHO YIT0-
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PSIIOYCHHYIO CJIOKHO OPraHM30BaHHYIO CTPYKTYp-
HO-(YHKIMOHAJIBHYIO €IUHUILY U CBSI3aThb (DOPMUPO-
BaHUE IIETMHOK B CTPOTO OMPEACTICHHBIX TTO3ULIMSIX C
€TI0 JIOKAJIbHOI aKTUBHOCTBIO B COOTBETCTBYIOILIUX TOY -
Kax B3KTOIepMbl MMarmHajbHBIX auckoB (Dubinin,
1929, 1932). B 1O ke Bpemsi BOIPOC O MeXaHU3MaXx JIo-
KaJIbHOM aKTWMBAllUM T€Ha achaete-scufe OCTaBaJICS
OTKPBITEIM. Hanmboubsmiee pacripocTpaHeHNE 1T MH-
TeprnpeTaluy HaOII0gaeMbIX (PEHOTUMNYSCKUX -
dekToB noayumia runoresa IllTepHa, cdhhopmynupo-
BaHHas UM B 1954 1. (Stern, 1954). B pamkax rumnore-
3bl MOCTYJIMPOBAJIOCh, UTO JIOKAJbHAasl aKTUBALMS
reHa achaete-scute IPOUCXOOUT B OTBET HA WHAYIIN-
pyioliee AeicTBUe T. H. (paKTOPOB IPEACTPYKTYPHI,
pacrpeaeeHHbIX TUCKPETHBIM 00pa3oM B 3KTONEP-
Me UMarvHaJbHBIX JUCKOB. B 3aBUCUMOCTH OT HaJIU-
yusl 3TUX (PaKTOPOB KIJIETKU B OINPEAETECHHBIX paiio-
Hax JIMCcKa MPpUOOPETalOT CIOCOOHOCTh K Pa3BUTUIO
no HelipaabHOMYy 1yTH (Reeves, Posakony, 2005).

Ha coBpemeHHOM 3Tarie pa3BUTHS MPEICTABIIC-
HUIl 0 MopdoreHe3e MaKpoxeT M MeXaHU3Max CTa-
HOBJICHUSI CTEPEOTUITHOTO IIETUHOYHOTO y30pa T'U-
note3a IlltepHa monyyusia cBoe MOATBEPKACHUE Ha
MOJIEKYJISIPHO-T€HETUYECKOM ypoBHe. bblia Bbisic-
HeHa TOHKasl OpraHu3allMsl TeHHOTO KOMIIeKca
achaete-scute (AS-C) n naeHTU(UIUPOBAHEI TpaH-
CKPUTIIMOHHBIE (haKTOPBI, THUIIMUPYIOIINE eT0 3KC-
npeccuto — U-shaped (USH), Pannier (PNR), 6enku
TEHOB KOMIUIeKca iroquois (Araucan, Caupolican u
Mirror) u ap. (Ruiz-Gomez, Modolell, 1987; Go-
mez-Skarmeta et al., 1995; Gomez-Skarmeta et al.,
1996; Cubadda et al., 1997; Haenlin et al., 1997;
Calleja et al., 2000; Ramain et al., 2000; Calleja et al.,
2002; Aldaz et al., 2003; Gomez-Skarmeta et al.,
2003; Joshi et al., 2006; Ikmi et al., 2008). UmeHHO ¢
HUMMU OTOXIIECTBJISIIOTCS (haKTOPBI IPEACTPYKTYPHI B
TepMuHax rTuroressbl LITepHa.

B cBoio ouepenb, sKcmpeccusi TeHOB u-shaped,
pannier 1 KOMIUIEKCA iroquois U3HAYAJIbHO OTIPEICIsI-
eTCs CBOMM HaO0OpOM TPaHCKPUIIIMOHHBIX (PakTO-
pOB — OEJIKOB, KOOAUPYEMbIX TeHAMU CETrMEHTAaIlUU,
JNIeNCTBYIOIIMX Ha paHHUX CTaAUSIX KOMITapTMEHTa-
JIM3allMM MMarvHajibHbIX IMCKOB: Decapentaplegic
(DPP), Hedgehog (HH), Engrailed (EN), Invected
(INV), Wingless (WG).

Takum o6pa3oM akTuBauusl TpaHckpuniuu AS-C
3aKJII04YaeT uepapxuio COOBITHI, KOTOpast obecreun-
BaeTCs KOOPAWHMPOBAHHBLIM AEHCTBUEM T€HOB U
TeHHBIX aHCcaMOJIEli 1 3aBepIlIaeTCs MOSIBJICHUEM 1IIe-
TUHOK B CTPOTO OompeaeieHHoM Jokanu3aunu (Ruiz-
Gomez, Modolell, 1987; Gomez-Skarmeta et al.,
1995; Gomez-Skarmeta et al., 1996; Cubadda et al.,
1997; Haenlin et al., 1997; Calleja et al., 2000; Ra-
main et al., 2000; Calleja et al., 2002; Aldaz et al.,
2003; Gomez-Skarmeta et al., 2003; Joshi et al., 2006;
Ikmi et al., 2008).

B o00630pe cumcTeMaTM3MpOBaHBI JIMTEpaTypHBIC
MaHHBIC, KacaroIIlecs TCHOB M OCJIKOB, TIPSIMO WJIN
OIIOCPEIOBAHHO OMPENEISIONINX YCIOBUSI WHUIIAA-

1Y JIOKAJIbHOM 3KCIIPECCHUM F'eHOB KOMILIeKca acha-
efe-scute,  B3aMMOJCUCTBUI MeX1y HUMMU.

TEHETUYECKUWI KOHTPOJIb
KOMITAPTMEHTAJIM3ALINN
KPbUIOBbBIX UTMAT'MHAJIBHBIX IMCKOB

OCHOBHEIE COOBITHSI, OOYCIOBIUBAOILINE (hOpMU-
poBaHUE LMIETUHOYHOTO Y30pa Ha HOTyMe IPO30( b,
CBSI3aHBI C KPBLJIOBBIMM MMAarnHaJIbHBIMUA AUCKAMMU.

KppioBoit nuck pazsuBaeTcs u3 20 KJIETOK, yXKe
Ha CTaJIuU KJIETOYHOI 0J1acTOIe pPMbI IIPEASTEPMUHMU -
POBaHHBIX K TOMY, YTOOBI JaTh HA4YaJl0 KPBLUIOBHIM
CTPYKTypaM 1 HOTYMY MMaro.

Kak opopmiteHHass Mopdoorndeckas: CTpyKTypa
JIUCK UASHTUGMUIIUPYETCS HA CTAAUM JUIUHKU Mep-
BOro Bo3pacrta. Bckope nmocie ¢opMupoBaHus AucKa
IIPOMCXOIUT €ro NnoapasacjieHrue Ha KOMIIapTMEHTHI,
TPaHMIIBI KOTOPHIX OIPEACIISIOT JaTbHEUIITYIO OHTO-
TeHETUYECKYIO Cynb0y HaXOMSIIMXCS BHYTPU HUX
KJIeTOK (puc. 1).

Cynpba KaxXnoit KJIETKM JMCKa 3amaeTcss Habopom
TPaHCKPHUILIMOHHBIX (DAKTOPOB, KOTOPbIE B HEll 9KC-
MpPeCCUpPYIOTCs. Y3Ke Ha CTaAuM 3aKJIaaK1 IUCKa KIIeT-
KM BMOpHMOHA pa3inyaloTcsl colep:KaHuem TpaH-
CKPUITLIMOHHBIX (DAKTOPOB, BIIOCICACTBUH OIIPEACIsI-
IOIIMX OCHOBHBIE 3TaIlbl KOMITAPTMEHTAIN3allNU:
Engrailed (EN), Decapentaplegic (DPP), Distal-less
(DLL), Vestigial (VG), Wingless (WG) u Hedgehog
(HH) (Held, 2002; Chanas et al., 2004). Cxema pac-
npeaeaeHus 3TUX OEJIKOB B KJIETKaX pa3BUBaIOIIEro-
cs 3ayaTKa MMarvHajJbHOTO OHMCKa IIpUMBEIcHA Ha
puc. 2.

Ha stom sTamne nokanmnzanmsg 6enka EN orpanu-
YyeHa y3KOM 30HOM LIMPUHOI B OOHY KJIETKY, TOTIa
kak 6enku DPP, WG u HH Takoro orpannyeHust He
MMCIOT U PaCIIPEACISIOTCS MO TpagueHTy KOHILICH-
Tpaluii B 6osee mmupokoi odnactu. M3 obnactu 3a-
yaTKa ¢ HaubOoabuM coaepxanueM DPP, roe npo-
WCXOOUT aKTUBALIMS TeHa vestigial, B manbHEHIIIEM
pa3oBbeTCSI KPBIJIOBOM IOHMCK. B ocrampHOI YacTm
KJIeTOK 3ayarka, rae DPP mano mam BooOIlle HET,
VHULMUPYeTCcs aKcnpeccus Distal-less. Dta obnactb
JIACT B NAJIbHEUIIIEM HOXKHOM AUCK.

XapakTep pacopelesieHUsI TPaHCKPUITLIMOHHBIX
(hakTOpPOB HA paHHUX CTAOUSIX PAa3BUTHUS KPHUIOBOTO
IMCKa CO3MaeT MPEANOChUIKY MIs1 AU depeHIInanb-
HOW aKTMBHOCTU T€HOB, PYHKIIMOHUPYIOIIMX Ha 00-
Jiee TTo3AHMX 3Tanax (B T.4. u TeHoB AS-C), Tipeaonpe-
Jesist GOpMUPOBAHUE TeX MJIM MHBIX MOPQOJIOTHYEe-
CKHX CTPYKTYp UMaro, B YaCTHOCTH, MaKPOXET.

IlepBuuHoe BBIAEIEHNE KOMIAPTMEHTOB OO0Y-
cJioBieHO auddepeHINAITLHON SKCIIpeccueii reHa-
celieKkTopa engrailed (en), a Takke reHOB invected (inv)
u cubitus interruptus (ci) (puc. 3).

HanpHeiimye COOBITUS KOMIIApTMEHTAIM3aluU
CBsI3aHBI C CO3JaHMEM TIpagueHTa KOHIIEHTpaluu
6enka DPP, BemmonHsromero ¢pyHKIo MopdoreHa.
O061acTh 3KCIPECCUM COOTBETCTBYIOIIETO Te€Ha, OT-
Kyga MopdoreH aud@yHIUpPYEeT B OKpYKalollue
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Puc. 1. OHTOreHeTHYEeCKas Cyab0a pasIMUHbIX YacTei KPbIOBOIO MMarnHaJIbHOTO aucka. KieTku 30H MMarnHajibHOTO MC-
Ka, 0003HaYEHHBIX TEMHO-CEPBIM U OEJIbIM 1IBETOM, C(HOPMUPYIOT KPbLUIOBBIE CTPYKTYPbI (ITOBEPXHOCTD U IIAPHUP KPbLJIa CO-
OTBETCTBEHHO); KJIETKM 00JIACTH, MapKUPOBAaHHOW CBETJIO-CEPBIM IIBETOM — HOTYMHYIO YacTh nosyTopokca umaro (Crick,
Lawrence, 1975; Garcia-Bellido, 1975; 2009). (a) — cxeMaTnyeckoe n300paxkeHne KPbIJIOBOTO MMaruHaAJIbHOTO AUCKa; (0) —
cXxeMaTMYecKoe N300paXkeHue MPaBoii TIOJIOBUHBI B3pOCIIO Myxu; (B) — B3pociias Myxa. UepHble TOYKM Ha CXeMaxX — MecTa 3a-
KJIaJIKU MPOHENPaIbHBIX KJIaCTepoB (CXeMa UMaruHaJIbHOIO IMCKa) U MECTa PACIIOIOXKEHUsI MaKpOXeT (cxema IpaBoii 1Moo~
BUHBI B3POCJION MyXH). -3 — TiepeHee-3aIHss, 0-8 — 10P30-BEHTpaIbHasl OCH.

KJIETKM, OTPaHUYMUBAETCS Y3KOW MOJIOCOM, pa3aensi-
IOIEl TMCK Ha IBe YyacTu (puc. 3a).

Dkcnpeccud dpp B 3TOM paifioHe 3aBUCHUT OT TPaH-
ckpurunoHHbIX pakTopoB HH n EN, nmpuuem HH
aKTUBUPYET dKcnpeccuio dpp, Torga Kak EN penpec-
cupyet ee (puc. 30). DKcnepuMeHTaILHO MOKa3aHo,
YTO B KJIETKaxX, TIe OJHOBPEMEHHO ITPUCYTCTBYIOT
o06a atux (hakropa, sKcrpeccusi dpp 3anpeiieHa. On-
Hako HH, B otinuue ot EN, sBiIsieTcsl cekpeTupye-
MBIM OEJIKOM, CITOCOOHBIM TU(MPYHANPOBATH B COCE -
HUE KJIETKU, TOe He 9KCIPECCUPYIOTCS HU en, HU hh.
Bnarogapss a3ToMy, B HHUX CO3IJAIOTCS YCIOBUS ISt
SKCIIpeccuu dpp aaxe Mpu OTCYyTCTBUU COOCTBEHHOI
9KcIpeccuu Ah. B pesynabrate hopMUpyeTcst orpaHu-
yeHHasl 30Ha HakoIruieHus 6eaka DPP (Zecca et al.,
1995; Layalle et al., 2011).

B manpnaeitmem DPP pacmpocTpansieTcst B KieT-
KM, PacIOJIOKEHHbBIE TT0 00€ CTOPOHbBI OT 3TOI 30HBI.
Yepe3 omHOMMEHHBIN CUTHaJbHBIN ITyTh DPP KOH-
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TPOJUPYET SKCITPECCUIO TEHOB, YIaCTBYIOIINX B KOM-
MapTMeHTaIM3auuu gucka. [eHamu-muieHssmMu DPP
SIBJISIIOTCSI, B YaCTHOCTH, brk, pnr, ush, salm, sal-r, tup.
B 3aBUCUMOCTU OT TpaJrieHTa KOHLIEHTPALIUA MOp-
doreHa u criekTpa 0eJIKOB, HapaOOTaHHBIX B KJIeTKax
paHee, IPOMCXOAUT aKTUBALIMS Pa3IMYHBIX HA00POB
retoB. KomOmHaTopmKa MX S3KCHPECCUM CO3IAcT
YCIIOBUSI, OIpelIeIsIIolIne HaIpaBJIieHUe pPa3BUTHUS
COOTBETCTBYIOIIMX oOjacteii aucka (Zecca et al.,
1995; Gomez-Skarmeta et al., 2003; Garcia-Bellido,
2009).

HotyMm pasoBbeTcsl U3 Tex 4yacTeil IMCKa, e B
KJIETKaX OTCYTCTBYeT 0eioK Apterous (AP) urme DPP
perpeccupyert reH brinker n B TO 3Xe BpeMsI aKTUBUPY-
€T IT€H pannier.

Hanuuue xe Apterous B KJIeTKaX AVCKA SIBIISICTCS
MPU3HAKOM TOTO, YTO OHU B JaJIbHEHIIIEM JaayT Ha-
gajio CTPYKTypaM Kpblia. Apterous ¢popMUpyeT TeTe-
porexkcamep c 6eakamu Chip u SSDP (Sequence-spe-
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PaszBurue KPbBLJIOBOTO
MMarmHaJbHOI'O JuCKa

Pa3BuTre HOXXHOTO
MMarviHaJIbHOTO JUCKa

I'pagueHT O Kierku, OMOpHUOH
DPP conepxarmiue DLL IPO30 U
B KJIETKaX QHH[]]IMD ¢ ToJIocaMu

+~, Kierku,

akcnpeccun EN

~«! cogepxamue VG

Puc. 2. PacnpenenieHre 1 3aKOHOMEPHOCTH U3MeHeHus1 B comepxkaHum 6eakoB DPP, EN, WG, VG, DLL, HH B pa3BuBato-
IeMcsl 3a4aTKe KPbIJIOBOTO MMarnHaJIbHOTO AucKa. T2 — cerMeHT SMOpHUOHa, B KOTOPOM 3aKJlaabiBaeTcs AucK. [paduku oT-
paxaloT xapakrtep pacnpeneiieHus 6enkoB WG (kpuBas ceporo 1seta) 1 HH (kpuBast yepHoro 1iBeta) B 3ToM paiioHe. EN —

rnosioca Jjokanmu3sauuuy o6eaka EN.

cific single-stranded DNA-binding protein), 1 KoM-
meke 2Chip/2AP/2SSDP 3amyckaer sKcIpeccuio
reHOB-MMILIeHeil Apterous, obecrieunBasi peannsa-
LIMIO TIPOrpaMMbl Pa3BUTUSI KPbLUIOBBIX CTPYKTYD.

Ha rpanuie Mexxny 3oHaMu OyoyIIMx KpbLia 1
HOTyMa MMeeTCS TPYIINa KJIETOK, B KOTOPBIX TIPUCYT-
ctByeT Kak AP, Tak 1 PNR 1 B KOTOPBIX ITOTEHIIMATb-
HO MOTYT 3KCITPECCUPOBATHCS Te€HbI-MUIIIEHU 000X
dakTopoB. Cynpba TaKMX KJIETOK 3aBUCUT OT HaJlu-
yust 6enka Beadex (Bx, mpyroe nazBanue dLMO,
Drosophila LIM-only), xoTopslii 3amentacT AP B re-
TeporekcaMmepe. Ilockonbky AP obGecrieunBaeT CBsI-
s3prBaHme ¢ JJHK, a Bx Takoii crtocoOHOCTRIO HE 00-
JNagaeT, TPaHCKPUITIIMY TeHOB-MUllieHer AP He mpo-
WCXOIUT, W TPaAHCKPUOUPYIOTCS TOJIbKO TE€HbI-
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muimeHn PNR, npemonpenensst “HOTyMHBIN” MyTh
pa3Butus 3Toit obnactu aucka. (Gomez-Skarmeta
et al., 1995; Ramain et al., 2000; Matthews, Visvader,
2003; Nishioka et al., 2005; de Navascues, Modolell,
2007; Bronstein et al., 2010) (puc. 4).

Bonee ToHKOE CTPYKTYypHMpOBaHUE ITPE3yMIITHB-
HOTO HOTYMa HaXOIUTCS MO KOHTPOJIEM TeHOB eye-
gone (eyg) v twin of eyegone (toe), spalt (sal) v spalt-re-
lated (sal-r), Bar HI n Bar H2. Dxcnpeccust 3TUX Te-
HOB peTyJIUpyeTCcsl TPAHCKPUMLIMOHHBIMU (haKTopamMu
DPP (sal, sal-r, Bar), IRO-C u PNR (eyg u toe) n
oIpenessieT pailoHbI, W3 KOTOPBIX BIOCICACTBUMN
pazoBbeTcst IUTOK (scutum) (Barrio et al., 1999; de
Celiset al., 1999; Sato et al., 1999; Aldaz et al., 2003).
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O 30Ha 2KCIpeccuu @ 30Ha 2KCIpeccuu
TeHOB en u hh

reHa ci

©)
ORD,
dpp

D

. 30Ha OKCITPECCUU . 30Ha SKCIIpECCUn

T€HOB en u iny

reHa dpp

Puc. 3. (a) CxeMa pacnoyioxkeHus o61acTeit aKcnpeccuu reHoB engrailed (en), invected (inv) v cubitus interruptus (ci), hedgehog
(hh) n decapentaplegic (dpp) B pazBuBamIleMCs KPbIJIOBOM NMarnHaJIbHOM JIMCKe. besble cTpeku yKa3biBaloT HallpaBIecHUE
nuddysum 6enka HH. (6) Cxema Bausausg HH u EN Ha skcnipeccuio dpp. CTpesKu ¢ OCTpYMU KOHIIAMY — aKTUBUPYIOLIKE, a

¢ 00pyOJIECHHBIMU — PETNPECCUPYIOIINE BO3ICHCTBYSI.
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Puc. 4. Yuactue 6enka Beadex B onpenesieHUM CyabObl KJIETOK KPBIJIOBOIO MMarnHaJILHOTO JHCKA.

OOPMHUPOBAHHUE ITPOOBPA3A
METUHOYHOI'O Y30PA

TIpooOpa3 nmeTHHOYHOTo pUCyHKa Ha HOTYME, CO-
OTBETCTBYIOILLIMI MeCTaM 3aKJIaAK1 IMPOHEpabHBIX
KJIACTEPOB IJIs1 pa3HbIX MAaKpOXET U UX IPYII, CO3/aa-
eTCcsI C ydJacTUEM TPaHCKPUITIHOHHBIX (aKTOPOB
PNR, USH, WG u IRO-C, omnpenenstiolinMu Xxapak-
Tep dyHkumonupoBaHus AS-C.

[eH pnr skcripeccupyeTcs B IPEe3yMIITUBHOM paii-
OHE HOTyMa I1o1 KoHTpoaeM MopgoreHa DPP (Cu-
badda et al., 1997; Haenlin et al., 1997). Benokx PNR
cymectByeT B nByx uzodopmax — PNRa u PNRp.
30HBI JIOKATU3aLUX N30(OPM YACTUYHO IIepeKphIBa-

OHTOTEHE3

Tom 46 Ne 3 2015

IOTCSI, HO B JOp3ajJbHOM 4acTu Oyayllero HOTyma
npeobiagaer PNR[, Torma xak B JlarepaJibHON —
PNRoa (Ramain et al., 1993; Cubadda et al., 1997;
Haenlin et al., 1997). Dxcnpeccus nzodopM onpeae-
JISIETCS Pa3IMYHBIMU PETYISITOPHBIMU paiilOHAMU Te-
Ha. O0e m30¢opMBI CIIyXaT aKTMBaTOpaMH TpaH-
CKPUIILIUY CBOUX IT'eHOB-MUllleHel — u-shaped, AS-C
U Wg, IPUYEM ush SIBJISIETCSI MUILIEHBIO 00erX 130(hopM,
AS-C npencrapnsier muiieHb it PNRB, a wg — st
PNRo.

DKcIpeccusi reHa u-shaped HabJrogaeTcs B paiio-
Hax JUCKa, COOTBETCTBYIOIIUX JOP3aJIbHOI YaCTU Oy-
OYyILIEero HOTyMa M OyAyIIEMY LIUTKY, U TaAKXEe 3aBH-
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Puc. 5. Cxema peryinsaTopHbIX B3anMoaeiictBrii Mexxay nuzopopmamu 6enka PNR, USH u nx renamu-mummensimu. Kpyru, Brin-

CaHHbIE B OBaJIbl, — OEJIKOBBIE KOMILJIEKCHI.

cut or DPP (Cubadda et al., 1997; Haenlin et al.,
1997). O6paszys kommeke ¢ PNR, USH npespaiiiaer
ero M3 aKTWBaTOpa B PEIpeccop TPaHCKPUIIIINU:
PNRB/USH mnonaBnsier skcmpeccuio u30GOPMBbI
PNRa, kommuiekest PNRo,/USH u PNRB/USH pe-
MPEeCCUPYIOT TPaHCKpUNLUIO u-shaped (Hannon
et al., 1991; Tsai et al., 1991; Fromental-Ramain et al.,
2010), a PNRB/USH — skcnpeccuto wg (Fromental-
Ramain et al., 2008; 2010).

Ol'[I/ICEiHHbIC B3aI/IMO)l€I‘/JICTBI/IH CXEMaTHU4YHO IIpEa-
CTaBJICHBI Ha puC. 5.

PasznuuHoe copepxxanue M30OPM OIIpeaeaseT
xapaktep akcrpeccun AS-C B pa3HBIX 4acTsIX IIpe-
3yMIOTUBHOTO HOTyMa: B €ro JlaTepajbHOM 4acTu, e
conepxxanne PNRa Bennko, komruieke PNRo/USH
penpeccupyeT akcnpeccuro AS-C, Torga Kak B A0p-
3aJIbHOM ero 4acTu, rme coaepxkanme PNRo mano,
n3odopma PNRP aktuBmpyer skcmpeccuo AS-C
(Fromental-Ramain et al., 2008; Fromental-Ramain
etal., 2010).

JanbpHeiile ucciienoBaHUSI MEXaHU3MOB KOM-
NapTMEHTAIM3AlMU AWMCKA U JEeTepMUHALIMU TPO-
HeWpalbHBIX KJIACTEPOB MO3BOJIMIN AETATU3UPOBATh
ydyactue PNR B atux mporieccax. bbuio mokazaHo,
yTo peryiasaTopHyto ¢yHKuMo PNR BbInmoiHseT He
caM 110 cebe, a B KOMILIeKcax ¢ 6eJikaMu ceMeiicTBa
bHLH (ByactHoctu AS-C 1 DA), Chip u SSDP (Ra-
main et al., 2000; Matthews, Visvader, 2003; de Na-
vascues, Modolell, 2007; Bronstein et al., 2010). ITpu
3TOM COOCTBEHHO aKTUBAaTOPOM TPAHCKPUIILIUU SIB-

nsetrcsa SSDP, Torma Kak ocTaJIbHBIE OEJTKU KOMILIEK-
ca WUrpamT BCIOMOrarelibHyI0 poib: amantep Chip
Heo0X0oaUM [IJIs1 OObeIMHEHMS B KOMIUIEKC OEJIKOB U3
pa3Hbix cemeiictB, Oeakm bHLH oOecneunBaioT
calT-crieM(PUUYHOCTh CBI3bIBAHUS KOMIUIEKCA C
HAHK, onpenenss kpyr reHoB-mullieHeii; a PNR ycu-
JIMBAaeT B3aMMOJECHCTBME MEXIy OHXaHCepaMU U
npoMoTopaMu TeHOB-mulleHeil (Bronstein et al.,
2010). Bo3aMokHBIE CXeMbl B3aMMOICIHCTBUIN MEXIY
MEePEeYNCICHHBIMU OeIKaM1 W BIIMSTHUE O0Opa30BaH-
HBIX UMU KOMILIEKCOB Ha CyAbObl KJIETOK MMAaru-
HaJIBHOTO JMCKA IIPENCTAaBIEHBI Ha pUC. 6.

ITokazaHo, YTO BJIMSIHME TaKUX KOMILJIEKCOB Ha
TPaHKPUIILIMOHHYIO aKTUBHOCTh TEHOB achaete-scute
monysmpyetcs oenkamu Toutatis (TOU) u Osa. I1pen-
MOJIaraeTCs, YTO OHU YYACTBYIOT B 00ECIIEUeHUM B3au-
MOJIEHCTBUH “3IHXaHCEP-TTPOMOTOpP” Yepe3 M3MEHEHME
cTpyKTyphl xpoMatuHa. [Ipu atom TOU ycunusaert, a
Osa ociabisieT BAUSHUE KOMILUIEKCAa Ha 3KCIPECCUIO

AS-C (Heitzler et al., 2003; Vanolst et al., 2005).

VYuactue WG B co3gaHum npooOpa3a meTHHOYHO-
ro PUCYHKa TaKXKe 3aK/II04aeTcsl B peryJupoBaHUU
aKTUBHOCTHU T€HOB achaete-scute, HO B OTJIMYUE OT
PNR u USH, WG BiusieT Ha 3TOT IIPOLIECC OITOCpe-
JIOBAaHHO — Yepe3 penpeccuto reHa daughterless (da) u
momupukanuio PNR. Kak uzBectHo, DA oGpa3syer
rerepoaumepbl ¢ AS-C 1 HeoOXoauM JIJIsi MHUIA-
Y TPAHCKPUITLINU TeHOB AS-C, 4TO SIBISIETCS HEOO-
XOIUMBIM YyCJIOBHEM (OPMHUPOBaHUS TMPOHEUpaIb-
HbIX KiactepoB (Cadigan et al., 2002). Kpome Toro,

OHTOI'EHE3 TomM 46 Ne3 2015
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Puc. 6. Komrmuiekcor, oopasyemble ¢ yaactrem 6enka Chip 1 ux BIUsiHUE Ha CyIb0bI KIIETOK KPhLJIOBOTO UMAarnHaAJILHOTO IUCKA.

WG 3zanyckaet nipouiecc dochopusiuposanust PNR,
aKTUBUPYsI SKCIIPECCHUIO TeHa shaggy (sgg), KOIUpylo-
mero kKknHa3y, Kotopas ¢pochopmwipyer PNR. Mo-
nudunupoBaHHas (popma PNR TepsieT crnocoOHOCTb
CBSI3BIBATBCS C PETYJISATOPHBIM paliOHOM KOMILIEKCa
AS-C 1 akTuBUpOBaTh ero TpaHckpumuuio (Yang
etal., 2012).

TakmM o06pa3oM B HOp3adbHON YacTH HOTyMa
komouHatopuka PNR, USH n WG omnpenensier To-
norpa¢uio NpoHEHPaATbHBIX KJIaCTepOB, IpUYeM He-
MPEMEHHBIM YCJIOBUEM 3aKJIaJIKU KJIACTEPOB SIBJISICT-

cst Hamame nuzodopmsl PNRP 1 orcyrctBue WG.
Jakyianka MpoOHeWpalbHbIX KJIACTepOB B JaTe-

pajIbHOM 4acTu HOTyMa KOHTPOJUPYETCS TPEMs Te-
OHTOTEHE3 Ne 3

TOM 46 2015

Hamu komruiekca Iroquois (Iro-C) — araucan, caupol-
icanu mirror (Leyns et al., 1996). OmHOMMeHHBIE OeJT-
KM HaIIPpSIMYIO B3aIMOIEMCTBYIOT C PETYISITOPHBIMU
paiioHaMM reHOB KoMILIeKca achaete-scute (Gomez-
Skarmeta et al., 1996; Kehl, 1998). Dkcrpeccus re-
HOB [ro-C HauMHaeTCs B KOHIIE BTOPOTO TMYMHOYHO-
ro Bo3pacTa M 3aMeTHO YCUJIMBaeTcs B TpeTbeM. [1po-
IeCcC KOHTPOJIUPYETCA PSAOM TPaHCKPHUITIIMOHHBIX
dakropos, B T.4. PNR, USH, Spalt u Spalt-related.

PaiioHbl 3KCcIpeccUr TEHOB ara U coup TIOJTHO-
CTBIO MAEHTUYHBLI U OTJIUYAIOTCSI OT PailOHOB 3KC-
MIpEeCcCUU TeHa mirr, ONIPeNeNssl pa3BUTHE MaKpOXET
pasauyHoM Jiokanu3auu. [TokazaHo, 4TO MO3UIUU
OyIyIIMX HOTOTLJIEBPAIbHBIX U CYITPaaJIsIPHBIX ILIETH-
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Puc. 7. Cxema cTpoeHus achaete-scute koMmruiekca (MoauduLMmpoBaHHbIi pucyHok u3 Torres, Sanchez, 1989; Modolell, Cam-
puzano, 1998; Gomez-Skarmeta et al., 2003). [IpsimoyronbHUKamMu 0003HAYEHBI TEHBI, CTPEJIKAMU — TPAHCKPUIITHL. TpaH-
CKPMIITBI, COOTBETCTBYIOIIIME TTPOHEHPaTbHBIM TeHaM, 0003HaYeHBI CIUIOIIHBIMU CTPEJIKAaMU, UX Ha3BaHMSI HAMTMUCAHbI Yep-
HbIM 11BeTOM. ToJICThIMU CTpesiKaMu 0603HadyeHbl TpaHcKpunThl (T5 1 T4), cooTBeTCTBYIOIIME TeHaM achaete U scute, y4aCTBY-
o1mM B MopdoreHese MmakpoxeT. Cepble MPSIMOYTOJIbHUKKM — 9HXaHCePHbIE pailOHbI KOMIUIEKCA.

HOK XapakTepu3syloTcs HaanarueM oeika MIRR u ot-
cyrcrBueM 0e1koB ARA u COUP (Gomez-Skarmeta
et al., 1996; Leyns et al., 1996; Kehl, 1998).

IMosuuroHnpoBaHe TTPOHEHPaTbHBIX KJIACTEPOB
TSI HOTOTUIEBPATbHBIX MAKPOXET MPOUCXOIUT C yda-
cTueM TeHoB sal v sal-r. TeHbl 00beAHEHBI B KOM-
IUIEKC, PEryJIITOpHAast 30Ha KOTOPOTO COCTOUT U3 He-
CKOJBKMX 0JIOKOB. TpaHCKpUIIIMOHHASI aKTUBHOCTh
KoMmIiekca KoHTposmpyercas DPP- u WNT-cur-
HanbHBIMU TTyTsIMU (Barrio et al., 1999; de Celiset al.,
1999). Cuuraercsa, 4dro BaMsHUE OejaKoB Spalt u
Spalt-related Ha 3akJ1agKy MpOHEWPATBLHBIX KIacTe-
POB 3aKJII04aeTCsl B pepecCUU TPAHCKPUITLIMU FTEHOB
Iro-C (de Celis et al., 1999; Sweetman, Miinsterberg,
2006).

B dopmupoBaHusT MpoOHEUpabHBIX KJIACTEPOB
MpeCyTypajbHbIX MaKpOXeT WIpaloT pOJb TeHbI
BarHI w BarH2. Perynsiuuio MxX 3KCIPECCUU OCY-
miectBiasger oenok DPP. Ilokaszano, uto BarHI m
BarH?2 aktuBupytoT skcrnpeccuio reHoB AS-C, XoTts
MEXaHU3M aKTUBalluU He BbIsICHEH (Sato et al., 1999).

Hapsnay ¢ paccMOTpeHHBIMU TPAHCKPUITIIMOHHbBI-
MU daKkTOpaMu, ONpeAcISTIOIINMU MTO3UITUOHUPOBA-
HUE OTIEIbHBIX IIETUHOK U/UJIN UX TPYIIIT, U3BECTHBI
dakTophl OoJiee IMIMPOKOIro CIeKTpa AeHCTBUS, OKa-
3pIBAOIIME BIMWsSIHME Ha (OPMUPOBAHUE IIETUHOY-
HOTO y30pa B LIEJIOM.

K Hum otHOocsTcs 6enku cemeiictBa NFkB/Rel. ¥
Ipo30duibl HaliieHO TpU OejKa, MpruHaAIeXalluX K
atoMy cemeiicTBy: Dorsal (DL), Dorsal related im-
munity factor (DIF) u Relish (Rel). Ux Bnusinue Ha
akcrpeccuio AS-C peanusyercss 1100 depe3 IIpsMoe
CBSI3BIBAHME C PETYISATOPHBIMHU paiioHaMu AS-C, Tn6o
yepe3 MOCT-TPaHCKPUITIIMOHHbBIE B3aUMOJEHCTBUST C
MPHK AS-C, Mmonuduiimpyoliie ee CTadMIbHOCTb 1
3¢ HEeKTUBHOCTb TpaHCASILUUU. M3BECTHO, UTO HEli-
paJibHble MOTEHIIMM KJIETOK AMCKa 00eCIeunBaloTCs
HU3KAM YPOBHEM COIIepXaHMs OEJIKOB CeMeicTBa
NFkB/Rel B coueTaHnu ¢ BLICOKMM YPOBHEM O€JIKOB
AS-C (Ayyar et al., 2007; 2010).

B craHoOBIEHUM IIETUHOYHOTO y30pa 3aMETHYIO
ponb urpaet EGFR-curnanpHbii myTh. B 3aBucumMo-
CTH OT JIMTaHJa KOHEYHON MUIIIEHBIO Tepenadyn CUT-
Haja sBisitoTcsa reHbl [ro-C (iurann Vein) (Gomez-

Skarmeta et al., 2003) unm reasr AS-C (nmurang Spitz)
(Shilo, 2003).

CyliecTByeT Trpymniia TeHOB, MyTalliM KOTOPBIX
(beHOTUTTMYECKM BBIPAXKaIOTCS B MOSIBJICHUM JOIOJI-
HUTEJBHBIX MaKpoxeT. Bce OHM KOAMPYIOT HeraTuB-
Hble perysTopbl akcrnpeccuu AS-C. K ux unciy npu-
HaJIexXuT pakTop mpsimoro aeiictBus Hairy (Skeath,
Carroll, 1991; Ohsako et al., 1994; Gomez-Skarmaeta
et al., 1995), kopenpeccop dCtBP (Drosophila C-ter-
minal binding protein), neiicTBue KOTOPOro ornocpe-
JIyeTCs €r0 B3aUMOJICHCTBIEM C OETTKOBBIM KOMTLIEK -
com PNR/USH (Stern et al., 2009); Tailup (TUP, cuHo-
HuM Islet), dyHKIMOHUpYyOIIMIZT B cCOCTaBe IeKca-
rerepoMmepoB ¢ ydactuem Chip m SSDP (van Meyel
et al., 1999; Biryukova, Heizler, 2005; de Navascues,
Modolell, 2007; 2010) u aueruntpaHchepaza Cha-
meau (CHM), momudunupyomas PNR, USH u
Chip (Ramain et al., 2000).

AS-C — HEHTPAJIBHOE 3BEHO CUCTEMDbI
OOPMHUPOBAHUA MAKPOXET

IlenTpanpHass poiib B MopdoreHe3de MaKpOXeT
MPUHAIICKUT KOMILUIEKCY HpPOHEWpalbHbIX TI'€HOB
achaete-scute (AS-C). JlokanbHast 3KCIPECCUst 3TUX
reHoB obecreynBaeT (OpPMHUPOBAHUE IIETUHOK B
CTPOTO (PUKCUPOBAHHBIX ITO3UIINSX, a MX MHAKTUBA-
UsI BEIET K OTCYTCTBUIO Y B3POCJIO MyX1 HEKOTO-
pBIX WJIM BCEX MAaKpOXeT CTaHAApTHOro Habopa
(Campuzano et al., 1986). B cinyuae skTonmnueckoi
aKcripeccuu reHoB AS-C B 3KTOAEepME MMarmHallb-
HBIX IVCKOB U MEPEKIJI0YEHUS 32 CUET 3TOI0 OHTOTe-
HETUYECKOro MeXaHM3Ma Pa3BUTUSI KJIETOK B COOT-
BETCTBYIOILLEN 30HE HAa HEWPAJIbHBINM ITyTh BO3HUKAIOT
JIMOO NOITOJTHUTEIbHBIC IETUHKU, JTM00 IETUHKU B
AKTOMNYECKUX MO3UIIMSIX.

Kowmruiekc 3anumaer B reHoMe okoj10 90 kb u co-
JIEPXKUT NEBATb TPAHCKPUIILIMOHHBIX €AWHULL, pa3ie-
JICHHBIX HETpaHCKpUOMpyeMbIMU ydyacTKaMu. Kax-
Jblii U3 TPAHCKPUIITOB UMEET COOCTBEHHBIN BpEMEH-
HOI U MPOCTPaHCTBEHHbIN MPOMUIb pacripeaeaeHUsI.
B mopdoreHe3e MakpoxeT Bemylask poyib IIpyUHaIIe-
KUT OByM TpaHckpulitaM — 15 (achaete, ac) u T4
(scute, sc), ompenesomIuM (OopMUPOBAaHUE KOM-
IJIeMeHTapHbIX HA00poB 1IeTUHOK (puc. 7) (Campu-

OHTOI'EHE3 TomM 46 Ne3 2015
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Puc. 8. Cxema MOJIEKY/ISIpHO-TEHETUYECKON CUCTEMBbI, KOHTPOJIMPYIOLIEH MO3UIIMOHNPOBAHUE MAKPOXET.

zano et al., 1985; Alonso, Cabrera, 1988; Garcia-Bel-
lido, de Celis, 2009). IIpu 3TOM “30HOI1 OTBETCTBEH-
HocTU” achaete IBISIETCSI BOCHOBHOM (hOpMUPOBaHUE
JIOP30LEHTPAIBHBIX MAKPOXET, TOTAA KaK SKCIIPECCUSI
scute TOCTaTOYHA IS Pa3BUTUSI ITOJHOLICHHOTO IIe-
TuHOUYHoro pucyHka (Rodriguez et al., 1990).

CrneunuyHOCTh BpeMEHU U MECTa 3KCIIPECCHUU
AS-C omnpenensercsd 3HXaHCEpaMM JIBYX THUIIOB. DH-
XaHCEepbI MEPBOTo TUIA PACIIOJIOXEeHbI BHE KOMILICK-
ca Ha paccTosstHuA 0KoJio 100 bp 1 MHUIIMUPYIOT 9KC-
MPECCUIO0 TEHOB ac U S¢ B KJIETKaX MPOHEUpaTbHBIX
kiactepoB (Ruiz-Gomez, Modolell, 1987; Leyns
etal., 1989; Ruiz-Gomez, Ghysen, 1993, Gomez-
Skarmeta et al., 1995; Leyns et al., 1996). B yactHo-
CTHU, OOop3oLeHTpanbHBI 3HXaHcep (DC-3HxaHcep)
oIpeaeNsieT 9KCIPecCUi0 TeHOB KOMILIEKCa B KJla-
cTepax, TMO3ULIMOHUPYIOIIMX OMHOMMEHHBIE TIETUH-
ku. [TokazaHo, uyto ¢ DC-3HXaHCEpOM MOTYT CBSI3bI-
BaTbcsl Oenku DPP, WG, PNR, USH (Gomez-
Skarmeta et al., 1995; Cubadda et al., 1997), a Takxe
6enku IRO-C (Gomez-Skarmeta et al., 1996; Leyns
et al., 1996; Kehl, 1998; Ikmi et al., 2008) 1 HekOTO-
poie 0enku EGFR-curnansnoro myru (Culi et al.,
2001).

OHTOTEHE3 Ne 3
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Bropoii Tun snxaHcepoB — SOPE (sensory organ
precursor enhancer) — OTBETCTBEHEH 32 3KCIIPECCUIO
reHoB AS-C B pomutenabckux kietkax (Escudero
et al., 2005; Ayyar et al., 2010). Kaxnap1ii n3 reHoB,
BXOASIIIMX B KOMIUIEKC achaete-scute, paciiojiaraet
cooctBeHHBIM SOPE (Culi, Modolell, 1998; Giagtzo-
glou et al., 2003; Jafar-Nejad et al., 2003; Escudero
et al., 2005; Ayyar et al., 2010). DTu 3HXaHCEPHI CO-
JepXXaT CaiThl CBSI3BIBAHUS IJISI LIEJIOTO psima TpaH-
cKpuniuoHHbIX (akTopoB: E-0okcel (CANNTG)
IUISI CBSI3BIBAHMS C IIPOHEVipaibHbBIMM OeikamMu AC 1
SC; a-6okchl (ACTACAG) mist CBI3bIBaHUS C TpaH-
CKPUITIMOHHBIMU (pakTOopamu cemeiictBa NF-kB/Rel;
AT-ob6oratieHHbIe -00KChI, GYHKIIUN KOTOPBIX IO
CHX TTIOp He BbIICHEHBI; N-OOKCHI — CAlThI CBSI3bIBA-
Hust ¢ 6enkamu Hairy (CACGCG) u Enhancer-of-
split E(spl) (CACGAG and CACAAG); S-00Kchl
(AATC), ¢ xotopsimMu cBsi3biBaeTcst Senseless (SENS).
M3BecTHO, 9TO ¢ HEe YCTAHOBJIEHHBIMU IIOKA CaliTaMU B
SOPE caasbiBaeTcss u Charlatan (CHN). Ha6opsl
cneundUIEeCKUX II0CIEA0BATEILHOCTE B DHXaHCEe-
pax BTOPOTIO TUMA JJIsI KaXKI0TO U3 TEHOB KOMILJIEKCa
achaete-scute paznuunbl. B yactHoct, SOPE rena
achaete mumeHbl o.-00kcoB (Van Doren et al., 1994;
Jafar-Nejad et al., 2003; Ayyar et al., 2007; 2010).



140

Bce reHml KoMImiekca achaete-scute KOIWPYIOT
oenku tuna bHLH, BeImonHSIOMIME pOab TpaH-
CKpUITIMOHHBIX (pakTOpoB. B 1X cocTaBe comepxKar-
¢Sl aMMHOKMCJIOTHBIE TTOC/IeIoBaTeIbHOCTU, (hDOPMU-
pymoIIne CTPYKTYypy THUIIA “CITMpaTb—ITIeTIs—CITH-
panb”, MU OCHOBHBIE HOMEHBI, Yepe3 KOTOphble OHU
cBa3biBaioTca ¢ E-0okcamu (Powell et al., 2004). K
YUCITy TEHOB, PETYISTOPHBIE 30HBI KOTOPHBIX COIEP-
xkat E-00KCBHI, OTHOCATCSI cOOCTBEHHBIE reHbl AS-C
KoMILIeKca, a Takxke Delta, scabrous, E(spl)-C, char-
latan, groucho, senseless v ip. @yHKIIUIO aKTUBATOPOB
9KCIIPECCUU CBOUX TeHOB-MuUIlleHel oenku AS-C ocy-
IIECTBIISIIOT B COCTaBe TEeTEPOIVMMEPOB C OEITKOM
Daughterless.

benku AS-C — abcomoTHO HEOOXOOUMBIIA aTpU-
OyT Wi peanv3aliy HeMpaTbHOM CYIbOBI KIIETOK:
BIIEPBBIC OHU TOSIBJISTIOTCS B KJIETKaX IMPOHEWpaTb-
HBIX KJIACTEPOB M INOCTUTAIOT MaKCUMaJIbHOW KOH-
LIEHTPAIlUM B POIMUTEIbCKON KJIETKE IIETMHOUYHOTO
opraHa (Skeath, Carroll, 1991).

3AKJITIOYEHUE

MakpoxeTbl 00pa3yloT CTEPEOTUITHBINM y30p Ha
HOTyMe Apo30¢uibl, IPpooOpa3 KOTOPOTO 3aJaeTcs
JIOKaJIM3alyeil IIpPOHepaIbHbIX KJIACTEPOB U POAY-
TEJIbCKHUX KJIETOK B 9KTOJEepME UMATUHAJIBHOTO IUC-
Ka. OT Ipyrux KJIETOK AUCKA 3TU CTPYKTYPHI OTJIYAET
sKkcrpeccus TeHoB AS-C. 3a TOYHOCTD JIOKaIU3allin
KJIaCTEpOB OTBEUYAET MOJICKYJIIPHO-TeHETUUECKAasT CH-
cTeMa, KOHTPOJIMPYIoLLast MPOLIECC MX 3aKJIaaKHU C ca-
MBIX paHHUX CTaAuil pa3BUTUS APO30(MIBI 4yepe3
pacnpenelieHre CIeHU(PUIHBIX TPAHCKPUIILIMOHHBIX
dakTopos. O6IIast cxeMa peryasiTOPHbIX B3aUMOAE-
CTBUII B paMKax CUCTEMEI ITpMBeieHa Ha puc. 8.

DOyHKIIMOHUPOBAaHNE KOHTPOJMPYIOIIE CHUCTe-
MbI OPraHU30BaHO MO UePAPXUIECKOMY TTPUHLIUITY, U
BEKTOp €€ JISUCTBUSI OPUEHTUPOBAH HA HApaOOTKy U
noaaepKaHue YpOBHS NMpoHeHpaTbHBIX 0eJTKoB AS-C
B KJIeTKaX KJiIacTepa, obecriedyrBamoux GopMupoBa-
HUE MaKpoOXeT KaK OpraHoB IlepudeprnyecKoil HepB-
HOM CUCTEeMBI APO30(hUJIbL.

BJIATOJAPHOCTHU
Pab6orta BbImOMHeHa mpu noaaepxke IIpoekra
[TporpamMmbl  (pyHAAMEHTAJIbHBIX  KCCAEIOBaHUI

Mpesnmuyma PAH Ne VI.61.1.2. 1 MexXauCLUILIN-
HapHoro uHTerpauuoHHoro npoekta CO PAH Ne 80.
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The Mechanisms Determining Bristle Pattern in Drosophila melanogaster
T. A. Bukharina® and D. P. Furman+*
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pr. Lavrent’eva 10, Novosibirsk 630090, Russia
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Macrochaetes (large bristles) are arranged on the drosophila head and notum in a specific bristle pattern. The
number and positions of the macrochaetes forming the pattern are important species-specific characteristics,
which are determined by a strict positioning of the proneural clusters in the in the imaginal disc ectoderm in
the third instar larvae and prepupae. In turn, the positioning of proneural clusters depends on the distribution
of the so-called prepattern factors, responsible for the bristle prepatterning. The current concept identifies
the prepattern factors with the transcription factors that initiate the local expression of the achaete-scute com-
plex (4S-C) genes. Expression of these genes confined to certain regions of the ectoderm is the particular fac-
tor that determines the macrochaete pattern on the adult fly body. The review considers and systematizes the
data on establishment of the prepatterning as the final stage in the functioning of hierarchically organized
molecular genetic system resulting in the local expression of AS-C genes in the ectoderm of imaginal discs.

Keywords: drosophila, macrochaetes, prepattern, morphogenesis
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