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[TpeoOpa3oBanust CHMMETpHH — QyHIaMEHTaJIbHEIC SBJICHUS B PA3BUTHH
W HSBOJIIOLMHM MHOTOKJICTOYHBIX JKUBOTHBIX. [IpeoOpa3zoBaHus CHMMe-
TPHHU Ha KJICTOYHOM YPOBHE B XO/I¢ OOT'CHE3a U PAaHHETO Pa3BHTHUS OIpe-
JETISI0T OCHOBHBIC OCH OYAYIIEro OpraHu3Ma, Torja Kak B HOCIeIyoIeM
pasBUTHHU MaciiTad nmpeodpazoBaHuil cHMMeTpHH yMeHblIaercs. [lomu-
MO TaKUX KJIACCHYECKUX (OpM CHMMETpHH, KaK MOBOPOTHAs (paaralib-
Hasl), 3epKaiipHas (OmutaTepalibHas) W IMEepeHOCHas (TPaHCIALIHOHHAS), B
OuosorndeckoM MopdoreHeze NpPOSBIACTCS MaclITaOHas CHMMETPHS
(cummeTpus mogo6us). B mporecce gppakranpHOr0 MopdoreHesa u Ipy-
IUX TPOSBICHUH (DIyKTyHpYIOIIeH acCHMMETpHH HapacTtaeT xaoc. buo-
JIOTUYecKasi CHMMETPHS U Jpyrue BapuaHThl MOP(HO(YHKIIMOHAIEHBIX
MOBTOPOB — 3P PEKTUBHEIN CITOCO0 MOopdoreHe3a ¢ UCTIOIH30BAHIEM I10-
BTOPEHUS TCHETHYECKUX TPOrPAMM.

BBEJIEHUE

IIpeoOpa3oBaHusi CHMMETPUN UTPAIOT KIFOUEBYIO POJb B OHOJIOTHYECKOM
MoporeHese u Hen30€KHBI B pa3BUTHH 1 3Bomtouu (Bouligand, 1996; Minelli,
2003; Hirokawa et al., 2009; Li, Bowerman, 2010; Beloussov, 2012). ITomumo Ta-
KHUX KJIACCHYECKUX (DOPM CUMMETPHH, KaK MOBOPOTHAS (paanualibHast), 3epKaib-
Hasi (OmyaTepasibHas) M TIEPEHOCHAas (TpaHCISIMOHHAs) cuMMmeTpus (Belins,
2003; Rosen, 2008; Beloussov, 2012), B OmoornueckoM MOpQoreHe3e mposiB-
JseTcs MaciTabHas CHMMETPHS (CHMMETPHS MTOJ00M ), BKITIOYAIOMIasi M HEeIU-
HeltHbie nipeoOpa3oBanus (3apenkos, 2009; Creroaprt, 2007; Ypmanues, 2007,
Minelli, 2003). Yucno paccMaTpuBaeMbIX THIIOB CAMMETPUH MOCTENEHHO pac-
HIUPSIETCS, BKIIOYas HeMHeHbIe TpeoOpa3oBanus (LLlyonukos, 1960; Betiin,
2003; Ypmannes, 2007; 3apenkos, 2009).

B xome pa3BUTHS U ABONIONWHA MHOTOKJICTOUYHBIX JKUBOTHBIX HAOIIOMAIOT-
Csl CIIOKHBIE W 3aKOHOMEPHbBIE M3MEHEHUSI CMMMETpUH ux Tena (bekiiemuries,
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1964; Minelli, 2003; Ypmantes, 2007.). Kak B oHTOreHe3e, Tak U B (hUIIOTEHE3E
UMEIOT MECTO MEPEXO/(bl OT CHMMETPHU3AIIHS K JUCCUMMETPHU3AIUS U B [IEIIOM
MPOLIECC CUIIBHO CABUHYT B CTOPOHY JuccUMMeTpu3anuu (Ypmanies, 2007).

CTAHOBJIEHME OCEBOM CUMMETPHI OPTAHI3MA

VY uccnenoBaHHBIX MHOIOKJIETOYHBIX JKUBOTHBIX AHUMAaJIbHO-BET€TaTHBHAS
HOJISIPHOCTD SIHIIa U IepeHe-3aIHsIsI OCh Oy1yIIEro OpraHu3Ma yCcTaHaBIMBaeT-
Csl HA OHOKJIETOUHOW CTaJMH, B XOAE OOI'€HE3a MJIM BCKOPE MOCIIE KOHTAKTa U
CIMSIHUS TaMeT. Pa3nuunblie opranu3Mbl CTIONB3YIOT pa3Hble MEXaHNU3MBbI yCTa-
HOBJICHHS TIOJISIPHOCTH, HO BCE OHU 00ECIIeunBalOTCs TIIABHBIM 00pa3oM CTPYyK-
TypaMH IIUTOCKEJeTa; JUIsl TIOJISIPU3allii OOIMTa TpeOyeTcsl yuyacTHe U aKTH-
Ha, ¥ MUKPOTPYOOUEK, a TaK)Ke MHOXECTBA CHUTHAJIBHBIX cucTteM KieTku (Li,
Bowerman, 2010). Xopomio u3y4eH MeXaHHU3M CTaHOBJICHUS TIEpeaHe-3aHeH
nojisipHoctu 'y Hemetonsl Caenorhabditis elegans: B 3TOM ciaydae MOJSPHOCTD
JeTepMUHUpYyeTcs: BxokaeHueM criepmust (Goldstein, Hird, 1996). AkTrHOBBIE
¢GrIaMeHTBl U MUKPOTPYOOUYKH KaK KOMIIOHEHTHI IUTOCKETIEeTa KOHBEPTUPYIOT
HayaJIbHYIO0 aCHMMETPHIO B INI00AJIBHYIO KJIETOUHYIO MOJIApHOCTS. lonspuso-
BaHHas KJIETOYHASI apXUTEKTOHHKA OIIpeeseT yCTaHOBICHNE SMOPHOHATIBHBIX
oceii (Li, Bowerman, 2010). Takum 06pa3om, LUTOCKENET fiina QyHKIUOHUPYET
KaK rmo0anbHBIH MOP(OreHeTHUECKUN AeTEePMHUHAHT, HAPABISIOMUN U MOJ-
JepKUBAIOIINN aHU30TPOIINI0 MOJIEKYJISIPHOW WH(POPMAIIUHU, paclpeneeHHON
B 00ILJIa3M€ U JICTCPMUHUPYIOIIEH 0CEeBYIO MOJSPHOCTD sIa U OyayIero opra-
HU3Ma; HHTETpasbHasl peaklus MOJsIpU3aluy SHIEKIETKH pa3pyluaeT ee cde-
pudeckyto cummetpuro (Hcaesa, 1994; Isaeva et al., 2008).

[onsipuszanus SHLEKIETKH B OOreHe3e 00ecledrBaeTCs MHOTUMH (aKTopa-
MHU, BKJIIOYasl TIOJIOKEHUE OOLIMTa B MATEPUHCKOM OpTaHU3Me, YYacTHE B OOI'CHE3e
BCIIOMOT'aTeNIbHBIX KJIETOK, HapuMep, TPO(QOIUTOB U (OIITHKYIISPHBIX KIETOK,
pacnpeliesiecHue UTOMIa3MaTHUECKAX CTPYKTYP U JKENITKA, PETHOHAIBHYIO DKC-
mpeccuro TeHoB B xoxe oorernesa (Niisslein-Volhard, 1991; Gilbert, 2006). Koptu-
KaJIbHBIA CJION SHLIEKIETKH — HOCHTENb MPOMOpQoIoruu, nHpopMauuu o mpo-
CTPaHCTBEHHOH OpraHu3aiuy OyIyIIero opranu3Ma B BUJe CUCTEMBbI MopdoreHe-
THYECKHX (PaKTOPOB, ONPENENSIOMNX HOISPHOCTh U CHMMETPHIO SIHIIa U KOHTPO-
JUPYIOMIMX HaYaJIbHbBIC ATaIbl (POPMUPOBAHUS CTPYKTYpHI 3apobima (Davidson,
2006; Gilbert, 2006). «MarepuHCKasi aHU30TPOIHUS» OOIIA3Mbl HHHUIIUAPYET
criequ(UKalKI0 JOMEHOB Pa3BUBAIOILETOCS 3apOJBIIIa; 3TO 03HAYAET, YTO SIMLO
COZICPKUT M Ha4daJIbHbIC YCIIOBHSI, M IPOrpaMMy, HEOOXOAMMYIO JUIsl 00paboTKH
MaTepUHCKON aHU30TPONMU M €€ TpaHCISIIMU B JuddepeHnrnansHyo TeHHYI0
3KcIIpeccuto, crierudukanuto u quddepennuanmio kietok (Davidson, 2006).

Hampumep, y npozodbunsr PHK rena bicoid mocTymaet B pacTymuii OOIUT
u3 Tpo(houMTOB, TOrAa KaK NPOAYKT I'e€HA nanos TPaHCIOPTUpyeTcs u3 (osu-
KYJISIPHBIX KJIETOK. Y OOJBIINHCTBA )KMBOTHBIX CHHTE3 MMOJOOHBIX OEIIKOB-MOP-
(OreHoB OCYLIECTBIISIETCS CAMUM OOLIUTOM, OCOOCHHO OOreHe3e 0e3 ydacTus
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BCIIOMOTaTENIbHbBIX KJIeTOK. OQHAKO M B TEX cllyyasXx, korga mojiekynsl PHK
MOCTABJISIIOTCS B OOITUT BCIIOMOTATEIBHBIMU KJIETKAMHU, KaK 3TO TPOUCXOTUT Y
JIpO30QHIIBL, TPOCTPAHCTBEHHOE PaCHpeAeICHUEe MOJICKYISIPHOH HHPOPMaLUH,
3aJaloIeil 0CeByIO MOJSPHOCTH OYAYIIETr0 OpraHu3Ma, KOHTPOIHPYETCS KOM-
MOHEHTAaMH JIBUTATEIIbHOH CHCTEMbI OOIMTA, C IMIOMOIIbI0 KHHE3WHA U JHHEH-
Ha, MOTOPHBIX OCIIKOB CUCTEMBI MUKPOTPyOoUuek. CTaOMIIFHOCTD JIOKATH3AIIIHI
MPOAYKTOB I'eHa nanos, a Takke NPYTUX KOMIIOHEHTOB TOISPHOH IMIa3MBbl, Ha
3alHEM KOHLIE OOLUTa 00ECHeYMBaeTCd aKTHHOBBIM ITUTOCKEIETOM OOLIMTA.
I'paguenT OenxoBoro mpoaykTa reHa dorsal, TPaHCKPUIIIMOHHOTO (akTopa,
OTIPEJISIISIIOIIETO A0PCO-BEHTPAIBHBIN TPAHEHT, CO3JaeTCs B pe3yabTraTe B3a-
UMOZICHCTBHS (DOJUTHKYIISIPHBIX KIETOK C OOLMTOM, MPH YUYaCTHH TPOJYKTOB
npyrux rernos (Gilbert, 2006).

Ilepenne-3aquuii TpaJueHT KOHIIGHT ALK OEIIKOBOTO MPOIYKT T'eHa bicoid
Yy PaHHUX 3MOPUOHOB IPO30(QHIBI KOHTPOIUPYET 3UTOTHUECKYIO aKTHBAIIHIO
reHa cermentanuu hunchback (Niisslein-Volhard, 1991; Gilbert, 2000). OceBas
MOJISIPHOCTD OOIMTA U SIHIIa )KUBOTHBIX TPOSIBIISICTCS. B HOHHBIX MTOTOKAX, TeHe-
pUpYIONIUX BHEKJIETOUHOE AnekTprueckoe moie (Nuccitelli, 1984).

Jlopco-BeHTpabHas 0Cb MOKET OBITH OTIPe/IeNieHa /10 OTIIO0TBOPEHHS (KaK,
HaATmpuMep, Y Apo30(uiIbl), B XOJ€ OIMJIOAOTBOPEHHUSI, KOTJ]a MECTO BXOXKJICHUS
CIEPMHUS OMPEACISCT AOPCATIbHYIO CTOPOHY (KaK 3TO MPOUCXOAHUT y aMpuOmii
W acUAMi), 1100 B X0JIe PAaHHET0 IPOOJICHH S, KaK Y MOPCKHUX €XKeH ¢ MIaHKTO-
tpoduoi auuunkoi (Raff, Raff, 2009; Minelli 2003). IlepepacnpenencHue u
JIOKaNHU3aIus B 00TIa3Me (PaKTOpPOB, OMPEIEISIONNX Cy/Ib0Y PETHOHOB 1A U
OyAyIIero 3apojbIia, 3aBUCAT OT MOJISAPU3AINNA CUCTEMBI IIUTOCKEIETa i MEXK-
KJICTOYHBIX KOHTAKTOB M MOTYT ITPOUCXOJIUTH HE TOJIBKO B IIPOIIECCE OOTeHE3a,
HO U T0CJIe KOHTAaKTa TaMeT B XOJ€ OOMJIa3MaTHUECKON Cerperanuu, a Takke B
paHHEM Pa3BUTHH.

IIpoHUKHOBEHHE CIIEPMUSI 3aITyCKACT IEIBIN KacKa SBJICHUH, MOTU(HITH-
pytomux opranm3anuio koprekca (Kirschner, Gerhart, 2005). Ilpu mpoHuKHOBE-
Huu cnepmud y urinokoxux (Kyozuka, 1993) u mermu (Johnson, Maro, 1985) Ha
MOBEPXHOCTH SHIEKIETKH 00pa3yeTcsi KOHYC OIJIOAOTBOPEHHMSI 3a CUET IOJIH-
MepHU3alUN aKTUHOBBIX (PUIAMEHTOB. Y MOPCKOTO €Xa Ia3MaTnyecKas MeM-
OpaHa criepMusI HHTETPUPYETCs B TJIA3MaTHUYECKYI0 MEMOpaHy siiflia, ocTaBasich
JIOKaJbHBIM IISITHOM, MapKUPYIOIIMM TOYKY MTPOHUKHOBEHHUS CIIEPMHSI, B XOJIE
npobnenus (Kirschner et al., 1980; Shapiro et al., 1981). Beaen 3a cnustauem
raMeT MBIIIH OTEISIeTCS OIS PHOE TENbIIE, U B KOHTAKHOW 30HE TaKKe KOHIICH-
Tpupyetcs akTuH (Johnson, Maro, 1985) u ciekTpus, 0€JI0K, aCCOIMHPOBAHHBIN
¢ aktuHoM (Reima, Lehtonen, 1985). Takum 00pa3om, KJICTOYHBIC KOHTAKTHI H
JIOKaJbHBIWA TIOPSIIOK MIPOHUKHOBEHHSI CIIEPMHUS OKA3bIBAETCS CBS3aHHBIM C HH-
TErpaJbHBIM TOPSIAKOM SNIIA, 3UTOTHI ¥ PA3BUBAIOIIETOCS OpraHNu3Ma.

Y XOpIOBBIX BTOPOE pa3pylieHHe CHMMETPHUH STHIEKIIETKH, ONpeIesIoNee
JIOPCO-BEHTPATFHYIO OCh SHIla M Pa3BUBAIOIIETOCS OpPraHW3Ma, MMPOWCXOIUT
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BCJIEZ 32 MPOHMKHOBEHUEM CHEPMUS. DTOT MPOLECC Pa3pyLIeHUs CUMMETPHH
BOBJICKAET aCUMMETPHYHBIN MOTOK KOPTHKaJIbHOW akTHHOBOW ceTu (Mullins,
2010). Y amduOuii KopTeKC OCEMEHEHHOIO SHIa PECTPYKTYPUPYETCS CO CMe-
HIEHUEM MTUTMEHTa B aHUMAaJIbHYI0 00JIacTh W MMOBOPAYMBACTCS OTHOCHUTEIBHO
BHYTpPEHHeH ooruia3mel ¢ popmupoBanuem ceporo cepra (Kirschner, Gerhart,
2005). YV acumauit mocie MPOHUKHOBEHUS CIIEPMHUS JKEITHIH MUTMEHT Tiepe-
MEIaeTcsl K BEreTaTMBHOMY IOJIOCY M 3aTeM (OPMHUPYET TaK Ha3bIBAEMBIH
JKENTBINA cepil HIke 3kBaTopa (Sawada, 1988). Urak, nepecTpoiika oomiasMsl y
XOPZOBBIX, MHAYLIHPYEMasl CIUSHUEM TaMeT, ONPENEISIHT JOPCO-BEHTPATbHYIO
MOJIIPHOCTH OYyAyIIEro >KMBOTHOTO.

Mexy pa3IMYHbIMA TaKCOHAMH KUBOTHBIX CYIIECTBYIOT 3HAYUTEIILHBIC
pa3nnuusi BO BpeMeHH (pOpMUPOBAHUS JOPCO-BEHTPAIBHON OCH CHMMETPHH Oy-
IyILEro opraHu3Ma, MHOT/Ia Aake Y POACTBEHHBIX opraHu3MoB. [lokaszaHo, 4To
Y MOPCKHX €Xel C IMYNHOYHBIM Pa3BUTHEM TOJBKO aHMMAaJIbHO-BEreTaTUBHAS
och ompezensieTcss MaTepuHCKUM 3¢ dekTom, Toraa Kak opaibHO-abopaibHas
(Topco-BeHTpalibHas) OCh W 3aTe€M JIEBO-TIpaBasi OCh JIETEPMUHUPYIOTCA Y 3a-
ponpimia. Y Mopckoro exa Heliocidaris erythrogramma ¢ IpsIMBIM pa3BUTHEM U
AQHUMAaJIbHO-BEr€TaTUBHAS, U JOPCO-BEHTPAIBHON OCH OIPEAEIAIOTCS 10 OIIIO-
JIOTBOpEHUs, o1 MaTepuHckM KoHTposeM (Raff, Raff, 2009). O6unue xentka
B SHMILIEKIJIETKAX, 0OecreunBaroniee ycKopeHHoe JIeMuToTpoHOE pa3BUTHE, MO-
JKeT BOBJIEKATh FeTEPOXPOHHUIO, BKITIOUAIOIIYIO JETEPMUHALIUIO B X0/ OOI'€HEe3a
HE TOJIBKO MIepeIHe-3aJHET0 OCEBOI0 MaTTepHa, HO TaKXKe JOPCO-BEHTPaIHHOTO,
a MHOT/A M JaTePaJIbHONH aCHMMETPHH IJIaHA CTPOCHUS.

Tpancdopmanuy cMMMETpUH AiiLa Jal0T HanboJee BaKHYI0 MOp(HOreHeTH-
4ecKy0 MH(POpMaUIo, AETEPMUHUPYIOLIYIO OCEBOI MaTTepH Oyayliero opra-
Hu3Mma. TakuM oOpasom, ooriazma sSia U 3UuroThl 00JIafaeT J0JATOBPEMEHHOM
HEOOpaTHUMOM SITUTEHETHYECKON MaMsThIO, TOJOOHOW UMITPUHTHHTY.

METAMEPHA: TPAHCJIALIMOHHA S CUMMETPU A

TpaHcnsmoHHast (MEPEHOCHAs)) CUMMETPHS HMEHYETCsl OHMOJIOTaMH Me-
tamepuei (bexnemuies, 1964; Beiinp, 2003; Minelli, 2003; Fusco, 2005; 3a-
penkoB, 2009). BoMbIIMHCTBO MHOTOKJIETOYHBIX KUBOTHBIX CETMEHTHUPOBAHbI
BIOJIb TepenHe-3aaneii ocu. Cermentanusi Annelida, Arthropoda u Chordata
Oasupyercs Ha TPAHCISAIMOHHON CHMMETPHH C TIOBTOPEHNEM CETMEHTOB BIOJIb
ocu tena (Minelli, 2003). Peske mepeHOC COMPOBOKAACTCS IMPOTOTBLHBIM CKOJIB3-
SIIAM OTPpaXKEHUEM, KaK, HAalpuMep, y T00eroB pacTeHHU U HEKOTOPBIX BBIMEP-
mux OmnarepanbHbIX )KUBOTHBIX (Manuel, 2009; 3apenkos, 2009).

CermMeHThI paccMaTpUBAIOTCSI OOBIYHO KaK MOJLYJIH TeJla, YACTO SIBISIOIHECS
CKEJIETHO-MBIIICYHBIMU €TUHUIIAMH, UCTIOIb3yeMbIMH TIpU JBKeHun (Minelli,
2003). Unest MomyTbHON OpraHU3aINH HUCIIOJB30BaHA B MIPEACTABICHUSIX O Me-
TaMepuu, moauMepu3anuu u onuromepusannu (orens, 1954). Kak n3BecTHO,
MHOTHE 3BOJIIOLIMOHHBIE MPeoOpa3oBaHus IIaHA CTPOSHHS Tejla CBS3aHbl C
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YMHOKEHUEM YacTel Tena, MoJIMMepU3alnei, 9To Co3AaeT N30BITOYHOCTh dJie-
MEHTOB U JIeJIa€T BO3MOYKHOW MX IUBEPTCHITNIO U ITOCIEAYONIYIO OJTUTOMEpH3a-
LUI0, JIEXKAILYI0 B OCHOBE IIPOr'PECCUBHOM SBOIONUY MHOTUX Metazoa.

CerMeHThl MPEACTABISIOT COOOM Takke eIUHUIBI Pa3BUTHSA. MuUHEITH
(Minelli, 2003) onpenesnsieT MPoIecc CErMEHTAIMH KaK MMojipasIeieHue SMOpH-
OHAJIBHOTO TIOJIA Ha OT/ACIBHBIC TIOMYIISIITUN KIETOK (COMHTOMEDPHI Y XOPIOBBIX),
JTWHEIHO pacrioyararonirecs BIOJb MepeIHe-3alHeH OCH Tena. Y KOJIBYaThIX
yepBell W XOPIIOBBIX CErMEHTAaINHs 0azupyercs Ha pasleleHHH ME30JepPMEI, Y
WICHHUCTOHOTUX OHa MepBUYHO 3kTozAepMainbHas (Minelli, 2003). Y xopmoBbIx
MPOSIBIISICTCS M JIPYTON THUI CETMEHTAIINH, CBSI3aHHBIN C MOJpa3/ieJIieHUEM IJI0-
TOYHOTO OT/eJa SHTOAEPMBI i 00pa3oBaHueM xabepHbIX mienei. CerMeHTaIus
SHTOAEPMBI OTHOCUTEIHHO pefika. B pa3HbIX TaKCOHAX KMBOTHBIX MTPOSBIISIETCS
pecerMeHTanus U rereporeHHas (reTepoOHOMHAs) CerMeHTaIus. Y 1eJoro Kiac-
ca wieHHCTOHOrux, Diplopoda OONBIIMHCTBO CETMEHTOB HECET JIBE Maphl HOT' Ha
«auriocomuty» (Minelli, 2003).

[Noapasnenenre SMOpUOHATHHON TKaHW Ha CEPUHHO TIOBTOPSIIOIIMECS CeT-
MEHTBI — (yHJaMEHTAJIbHBIH MPOIECC Pa3BUTHUSI XOPAOBBIX; MOBTOPSIEMOCTD
CTPYKTYp CKeJleTa, HEPBHON W MBITIIEYHOW CHCTEMBI TIO3BOHOYHBIX Oa3HpyeTcs
Ha MeTaMepuu cOMHUTOB. COMHUTHI — MapHbBIE AMUTENHAIBHBIE C(hephl, OTIOY-
KOBBIBaIOIIKECS OT HenupepeHIMPOBAaHHON MPECOMUTHON Me301epMBbl, Gop-
MHUPOBAaHUE KOTOPBIX OMPEACTSAETCS «MOJCKYJSIPHBIMH YacaMu» C TEPHOIU-
YECKHU MOBTOPSIOIICHCS KCIpeccHel ompe/esieHHoro Habopa reHos (Aulehla,
Pourquié, 2010; Oates et al., 2012). CermeHTarusi 3apobIIIei MO3BOHOUYHBIX
KOHTPOJIHPYETCS CIIOKHON T€HETHUECKON CEThI0, TeHEPUPYIOIIEH THHAMUYHYIO
TEHHYI0 KCIIPECCHIO C Cerperaruei Kaxaoi mocieayomel napsl COMUTOB ye-
pe3 peryisipHble HHTEPBalbl BpEMEHU OT MpecoMUTHON Me3oaepmbl (Aulehla,
Pourquié, 2010; Oates et al., 2012). YV mM03BOHOYHBIX COMUTOTCHE3, TICPBUYHAS
CerMeHTaIlHsI TapaKCUaIbHON ME30/IepPMbI CBSI3aHA C MOJICKYJISIPHBIM OCIIHILIISI-
TOPOM, «4acaMu cerMeHTaruu. Yacbl UAYT CO CKOPOCTHIO OJIMH COMHUT 3a 30
MUHYT Yy phIOKH-3¢0pbI 1 32 90 MuUHYT y KypuHoro 3apojsima (Minelli, 2003).
Ociuuupyronias TPaHCKPHUIITUOHHAS aKTUBHOCTh HA00pa «IIUKINYECKUX) Te-
HOB HaliJleHa B MPECOMHUTHOM Me30epMEe BCEX HCCIICIOBAHHBIX TO3BOHOYHBIX.
Yacel cerMeHTallMd — OCHWJUIMPYIOLIasi IeHeTHYecKasl CeTh, yIPaBIsOmas
PUTMHYHBIM TTOCIIEIOBATEIBHBIM MOJPA3/ICJICHUEM Ha COMUTHI Y/THHSIOICH-
cs OCH Tenla SMOpHOHOB MM03BOHOYHEIX (Aulehla, Pourquié, 2010; Oates et al.,
2012). CurnanpHbIe TyTH MEXKKIETOYHONH KoMMyHuKanuu Notch u Wnt omnpe-
JENAI0T TPOCTPAHCTBEHHYIO EPHOANYHOCTE (hopmupoBanusi comuToB (Lewis
et al., 2009; Aulehla, Pourqui¢, 2010; Oates et al., 2012). V pa3HbIX BUJOB TO-
3BOHOYHBIX MPOSIBIISICTCS IIUKIUYHAS aKTUBHOCTh Pa3HBIX T'€HOB, JIUIIb OPTO-
JIOTH TeHOB ToMeo0okca Hes! n Hes7 TUKIIMYHBI Y BCEX MCCIIEIOBAHHBIX BHJIOB,
BBI3BIBAs TIPEIIIOIOKEHHE O TOM, YTO ITH T'€HBI — YaCTh YaCOBOT'O MEXaHH3Ma
CerMeHTaIlNH aHIeCTPABHBIX T03BOHOUYHBIX (Oates et al., 2012). BeisiBneH mHo-
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TOKPATHO MOBTOPSIEMBIH ITUKJI AKCIIPECCHHU TeHa ToMeo0okca Hes7, Komupyrole-
r0 TPAaHCKPUIIUOHHBIA penpeccop, KOTOPbld QPyHKIMOHUPYET Kak dhdekTop
curHanbHO# cuctembl Notch. Ocrmisinus Hes?7, Bkiarovaromasi et OTpU-
HaTeabHOi 00paTHOW CBS3H, MO-BHIWMOMY, CIYXKUT MOJEKYJISPHOH OCHOBOM
yacoB comuTHOMN cermenTanuu (Lewis et al., 2009; Oates et al., 2012).

Ocrnumupytomniasi akTHBHOCTh TPAHCIUPYETCs B MEPUOAMYECKIE M3MEHe-
HUS CYIBOBI KJIETOK, TPYIITHPYIONINXCS B KOTOPTHI, (OPMUPYIOIIHE 3aTEM CO-
MUTHL Tak yackl MOJICKYJISIPHON CErMEHTAIIMH ONIPENIEIISIOT IIEPUOAMIHOCTH T10-
BTOpsieMoro Mopgorenetruueckoro nporecca (Oates et al., 2012).

[ony4eHbl qaHHBIE 00 OCIHMJUISIIUU OTACIBHBIX KJICTOK IPECOMUTHON Me-
30/ICPMBI, CBUCTCIIBCTBYIOIINE O CYIICCTBOBAHUHM OXHOKJICTOUHBIX OCIUJLIS-
TOPOB B OCHOBE 4acoB cerMeHTannd. [lokazaHo, 4To nucconnanus KJIeTOK mpe-
COMHTHOH Me30JIepMbl MBIIIIA HE Pa3pyllaeT WHIWBUYATbHBIX OCIIHIUISIIHH,
HO BEJICT K MOTEpe CUHXPOHHOCTH Mexky kiaeTkamu (Oates et al., 2012).

VY 4JICHUCTOHOTUX MATTEPH CErMEHTAIMU PA3JIMYCH U KOHTPOIUPYIOIIUE e
TeHETUUYCCKUE MeXaHU3MbI pa3HooOpa3Hel (Minelli, 2003; Fusco, 2005). V npo-
30()HITBI CETMEHTHI TeJla BOSHUKAIOT MTOYTH OJTHOBPEMEHHO, Yallle K& CEeTMEHTHI
YJIEHUCTOHOTUX (POPMUPYIOTCS TIOCIEAOBATENLHO B ITEpeIHEe-3a/THEM HarpaBiie-
HUU U3 30HBI POCTA, aHAJIOTUYHO cOMUTaM 1o3BoHOYHBIX (Minelli, 2003; Fusco,
2005; Kopuaruna u ap., 2010). CermeHTauus B pa3BUTHU TapakaHa Periplaneta
americana BOBJIEKACT MEXaHH3M, MMOJIOOHBIN TAKOBOMY TIO3BOHOYHBIX, BKJTHOUAS
IUKJIYECKY10 akTUBHOCTH Notch (Pueyo et al., 2008). CxoacTBO ¢ cerMeHTaIuei
MO3BOHOYHBIX BEZET K MPEIOIKEHNI0 00 OITOCpeTIOBaHHON CUTHAIBHON CHCTe-
Mmoii Notch cermeHTanmnm Kak ApeBHEM MeXaHW3ME Pa3BHUTHS, YHACIEIOBAHHOM
OT 00IIero npenkKa HaceKOMbIX U T03BOHOUHBIX (Pueyo et al., 2008). BeisiBnen
M3MEHSIOLUICS MATTePH TeHHON YKCIPEecCuu curHaibHOro mytu Notch B mpe-
CErMEHTHOU 30HE IPEJICTABUTENICH HACEKOMBIX, MHOIOHOKEK U mayka. [lokasa-
HO, 9TO B pa3BUTHH XKyKa Tribolium castaneum TeH odd-skipped, cymecTBEHHBII
TSl YAJTMHEHUS 3apOJIBIIIEBON TTOJIOCKH U CETMEHTAIINH, OCIIMIJLTAPYET C JIBYX-
CEerMeHTHOU NepUOANYIHOCTHIO 0K0JI0 95 MuHYT (Andres et al., 2012).

CerMeHTaIus Tejla MHOTOHOXEK, 332 MCKJIFOUEHHEM MAaJioro YHcia Mepe-
HUX T'OJIOBHBIX CETMEHTOB, 00YCJIOBJICHA TIOCJIEI0BATEIbHBIM MEXaHU3MOM 00-
pa3zoBaHusi MOP(HOJIOTUYSCKUX €UHHUIl CETMEHTAIIMU M3 3aJHEH 30HBI POCTa.
[TokazaHo, 9TO T€H, POACTBEHHBIN odd-skipped, TMHAMUYHO 3KCIIPECCUPYETCS C
JIBYXCErMEHTHOH MEPUOINIHOCTHIO B POCTOBON 30HE MHOT'OHOYKKH, UTO MOYKET
CBHUJICTEIILCTBOBATH O BRICOKOM KOHCEPBATH3ME YaCOB CETMEHTAIIUHN Y apTPOTIOJ
(Fusco, 2005; Andres et al., 2012).

OcraeTcst HeSICHBIM, UMEET JIM YaCOBOM MEXaHU3M CErMEHTAIUHU TI03BOHOY-
HBIX W apTPpornoj o0IIee MPOUCXOKICHNE HIIM BO3HUK HE3aBUCHMO. V3yueHue
CEerMEeHTIINHM MHOTOHOKEK BEJET K MPEATION0KEHHIO O TOM, YTO MaTTEPHBI Cer-
MEHTAI[UHU — Pe3yJIbTaT MHOTOCIIOWHOTO MpoIiecca pa3BUTHS, B KOTOPOM TeHHAS
AKCIPECCHUst ¥ AITUTEHETUUECKHE MEXaHN3MbI B3aMOJICHCTBYIOT HEPaApXUIECKU.
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3anHssl 30Ha, BO3MOXKHO — 30HA IPOAYKIMH NIEPUOJNUECKOI0 CUTHAJIA, HO CKO-
pee «opraHu3aTop cerMeHTaIuny, 4eM «reHepatop» (Fusco, 2005).

TakuMm 00pa3om, uTepanuu (IOBTOPBI) MPH TPAHCISIIMOHHOH CHMMETPUHU
KOHTPOJIUPYIOTCS OCLHHIIIMPYOIIEH N€HHON 3KCIIPECCUEH, U MOJIEKYJISIPHBIE OC-
UJUISITOPBI TTPEACTABIAIOT OOIIYI0 YePTY CETMEHTALUN PA3JINYHBIX )KUBOTHBIX.

MACIITABHA Sl CUMMETPU A

MacmrabHasi cMMMETpHS MPOSBIISieTCss pu (paKkTaibHOM MopdoreHese.
MHorue OHoIorHYecKre CTPYKTYPhl M IPOLECCHl XapaKTepru3ylTCsl CBOWCTBA-
MU (ppakTayioB: MacIITAOHOH WHBAPHAHTHOCTHIO (CaMOMoao0ueM) u GppakTaib-
HoMi pazmepHocThio (Mandelbrot, 1983; Weibel, 1991). ®paxTtansHas reomeTpus
MIPOBO3TJIAIIICHA TPUHITUIIOM AU3aifHa )KUBBIX opranu3moB (Weibel, 1991). Mac-
mTadHasi CUMMETPHUSI UIMEHYETCSl TAK)KE CUMMETpPHEH ogoous U CUMMeTpuei
pacmupenus (1Llyonukos, 1960; Betins, 2003; Ixan, 2006; Cteroapt, 2007; Yp-
MmanrieB, 2007; 3apenxos, 2009.)

MacmTabHOH cHMMeTpHel XapakTepHu3yloTcs (pakTalibHble, HepapXu-
geckue ¢opmbl (Mandelbrot, 1983; Jxan, 2006; Cteroapt, 2007). Tom (2002)
paccMaTpuBaeT QpakTajgbHbIC JUCKPETHBIE MHOXKECTBA (HarpuMep, Kantopa) u
BETBALIUECS MHOKECTBA KaK 0000IIeHHbIE KaTacTPO(bl CI0KHON MOpdonoruu.

BerBnenne (paxTanbHBIX CTPYKTYp — BaKHBIH MeXaHU3M MopdoreHesa
MHOTOKJICTOYHBIX )KHBOTHBIX M pacTeHHil. MaciitabHasi CHMMETpPHSI, CaMOIIO-
Jno0ue — TUIMYHas yepTa GppakTaibHOro MopdoreHnesa.

KonoHnanbHble UBOTHBIE C MOBTOPSIIOIIMMUCS MOAYJIbHBIMHU 3JEMEHTA-
MU — (paKTanbHble Opranu3Mbl. @paKkTaIbHbBIE CTPYKTYPbl OOBIYHBI HE TOJIBKO
JUTSL CEZICHTAPHBIX KOJIOHUAIBHBIX OPraHU3MOB. BHYTpH opranusma >KkuBOTHBIX
BETBAIIUECS CTPYKTYpHl He cTonb oueBuaHbI (Davies, 2005), HO y GOnbIINH-
CTBa MHOT'OKJIETOYHBIX )KMBOTHBIX OPIaHU3M 3aTI0JIHEH TAKUMHU BETBSIIUMUCS
(dpakTalbHBIMH CHCTEMAaMHU, KaK JIbIXaTebHASI, BBIJICIUTEIbHAS, KDOBEHOCHAS,
numdarnyeckas. POpMUPOBAHUE BETBSILUXCS OPOHXMAJIBHBIX (PpaKTaIbHBIX
JIEPEeBbEB — KJIaccuueckuid mpumep (ppakranpHOoro Mopdorenesa (Mandelbrot,
1983; Metzger, Krasnov, 1999; Fleury et al., 2005).

BerBnenne MakcuMHU3UpyeT OOIIYIO MII0IIATL KOHTAKTA MEKY CTPYKTYpOH
U OKPYKEHUEM U J]aCT YIaKOBKY 3TOH KOHTAKTHOH 00JIaCTH B MaJioM 00beMe,
T.€. OPraHM3M I0Jy4aeT HeKoTopoe (PyHKIMOHaIbHOE peumyiecTtso (Mcaesa
u op., 2004, Ucaesa, 2005, 2009; Davies, 2005; Isaeva et al., 2006; 2012). PazBeT-
BJICHHASI CUCTEMa OTPOCTKOB HEHPOHOB HCIIONIB3YETCs JIJIsl cOOpa M MHTETpalliu
curnanoB (Mcaesa u dp., 2004, 2006; Davies, 2005). Tononornvyeckue u gppax-
TaJbHBIE TPe0OpPa30BaHUs CKBO3HBIX JIUTEIHAIBHBIX CHCTEM B JBOIIOIUU U
Pa3BUTHUU MHOTOKJIETOUHBIX )KHBOTHBIX YBEIMYUBAIOT TLIONIA/Ib TIOBEPXHOCTH,
OTHENSAOUICH BHYTPEHHIOI CPEly OPraHH3Ma OT €€ OKPYKEHMs, TEM CaMbIM
CHOCOOCTBYS Jyullel aganTauuu opranusma. OpaxkTanbHble CTPYKTYPhl MOXK-
HO paccMaTpHuBaTh Kak ()yHKLIHOHAIBHO ONTUMHU3UPOBAHHBIN qu3aiiH Metazoa.
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Bce BeTBsmuecs OHONIOTHYECKHE CTPYKTYPhl TCHEPUPYIOTCS BapHUAIUSIMU
HEMHOTHX OOIIMX MeXaHu3MoB. [Ipocreiiiias Gopma — AMXOTOMHUYECKOE BET-
BieHue. Jlpyroil pacnpocTpaHeHHBI MEXaHU3M CO3JaHMs BETBSILUXCS OHO-
JIOTHYECKUX CTPYKTYp — CIHSHHE MEPBOHAYAIBHO Pa3JIENIbHBIX JJIEMEHTOB
(Davies, 2005).

BerBnieHre SmuUTENUANBHBIX TPYOOYEK B PA3JIMYHBIX BETBAX JKHBOTHOTO
MUpPa KOHTPOIUPYETCS KOHCEPBATHBHBIM F'eHETHUECKUM MexaHu3MoM (Metzger,
Krasnov, 1999; Warburton et al., 2000; Minelli, 2003; Fleury et al., 2005). buo-
JIOTHYECKUH anropuT™M (pakTaabHOro MoporeHe3a CXOACH y HACEKOMBIX U
XopnoBbIX. Kax bl 13 HECKOJNIBKMX Ha4YallbHBIX 11aroB BETBIICHHS] KOHTPOIU-
pyeTCst OTIIEIbHBIM I'€HOM, HO 3aTeM B X0Jie MOpdoreHes3a JIbIXaTeIbHON CHCTe-
MbI MJICKOITHTAIONINX H JPO30(UIbl HalJIeHAa MHOTOKPATHO MOBTOpPsIEMast SKC-
npeccusi TeHOB, KOMUPYOMKX (hakTop pocta GuOPOOIACTOB U €ro perenTop,
IpH MPOXOXKACHUU KaXKJIOTo IMocjefoBaTeNbHOro mara Betsienus (Metzger,
Krasnov, 1999; Warburton et al., 2000). Takoif aJiroOpuT™M MOCIEIOBATESIHLHOTO
pa3BUTHUs PpakTaIbHBIX MOAYIEH — dPPEKTUBHBIN Ty Th MOPOTreHe3a Ha OCHO-
BE OTHOCUTEIBHO CKATOM N€HETUYECKON IPOrpaMMBl.

HccnemoBaH MOBTOPSIEMBI, CaMOIIOMOOHBIH MOP(OTeHe3 BETBSIIINXCS JITH-
TEMHANILHBIX KAHAJIOB TacTPO-BACKYISIPHON cucteMbl crudomenyssl Aurelia
aurita, )a0OepHOU TpaxeHHON CUCTEMbI IMYUHOK MOJEHOK Siphlonurus immanis
u Parameletus chelifer, a Taxyke HEHPOHOB IIEHTPAJILHON HEPBHOW CUCTEMBI PBIO
Pholidapus dybowskii, Oncorhyhchus keta v Oncorhyhchus masou (Vcaesa u
op., 2004, 2006; Mcaesa 2005, 2009; Isaeva et al., 2006, 2012). CoemaHo 3aKiro-
YeHHe 00 aJJAlTUBHOCTH WM IBOJIOIMOHHBIX MPEHMYIIECTBAX OHOIOTHYECKOTO
¢pakranpHOro MopdoreHesa, obecrneunBaromero MoppodyHKIHOHATIBHYIO
MJIACTUYHOCTh M C)KAaTOE T'eHEeTHYeCKoe KoxupoBaHue. BaxkHas uepTa Qpak-
TaJbHOTO MOP(OreHe3a — ero IIaCTUYHOCTh, 00eCIIeUNBAOIas BO3MOKHOCTb
aJIaITUBHBIX PEaKIIWii, B YaCTHOCTH, TIOCJIC TIOBPEXK ICHUSI.

Hrtak, mOBTOpsieMOCTh MOP(HOTeHETHYECKIX COOBITHIA, aITOPUTM UTEPAIINH,
PEKYPCUBHOCTHU BechMa OObIUCH B PA3BUTHH.

QIIYKTYUPYIOIIAA ACUMMETPUA

Buosnornueckas cuMMeTpus BCer/ia HeCOBEpIleHHA. Y OuiaTrepalibHO CHM-
METPUYHBIX XKUBOTHBIX B TOW WJIM WHOU Mepe MposBIseTCS (IYKTYHPYIO-
masi aCHMMETPHS KaK U3MEHUYHBOCTEH B Ipenenax opranusma (3axapos, 1987,
Rasskin-Gutman, Izpisua-Belmonte, 2004). buonornveckue ¢paxraibHble
CTPYKTYPBI HEM30€KHO MPOSBISIOT CTOXaCTHYECKYIO BapuabeIbHOCTb, U CUM-
METpHS MOI00UsT OUOJIOTMYeCKUX (PAKTATBHBIX CTPYKTYP HEM30CKHO MOPOK-
naeT QIyKTYHPYIONYI0 aCHMMETPHUIO.

JIJst ONIeHKH COOTHOIICHUS TOPSJIKA U Xa0ca B OPraHU3aIUU CUCTEM BETBSI-
IIUXCST KaHAJIOB CITU(oMeny3bl Aurelia aurita v TAYMHOK TONEHOK Siphlonurus
immanis 1 Parameletus chelifer cpaBHUBaIUCh MAaTTEPHBI STHUX CUCTEM, Mpel-
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CTaBJICHHBIC B BUJE CTAaHAAPTHBIX (PPAKTAIBHBIX AECPEBHEB, B CUMMETPUUHBIX
yactax omgHoro opranm3ma (Mcaesa u np., 2004; Isaeva et al., 2012). B mopdo-
TeHe3€ BETBALIMXCS KaHAJIOB TacTpO-BacKyJISpHOW CUCTeMBI A. aurita TOJBKO
JIBa WIM TPU HadaJbHBIX IIara BETBJIEHUs CTEepeoTHNHBI. [lo-Buaumomy, cTpo-
ro JeTEPMUHHUPOBAHBI TOJBKO Camble 00IIHe MOPQOIOrHYecKrue YepThl pa3BH-
TUSl TaCTPO-BaCKYJISIPHOHN cucteMbl A. aurita: 4-mydeBas cuMMeTpusi, (Gopmu-
pPOBaHME BOCBMH BETBSIIMXCS M BOCBMH HE BETBSILIUXCS KaHAJOB, MEpBbIC 2-3
mra-ra BeTBieHus. CyliecTBeHHas YepTa MOCIEeAYIOIEro BEeTBICHNS KaHAJIOB —
BapualeNbHOCTh, BeAYIIasl K MPOSBICHUIO (uyKTyHupytomeil acummerpuu. OT-
YETIMBO BBISIBIISIETCS TPAHHIIA MEKTY MOPSIAKOM M Xa0COM B CTPYKTYpPHOM opra-
HU3aIlMU BETBSIIMUXCS KaHaloB A. aurita (Mcaesa u np., 2004; Isaeva et al., 2006,
2008). HeperymnspHoe, XaOTH3UPOBAHHOE BETBJICHHE KaHAJIOB TacTPO-BaCKy-
JISIPHOM CUCTEMBI A. aurita — CIEACTBUE aCHHXPOHHOIO M TOMOrpadUuecKH Ba-
puadenbpHOro pa3BuTHs HOBBIX BeTBel (UepHsbimies, Mcaesa, 2002). Hannune He-
CKOJIBKHX T1ap KaOepHBIX JICTIECTKOB Y KayK0HM TMUMHKHU TOJCHKH AT OOUIIbHBIH
Marepua sl aHainu3a GIyKTYHPYIOIIeH aCHMMETPHH AbIXaTeIIbHOW CUCTEMBI 1
CBHUJICTENIBCTBYET O HAPACTAIOMIEH Xa0THU3aIlMH BETBIICHHS TPaXEHHBIX I€PEBHEB.

Hrak, B X01€ OHTOr€He3a IPOCTPAaHCTBEHHAs U BPEMEHHAsI BaprabeIbHOCTb
BETBJICHUSI BO3PACTAET, pa3pyllas paglalbHy0 CHMMETPUIO KaXKI0Tr0 HHIUBU-
Jla Me1y3bl U OujaTepalibHyl0 CHMMETPHIO KayKOH JIMYMHKHU TTOJICHKH.

®paxTajJpHble CUCTEMbI OpraHu3Ma — CTPYKTYypHasi BU3yaln3alus, 3aluch
JWHAMUKH MOP(OTeHeTHUECKHX MPOIECCOB, BKIIOYAIOMIMX 3JIEMEHTHI Xaoca.
Kackan Oudypkanuil B mporecce BETBICHUS BEIET K HAPACTAHUIO HJICMEHTOB
Xaoca, pa3pyLIeHUI0 CHMMETPUH OPraHUu3Ma U MPOSIBICHUAM (PIIyKTyHUpyoieit
ACUMMETPHH.

JIETEPMUHAILI ST ACUMMETPHUU ITPABOI U JIEBOIM CTOPOH TEJIA

Pa3znmums npaBoii v 1eBOM CTOPOH Tesa OuaTepasbHO CHMMETPHYHBIX KHU-
BOTHBIX, BKJIIOUAIOIINE aCUMMETPHUIO BHYTPEHHUX OPIaHOB, IEHETUUYECKU [ie-
tepmunupoBanbl (Minelli, 2003). Opraabl TO3BOHOYHBIX PACIIOIIOKEHBI aCHM-
METPUYHO HE TOJIBKO BAOJIb MEpeaHe-3aJHeH U JOPCO-BEHTPAIbHOM OCei, HO
TaK)K€ W OTHOCHUTENIBHO OCH, Pa3JelisIIoleil JIeByI0 W MpaByl0 CTOPOHBI Tela
(Hirokawa et al., 2009; Schier, 2009). B pa3sBuTuu MIECKONMUTAIOIIUX JEBO-TIpa-
Bas och yctaHaBimBaetcs mociennei (Hirokawa et al., 2009). JlerepmunHarius
pa3 YUl JEBOW M MPAaBOW CTOPOH TeJla MJICKOIUTAOIINX BOBIIEKaeT MOp(ho-
(YHKIIMOHAJIBHYI0 ACHMMETPHIO KOMIIOHEHTOB JIBUTaTEIIbHON CHCTEMBI KJIETOK
(Hirokawa et al., 2009; Schier, 2009). KitrouoM K BBISIBIIGHHUIO MEXaHU3MA Pa3py-
HICHUSI CAMMETPHH JICBOW M MPABOM CTOPOH TeJla YeJIOBEKa MOCITY KM CHHIAPOM
KapTrarenepa, mpu KOTOpOM aKCOHEMbI PECHUYEK ¥ JKI'y THKOB JIMILICHBI JTHHEHU-
HOBOT'0 MOJIEKYJISIPHOTO MOTOpa, HEOOXOAUMOTO AJIsl HOABUKHOCTU PECHUYEK U
*KryTukoB (Baum, 2006; Hirokawa et al., 2009). [IpumepHO mmosI0BHHA ManiueH-
TOB C TAKUM CHHIPOMOM 00Jjiajiajia OpraHaMu, pacrojioXeHHBIMH B 00paTHON
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IT0 OTHOIIICHHWIO K HOPME OPHEHTAITUH (Situs inversus): JeTepMUHAIIMS JICBOH U
MpaBoil CTOPOH OKa3bIBasack ciryuaitHoit (Hirokawa et al., 2009).

Tak Ha3piBaeMblil y3enok (nodus), HeOoMbIIAs SIMKa, BPEMEHHO (HOPMHPY-
eMasi Ha CTaJluu racTpyJbl 3apofblliell MICKONMUTAIONUX 110 CPEAHEH JTHHHUH
BEHTPAJLHON MOBEPXHOCTH, TIOKPHITA AMHUTeNneM, BrIogaromum 200-300 mo-
HOLMJIMAPHBIX KJIETOK. PECHUYKM 3THX KJIETOK MOJBM)XHBI U HHTCHCUBHO Bpa-
maTces. BpamieHne HOAaNbHBIX PECHHYEK IO YAaCOBOM CTPENIKE T'€HEpUpYyeT
HaNpaBJICHHBII BJIEBO MOTOK BHE3aPOABIIICBON KHUAKOCTH, U 3TOT MOTOK pPas-
pylLIaeT CHMMETPHIO pa3BUTHUS MPaBOi M NeBOH cTopoH 3aponbima (Hirokawa
et al., 2009; Schier, 2009). Orcyrcrue KIF3, moroproro 6enka KIF3 cynepce-
MeHCTBa KUHE3UHOB, BeJET K yTpaTe pecHudek (Hirokawa et al., 2009).

Wrak, mOTOK HampaBisieMOHl HONAJIbHBIMH PECHHMYKAMH >KUIKOCTH T'EHe-
pUpYeT JEBO-NPABYI0 ACUMMETPHIO, YCTaHABIMBAs TPaJMEHT BHEKJICTOYHOMN
MOJICKYJISIpHOW curHaiu3auuu. ['ensl nodal n lefty, KOHTpOIUpYyIOLUIKE CIel-
UPHUKALUIO JIEBO-TIPABOM OCH, IKCIIPECCUPYIOTCS B JIEBOW JIaTepalibHOM Iiia-
cTuHKe Me3onepmbl. CurnanpHas cucrema Nodal TpeGyercs 1yt acHiMMeTprd-
HOTO MOp(QoreHe3a KUIICYHHKA U JOJICH JIETKUX; B OTCYTCTBHE CHTHAJIBHOTO
myti Nodal acummerpusi opranoB Tepsiercs. BzammoneiictBue Nodal/Lefty,
MO-BUAMMOMY, aMIUTUGULIHPYET MaJlble HauaJlbHbIC PA3IMUNs JICBOH U IPaBOH
cropoH (Hirokawa et al., 2009; Schier, 2009).

HccenenoBanue pa3aMyHbIX MyTaHTOB MBIIIHN MOKA3aJI0, YTO JIOKAJbHbIN Ha-
MpaBJIEHHBIN BJIEBO TIOTOK, TEHEPHPYEMBII BCETO JIMIIb JABYMS BPAIIAIONIHMUCS
PECHUYKAMHU, JOCTATOYEH [UIsl pa3pyILeHUs JIaTepabHON CUMMETPUN 3apOAbIIIa
Y MHUIMAIINA aCHMMETPHH JIeBOH | 1TpaBoii cTopoH (Shinohara et al., 2012). Dtu
PE3YNBTaThl CBUACTEIBCTBYIOT O BBICOKOW YyBCTBUTEIILHOCTH CHCTEMBI, CIIOCO0-
HOH pearupoBaTthb Ha 04eHb cllaOblii HapaBieHHbIH TOTOK (Shinohara et al., 2012).

VY npo3oduiel HEKOTOPbIe BHYTPEHHHUE CTPYKTYPBI, BKIIOUAsl KUIICYHUK U
TCHUTAJINU, aCHMMETPUYHBI ClieBa U CIpaBa. Pa3nuuus jeBoil u mpaBoil cro-
POH Tena Apo30(HUIIBI 3aBUCST OT OXHOW U3 MOTOPHBIX MOJIEKYJI HEMBILIEYHOTO
muo3uHa (Baum, 2006). CKpUHUHT MyTalui, BIUSIOMUX Ha Je()EeKTHl MeTIH
KHUILEYHUKA U PACTIOJIOKEHHSI TeHUTAIBHOTO AUCKA, BBISIBUJI CBSI3AHHBIN C aKTH-
HOM MoTOp Myo31DF, B oTcyTCTBHE KOTOPOTO 3TH CTPYKTYPBI pacroiaraiuch
Ha TTPOTHUBOIOIOKHOM cTopone (Baum, 2006).Takum 00pa3zoM, TeHETHYECKH Jie-
TepMUHUPOBAHHAS JIEBO-TIpaBasg acuMMeTpHs y Bilateria 3aBucut oT 1ienu co-
OBITHI, BKIIFOYAIONINX Y TIO3BOHOYHBIX U AP030(hUIEI MOP(HOPYHKITHOHATBHYIO
ACUMMETPHIO KOMIIOHEHTOB KJIETOYHOH OMOPHO-ABUTaTEbHON CUCTEMBI.

MOIVYJIAPHOCTD

Jlyist onucaHusi OTHOCUTENIBHO HE3aBUCHMBIX, QYHKIIMOHAIILHO B3aMMOJICH-
CTBYIOIIMX YacTel OpraHu3Ma BBEJICHA KOHIEIIUS MOy . MOmysb BXOJHUT B
MHTETPUPOBAHHBIM KOMITJIEKC OpPraHW3Ma W CIY)KHT €IWHUICH B Pa3BUTHU U
spostonnu (Gould, 2002; Minelli, 2003). MogyapHOCTh paccMaTpuBaeTCsl Kak
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HNPUHLIKII 3BOJIIOLUH, B COOTBETCTBUH C KOTOPBIM HOBBIE CIO)KHBIE CTPYKTYPBI
MOT'YT CO3/1aBaThCs yTeM KOMOMHATOPHKH YXKE CYIECTBYIOLINX MOIYJICH.

[IpencraBnenne 0 MOAYISIPHOCTH MTPOLIECCOB OHTOreHe3a Oa3upyeTcs Ha OT-
KPBITUM TUCKPETHBIX aBTOHOMHBIX €IWHUI] SMOPUOHATILHOTO Pa3BUTHS y 3a-
poxnsimeit mopckoro exa (Raff, Sly, 2000) n He3aBUCHMOCTH pa3BUTHS OIpe-
JEJICHHBIX YacTel 3apojplilia, HAIpUMEp, TOYKU KOHEYHOCTH, 3a4aTKOB 3y0OOB
(Gilbert, 2006). JIncconmmpyemple MPOIIECCHl OHTOTEHEe3a MOKHO TPE/ICTABUTh
B BUJIE JUCKPETHBIX OJOKOB, MONYJIEH, CHOCOOHBIX U3MEHSTHCS, MAJIO 3aTparu-
Bas TPU 3TOM JIpyTHE COOBITHSI OHTOI'€HE3a; OT/AENbHbIC 3JIEMEHTHl pa3BUBAIO-
HIErOCsl OpraHu3Ma TaK)Ke€ MOYKHO TPEICTABUThH B BUJIE JIUCKPETHBIX MOJYJICH,
CIOCOOHBIX K N3MEHEHUIO.

OTHOCUTENbHAS aBTOHOMUS, MOIYJSAPHOCTH OTAEIBHBIX CTaAMM M NPO-
LIECCOB Pa3BUTHUS JAET BO3MOXHOCTH (POPMUPOBAHMS B XOHE IBOJIOLUHU KH-
BOTHBIX PA3HOOOPA3HBIX MJIAHOB CTPOCHUS M TUIIOB Pa3BUTHS. MOIYISIPHOCTD
Y TIOBTOPSIEMOCTH 3JIEMEHTOB CO3J]aeT OCHOBY JIJIsl AUBEPICHIIMH C COXPAHEHU-
eM MpeXHUX QyHKIHA 1 TPHOOPETEHHEM HOBBIX, UTO CIYKUT (PyHIaMEHTOM
SBOJIIOIIMOHHBIX M3MEHEHNH JII0060ro MacmTada. Bo3sMOKHBEI TpaHCchopMaIus,
BCTaBKa, JeJIeLysl, 3aMEIleHHe CTYIIeHeH pa3BUTHsI, MOJU(DUKALUS PA3BUTUS
OTHOCHUTENIBHO BPpEeMEHH (T€TEPOXPOHHUSI) U MecTa (TeTepOTONHS), IEPEHOC IBO-
JIOUOHHBIX HOBIIECTB B Jpyrue (as3sl ku3HeHHoro mnukia (Scholtz, 2008).
OmnpeneneHsl TP OCHOBHBIX CIIOCO0a 3BOIOIIMOHHBIX TTPeoOpa3oBaHUil OHTO-
reHesa: quccornuanus (pa3o0ieHne) COOBITUH U TPOIIECCOB WHINBUTYAIHHOTO
Pa3BUTHSI BO BPEMEHH U IPOCTPAHCTBE, IyIUIMKALUs, yMHOXKEHUE YacTeH ¢ 1o-
CIIEAYIONIEH AUBEPreHIMe 1 KOONTAlUs CYLIECTBYIOLICH YepThl JJIsl BBIIIOJ-
HEeHHs HOBOH cTpyKTypsl ninu pynkuuu (Raff, Sly, 2000). Haubosee nzsectnas
¢dopma nTucconuanuu — reTepoXpoHusl. YMHOXKEHHUE (IyIUTHKALHUsI, TOTUMEpH-
3a1Msi) TOMOJOTHUHBIX YacTel Tella BhIICICHO B KAYECTBE OJHOTO U3 BasKHBIX
MPHHIIMIIOB 3BOJIONMOHHBIX TPeoOpa3oBaHUll TUIaHA CTPOCHHS >KHBOTHBIX
Horenem (1954).

MopnyasiMu paHHET 0 pa3BUTHS MOT'YT OBbITh KJICTOUHBIE INHUH, 3apO/IbIIIe-
BbI€ JIUCTKH, MOP(QOreHETHUECKHE MOJIsl KaK TEPPUTOPHUH T€HHOH SKCIIPECCHH;
B OoJiee MO3/HEM Pa3BUTHH 3TO MOBTOPSIONIMECS CTaHAAPTHBIC YaCTH MHO-
IUX CIOXHBIX CTPYKTYp, HapuMep, KJIETKH PECHUYHOIO IIHYypa JTUYUHOK,
pombomeps! U mo3BoHKHK y mo3BoHOUYHBIX (Raff, Sly, 2000; Winther, 2005).
CTpyKTypHO-(QyHKIMOHAIbHBIE MOILYJIH CIyXaT CTPOUTEIbHBIMU OJOKaMHU
OpraHu3Ma: CerMEeHTHI C OCEBBIMU CTPYKTYypaMH M IpHUIaTKaMH, Oojiee KpyI-
HBIC MOJYJIU (TarMbl) YJICHUCTOHOTUX — TOpakc, abaomeH (Wagner et al., 2005;
Winther, 2005). Mopdonorudeckoe pazHooOpasue B mpejeinax TUIA YJICHU-
CTOHOTHX — CJICJICTBHE BapHaOeNbHOCTH YHCIa CETMEHTOB, MATTEPHA Tarm,
criennaan3aniy CerMeHToB M uxX mpumatkoB. Xoma (Hall, 2000) paccmatpu-
BaeT HEPBHBIN I'peOEHb [TO3BOHOYHBIX KaK YETBEPTHIH 3apOIbIIIEBbIH JTUCTOK.
CornacHo XoJiuly, Me30[epMa W HEPBHBIH TpeOCHb MPEICTaBIAIOT COOOM
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BTOpPHUYHBIC 3apoiabliieBsie TUCTKH. MuHemn (Minelli 2003) mpeamoaraer,
YTO KOHEUYHOCTH — 3BOJIOLHUOHHBIC TyIUIMKAThl OCHOBHOW OCH TeJja, JUIICH-
HbIE SHTOACPMBL.

MonynapHOCTh MOBCEMECTHA: OPraHM3M BBICIIUX >KHBOTHBIX MOCTPOCH
MOAYJISIPHBIM 00pa3oM; KapTHPOBaHHE T€HOTHUII-PEHOTHII MOAYJISPHO; Mexa-
HU3MBbl Pa3BUTHS BKJIIOYAIOT MOAYJSIPHBIE €JUHUIIBI, MOZOOHBIE 3JIEMEHTaM
netckoro koHcTpykTopa (Kirschner, Gerhart, 2005). B sBomtoninu oHTOTeHE30B
CTaHAapTHBIE YaCTH MCHOIb3YIOTCS HEOIHOKPATHO, HOBBIE T€HBI HE M300peTa-
I0TCSl KQXKbIH pa3 mpy U3MEHEHUH Pa3BUTHSI, IPOUCXOAUT MoAu(uKauus OT-
HOCUTEJILHO MaJIoro 4yucia peryiastopubsix reHos (Raff, Sly, 2000).

[MonmaMOpHOHUST KaK pa3BUTHE IEJIOTO 3apOjbIlia M3 OIHOTO M3 PaHHHUX
OracToMepoB, T.e. OecToioe pa3MHOKEHNE Ha paHHEH YMOPHOHATLHON CTaIHH,
M3BECTHA y MPEICTABUTENEH HECKOJIbKUX PA3IMYHBIX TAKCOHOB YXHUBOTHOTO
mupa (Craig et al., 1997). lns noansMOpHOHNH XapaKTepHa MHOIOKpaTHAsI 10-
BTOPSIEMOCTb cTaiuu ApobieHus. [lonmamOpronus Kak BCTaBKa 6eCroioro pas-
MHOEHUsI, 0JacToreHes3a B MpoLecc PAHHET0 PAa3BUTHSI H3MEHSET MPOLIECC M-
OpuoreHesa Ha CTaJInU JPOOICHUS M pa3pyIiacT OTHOCUTENbHBIN KOHCEPBATH3M
SMOPHOHATHLHOTO Pa3BUTHSI.

IIpocTpaHcTBeHHAs W BpPEMEHHAs MOAYJISPHOCTb OPraHM3MOB — Ba)KHBIN
aCIeKT pa3BUTUA W 3BOJOUUU. [IOBTOpeHHE MOLYJISIPHBIX CTPYKTYp OIlpe[e-
JSET TPAHCISUOHHYIO CHMMETPHUIO METaMEPHBIX OpPraHM3MOB M MaclITad-
HYI0 CHMMETPHIO OMOJIOTHYECKUX (DPAKTANBHBIX (TOUHEE, KBa3Hu()paKTaIbHbIX)

CTPYKTYD.
KAPTUPOBAHUE 'EHOTUITIA B CUMMETPHUIO OPTAHU3MA

B xone oorenesa renHast SKCIpeccHsi KapTUPyeTcs B KOPTHKAIbHOE MOP(O-
TEHETHYECKOEe TI0JIe, CO3/]aeTCsl BHETCHOMHAsI pa3BepTka MOP(POreHETHIECKOM
nH(pOpMaINHY, ONpPENEAIONe MPOCTPAHCTBEHHO-BPEMEHHONW MOPSIOK COObI-
TUH paHHETO Pa3BUTHSL.

Co3naBaeMasi B XO7I¢ OOr€HE3a PEryJsiTopHas HHPOpMaIus JOHOCUT oce-
BYIO apXUTEKTYpY JI0 B3pOCJIOro OpraHu3Ma, ONpeJesis ero 0OCeBOl MaTTepH.
N3BecTHO, 4TO TeHBI ceMeCcTBAa Hox KOHTPOIUPYIOT PErHOHAIBHBIE PA3IUUNSL
TCHHOMW DKCIIPECCUH, TPAHCIUPYEMBIC 3aTeM B MOP(OJIOTHUECKUE pa3TuIHs 3a-
pozblIIa, CerMEHTaluIo0 Tejaa U GOpMUPOBAHUE Pa3HOOOPA3Usl CTPOCHUS Cer-
MeHTOB. Hanpumep, nartepH 3aponbiiua 1po30¢puiisl GopMHUPYETCs KaK pe3yib-
TaT aKTUBHOCTH KacKajJa I'eHOB, YCTAHABIMBAIOIIUX IJIaH TeJla BJIOJb Nepel-
He-3a/IHell U A0pCO-BEHTPAJIBLHON oceil. 'paiueHThl KOHIEHTpau OeITKOBBIX
MPOAYKTOB bicoid N HECKOJIBKUX JAPYTUX MATEPHUHCKUX HOX-T€HOB — JIETEPMHU-
HAHTOB MEPEIHEro U 3aHETO KOHIIa, CIUHHOM 1 OPIONIHOM YacTel Tena — 1aioT
nHGOPMALINIO TEHOMY KJIETOK 00 MX IOJIOXKEHUHU B CUCTEME 3apOJblila, AeTep-
MUHUPYs KJIETOUHYIO0 cynpOy. Ilocie onnomoTBOpeHHsI M MPOXOXKICHHUS He-
CKOJIBKUX IIMKJIOB SIJICPHBIX JEICHUH 3TU (PAaKTOPhl TPAHCKPUIILUHU IIEpeMellia-
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eTCsl M3 MUTOIUIA3MBI B SI7Ipa KJIETOK W TaM B3aUMOJEHWCTBYET C PErysTOPHEI-
MU TIOCJICIOBATEIBHOCTSIMU I€HOB-MUIIICHEH. beTkoBbIe MPOIYKTHI T€HOB ATOM
CTYIICHHU PETyJISTOPHOTO KacKaja B CBOIO OYepe/ib KOHTPOIUPYIOT aKTHBHOCTD
IFE€HOB CIIEIYIOUIMX YPOBHEH, ompeaensiiomux cermeHrtamnuto. llocnenyronuii
9TaIl 3TOr0 KacKaja — ACTCPMHUHALMS PA3THINN MEXKIy CETMEHTAMHU — 3aBH-
CUT OT (QYHKIIMOHUPOBAHHS TOMEO3UCHBIX T€HOB-TIEPEKIII0UaTeN el KOMITJIEKCOB
Antennapedia u Bithorax (Niisslein-Volhard, 1991; Gilbert, 2006).

KonuHeapHOCTh MPOCTPAHCTBEHHOTO TMOPSIKA PACIONIOKESHHS TeHOB Hox-
KJIacTepa BIOJb XPOMOCOMBI U MIPOCTPAHCTBEHHO-BPEMEHHOM MOCIEI0BATEIb-
HOCTH HX DKCIIPECCHH TI0 NepeaHe-3aHe OCH 3apojbllla, T. €. COOTBETCTBHE
MEXIy TO3WIMEeH TeHa B KJIACTepe W MECTOM M BPEMEHEM ero JKCIPECCHH
B pPa3BUBAOIIEMCS OpPTaHHM3Me, OIpeNesieT PerHOHANbHBIE PAa3Iudus BJOJb
nepeaHe-3aaHei ocu Tena 3apoabiima (Lewis, 1978; Akam, 1998; Minelli, 2003;
Manuel, 2009). KonuneapHocTh 3kcripeccuu Hox- reHoB (OpMHpPYeT OCHO-
BY JUIsl CO3J[aHMsI BEKTOPHOI'O TpajMeHTa MO3UIMOHHON MH(OpMALUU B MPO-
1ecce MHAUBUIyaIbHOTO pa3Butus (Akam, 1998). fBneHuHe KOJIUHEAPHOCTH
Hox-reHOB — €IWHCTBEHHBIN OJHO3HAYHBIA MPUMEp OTOOpaKeHHS, TIEpeHOCca
MPOCTPAHCTBEHHOTO TIOPSIAKA PACIIONIOKEHUS TEHOB B IMPOCTPAHCTBEHHO-BPE-
MEHHOH TIOPSIIOK UX SKCIIPECCHH U OCEBOH MaTTEePH 3apOIbIIIIa.

OyHKIHS PETHOHAIM3AIUN, KOHTPOIs Hox-TeHaMH OCEBOTO IaTTepHa
BIIOJIb TIEPEJHE-3aJIHEW OCH TMOKa3aHa JJis MPEICTaBUTENECH BCEX TPEX IBOIIIO-
LIMOHHBIX BETBEH OMIIaTEpaIbHBIX KUBOTHBIX M, BEPOSTHO, ObLIa IIPUCYIIA HUX
obmum mpenkam, Urbilateria. [Ipeanonaraercs, 9To TyIUIMKALHS TIPETKOBOTO
Kyactepa reHoB ProtoHox ¢ o0pa3oBaHHeM JABYX MMapajorMYHBIX T€HHBIX KJla-
crepoB Hox u ParaHox mociykuina réHeTUYEeCKOH OCHOBOM BO3HUKHOBEHUS
W JMBEPreHIINKM OUJIaTePaJIbHBIX TPEXCIOWHBIX KUBOTHBIX. Ha OCHOBe Takoii
JIYTUTUKAIMK U BRIPAOOTKH MEXaHU3Ma YOS IOUCHHON aKTUBAIIUU I'eHOB Hox-
KJIacTepa CTajl0 BO3MOXKHBIM IOCTPOEHHUE Tella KPYITHBIX, CIIO)KHO OpPTaHHU30-
BaHHBIX )KHBOTHBIX. B X0/1€ 9BOIONNH TO3BOHOYHBIX TPOU3OIILIO YBEIUUCHHE
yucia Hox KIlacTepoB B pe3yJibTaTe HECKOJIBKUX IMOCIEI0BATEIIBFHBIX PayH]IOB
JMYTUTUKAIIMA BCETO T'€HOMAa — YETBHIPEXKPATHOH Yy Ha3eMHBIX IMO3BOHOYHBIX
¥ MHOT'OKPaTHOHM B DBOJIOIHMH PBIO, C YTpaToil OTAETbHBIX HOX-TEHOB B pas-
nuyHbIX Kiactepax (Holland, 1999; Minelli, 2003; Davidson, 2006; Kopuaruxa
u nap., 2010). Konpuarele yepBH, YICHUCTOHOTHE W XOPIAOBBIE O0JANAIOT KJla-
crepaMu Hox-TeHOB, BKJIFOUAIOIINX PsJI OPTOJOrHYHBIX TeHoB (Minelli, 2003;
Davidson, 2006). KonuHeapHOCTh HE MOBCEMECTHA: y pslia MpeICTaBUTEICH
Ecdysozoa, a Takxke 000JI0YHHKOB M UTJIOKOXKUX B TOW WJIM HHON Mepe yTpade-
Ha aHLecTpalibHas opraHu3anuu kinactepa Hox-renoB n ux ¢yHkuouil (Akam,
1998; Minelli, 2003; Manuel, 2009; Kopuarusa u ap., 2010). Tem He mMeHee, op-
TaHU3AIMS YIOPAIOUYEHHOTO Kiactepa Hox-reHOB, BEPOSTHO, JYUIIUH KITI0Y
K TOHWMaHHIO OCEBOT0 TIJIaHa CTPOEHUA Tena. MTak, mpocTpaHCTBEHHOE pacIio-
noxxeHue (oceBas cuMMeTpHsi) Hox-reHoB B kiactepax y Annelida, Arthropoda,
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Chordata kapTupyeTcs B TaTTEPH UX IKCIIPECCHU U OCEBON MATTEPH Oy yIIEro
skuBoTHOTO (Minelli, 2003).

I'enepanust oceBoli MoNIpHOCTH OUIIATEPATIBHBIX )KHBOTHBIX BOBJICKACT TaK-
JK€ KOHCEPBATUBHBIE CUTHAJIbHBIE cucTeMbl Wnt, BMP. Bo3M0xkHO, aHUMaJIBHO-
BEreTaTUBHAS U IOPCO-BEHTPAJIbHASA OCH BOSHUKIIU B PE3yJIbTaTe MyIUTUKANA
eIuHON aHTecTpaabHOU ocu (Manuel, 2009).

B nienmom xapTupoBaHue reHOTHII-(DEHOTHT OTIOCPEIOBAHO CIOKHBIMH B3aH-
MOJICHCTBHUSIMU T€HHBIX TTPOAYKTOB, KJIIETOK U KJIETOUHBIX CHCTEM B IIPOLIECcax
pasutusi. CBsi3b MEXIAy reHaMu U (DEHOTUIIOM — CJIOKHAS HEJIIMHEWHas CeTh
CUTHAJIBHBIX CHUCTEM M TPAaHCKPUIILIMOHHBIX perysstopoB (Davidson, 2006).
DTa HeIWHEHHas 1eNb COOBITUH BOBJICKAET IUICHOTPOITHIO, TPOIIECCHI CaMOOP-
raHu3anny, GU3NIEeCKUE CUITBI U KITFOUEBhIC BIUSHUS BHenTHEH cpeasl (Wilkins,
2002). Pa3zBuTHE 3aBHCHUT HE TOJBKO OT TEHETHYECKOM, HO M KJICTOYHON MaMsTH
(Minelli, 2003).

OU3SNYECKHUE U TOIIOJIOI'MYECKUE ®AKTOPLI
CTAHOBJIEHM I OCEBOI CUMMETPUU

ITomMmuMO GHOTIOrMUYECKUX 3aKOHOMEPHOCTEH, ONpeNeIISIFOINX HAIPABJICHHS
U OorpaHuveHus Mopdorenesa, Hen30eXHbI ero (pU3nYecKUe U TOMOJIOTHUECKUE
orpaHuyeHusl. buonornueckue cUCTEMBbI — CIOKHBIE CUCTEMBI, IOHUMaHUE KO-
TOPBIX HE PEAYIHPYEMO K OCHOBHBIM 3aKOHaM (M3MKH M XUMHUH, TeM HE Me-
Hee, 9TH 3aKOHBI HANPABIISIIOT U OrPAaHUYMBAIOT OHOJIOTHYECKHI MOP(OTeHes.
OO0rmre mTpuHIUIB (PU3UKH, TEOMETPUH U TOTIOJIOTHH TTPHMEHUMEBI K ONOJIOTHH
(Bouligand, 1996; Isaeva et al., 2012). ['eomeTpus 3apoasia HeceT HHPOpPMa-
LUI0, HE PEAYyUHPYEMYIO K APYTHM YPOBHSAM; MEXaHO3aBUCHMOCTDH SIBIISICTCS
Ba)XHBIM OI'PaHUYCHUEM B pa3BUTHH opranusma (Beloussov, 2012).

B coorBerctBun ¢ npunnunom [leepa Kropu mpocnexuBaercs 3aBHCH-
MOCTH OPHEHTAIIMH OCHOBHBIX OCEH OpraHm3mMa OT BEKTOPOB (PH3UIECKUX MOJICeH
okpyxeHusl. CUMMETpUs KUBBIX OPraHU3MOB OIPEAEIACTCS CHMMETPHEH BO3-
neiictBuil (3apenkos, 2009). CeneHTapHbIC )KUBOTHEIE, PAa3BUBAIOIINECS HA O]
HOM MecTe, 00J1a1al0T OOBIYHO pajinaibHON CUMMETpHUE, MOJ00HO OOIBIINH-
CTBY pacTeHuil. ['paBuTaLs BBI3BIBAET IOSBJICHUE PA3IMUUN MEXAY BEpXHEHN
Y HIDKHEH, JOpCalbHOM M BEHTpaiabHOU cTopoHamu Tena (Beitns, 2003; [ap-
nuep, 2007). Y MOnBMKHBIX )KUBOTHBIX HEN30EKHO MOSBIISIIOTCS OCOOCHHOCTH
CTPOEHHMS, OTIMYAIOIINE NIEPEIHIO CTOPOHY OT 3anHei. Ilepenne-3annsis och
COOTBETCTBYET HAIlPABJICHUIO JBMKCHHMSI, C JIOKAJIM3alUel pTa, MO3ra, Ii1a3
JIPYTUX CEHCOPHBIX OPraHOB B MEPEAHEH 4acTH, TOTAA KaK J0PCO-BEHTpalbHAs
0Chb OPHEHTUPOBaHA B COOTBETCTBHH C BEKTOPOM TI'DAaBUTAIUH, C OOpaIllCHHOM
K cyOcTpaTy BeHTpajabHOH cToponoi (Minelli, 2003; Manuel, 2009). 3epkasb-
HO-CUMMETPUYHOE PACIIOJIOKECHUE OPraHOB ABMIKCHMS aeT NPEeUuMYyIIecTBa
IUTST IPSIMOJIMHEHHOTO ABHMIKCHMSI, TIO3TOMY KOHEYHOCTH MOAUYMHSIOTCS Ouila-
TepaJIbHONH CUMMETpHH OoJiee CTPOro, 4eM BHyTpeHHHE opraHsl (Beitib, 2003).
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Bo3MoxHO, 3TO 00BICHSAET BEIMHpPAHHE APEBHUX OMIJIATEPUN CO CKOJB3SIICH
CUMMETpHUEl cerMeHTauuu. Mrak, 1isi akTUBHOTO NEpeMeleHusl Heooxoauma
BEKTOPU30BAHHOCTh CTPOCHHUS TeJa; OPHEHTAIMsl OCHOBHBIX OCei opraHu3ma
COOTBETCTBYET CUMMETPUN (PU3MUECKUX MOJCH M IPaHUYHBIM YCIOBHSIM O0OH-
TaHUs Ha pasjene pusndeckux das.

[lonspHOCTh 3apofpbllia yCTaHABIMBACTCS U 0e3 BHEUIHMX (DU3NYECKHUX
BozzeicTBrit (3apeHkos, 2009), B Ononormdeckom MopdoreHese HabIOMaeTCs
Y SHAOTEHHOE BO3HMKHOBEHHE HOBOHM cMMMeTpuu; npuHuun Kiopu neiictByet
B niepronbl HectabuinbHOCTH (Beloussov, 2012). Ilpu onpeneneHHBIX KpUTHYE-
CKHX, HEPAaBHOBECHBIX YCIIOBUSX JEHCTBUE QU3NUECKUX (HAKTOPOB MOXKET CTa-
HOBHUTBCS OTIPEICIISIONIAM JTU00 TUMUTHPYIOMHUM (hakTopoM. TakoBa pois rpa-
BUTALMM B CTAaHOBJIECHUHU JOPCO-BEHTPAIbHON MOJSPHOCTH Y aM(puOuil nTui,
BO3/ICHCTBHE IPaIUCHTA OCBEILEHHOCTH Ha MOJISPU3ALNIO 3UTOTHI (YKOHAHBIX
Bogopocineit (Mcaesa, 1994, 2005). Ilpumepom ¢uzndeckoro BIUSHUSA, ACTEP-
MUHHUPYIOIIET0 aCHMMETPHIO MPABOW U JIEBOW CTOPOH Tejla TIO3BOHOYHBIX YKU-
BOTHBIX, CITYKUT HalpaBisieMblii OMCHHEM PECHUYEK BEKTOPU30BAHHBIN MOTOK
xuaKkocT. [TomoOHast 3aBUCHMOCTh OCEBOW MOJISIPHOCTH 3apOJIbIIa B 3aBHCH-
MOCTH OT BEKTOpa (PU3MUYECKOI0 BO3ACHCTBHS AEMOHCTPUPYET MUMIIPUHTUHT
(GHU3NUECKUX TI'PaJUCHTOB Cpelbl OHMONOTMYECKOM CHCTEMOH B COOTBETCTBHUHU
¢ npunnunoMm [1. Kropu: cummeTpust Bo3aelcTBri cogepkutes B dhdexrax.

Konuenmuu Tononoruu u GpaxTaibHON reOMETPUN OBIITH TPUMEHEHBI HAMU
JUISL MHTEPIpeTallud JUHAMHUKA TpaHCOpPMAIUA CHUMMETPUU B DBOIIOIUU
1 OHTOTE€HE3¢ MHOTOKJIETOUHBIX KUBOTHHIX (Isaeva et al., 2008, 2012; Presnov
et al., 2010). Ha cyOxneTO9YHOM, KJIIETOYHOM M HAAKJIETOYHOM YPOBHSIX OHOJIOTH-
YeCKOW OpraHu3allii FeTEPOreHHOE paclpeeieHue CTPYKTYPHBIX KOMIIOHEH-
TOB, HOHHBIE TIOTOKH ¥ TEHEPUPYEMBIE UMH DJICKTPUUYECKHUE TTOJISL, OIS MEXaHHU-
YeCKHMX HATSHKCHUH, HAITPABJICHHOTO KJIETOYHOTO JABHIKCHHUSI U T.JI. TIPOSIBIISIIOT-
csl KaKk CKaJIsipHbIe, BEKTOPHBIC TOJIS | TI0JIS HanpasieHuid. Hanmpumep, TpaHc-
KJICTOYHBIC NOHHBIE IIOTOKH ICHEPUPYIOT NIEKTPHUUECKUE I10JIs HA KJICTOYHOM
U TKaHEBOM YPOBHSX; OceBas IMOJIIPHOCTh OOLUTA U SAHLA JEMOHCTPUPYETCS
B BHUJAE TPAHCKJIECTOUYHOIO HOHHOTO IOTOKA, F€HEPHPYIOILETO BHEKIETOYHOE
anekrpuueckoe noie (Nuccitelli, 1984). [IpocTpaHcTBeHHast OpraHU3aIUst MOP-
(oreHeTHYECKHX TOJIEH aHAM3UpYyeMa B TOMOJOTHYECKUX TEPMUHAX, U TOIO-
JIOTHYECKUH SI3BIK MOXKET JIaTh IIPH ATOM aJICKBATHOE OMUCAHHUE OMOJIOTHYECKO-
ro mop¢orenesa. Hen30e:xHOCTh TONMSIpHU3AIINH SHIIEBON KJICTKH KaK BO3HHK-
HOBEHHE TOIOJOIMYECKON CUHTYJISIPHOCTH BEKTOPHOI'O MOJs Ha cdepe clienyeT
n3 teopemsl Ilyankape-Xonda. CormacHo 3TOH Teopeme, BEKTOpHOE I0Jie Ha
cdepe Hen30eKHO UMEET, 10 KpaliHel Mepe, OIHY CHHTYJIIPHOCTB — TOUKY C HY-
JICBBIM 3HAUCHHEM TOJIsl. DTa CHHTYJISPHOCTH pa3pyliaeT chepuIeckyro cuMMe-
TPHIO TIOJISI, TOApU3yH sAineByto chepy (Presnov et al., 2010; Isaeva et al., 2012).

Oomnna3MaTHUYeCcKylo Cerperanuo MOXHO paccMaTpUBaTh Kak 0TOOpaske-
HUe, KapTupoBaHue mmapa Ha ce0s xe (Presnov et al., 2010). Cornacuo Teo-
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peme bpayapa, mo0oe HempepbIBHOE 0TOOpaKEHHUE Mapa B caMo ceOst UMeeT
¢ukcupoBaHHYI0 TOUKY. DUKCHpPOBaHHAS TOYKA HEMPEpPHIBHOW nedopmarun
AUIIeBON cepbl — ITO CHHTYIISIPHAS] TOYKA BEKTOPHOTO TIOJISI CMEIEHHUs KOP-
THKaJIbHBIX KOMIIOHEHTOB. TakuM 00pa3oM, JIOKaJIBHBIM MOPSAI0K MTPOHUKHO-
BEHHS CIIEPMHUS U OOMNJIA3MAaTHYECKOW CErperanuy CBS3aH C WHTETPAIBHBIM
MOPSAIKOM U CUMMETpHUEH si1ia.

JpoGenre 3UToTHl CO3/aeT MATTEPH KIETOYHBIX KOHTAKTOB Ha IMOBEPX-
HOCTH 3apoJbllia — JUCKPETHOE MOP(HOreHeTHYECKOe MoJIe C HEM30EKHO NpH-
CYTCTBYIOIIMMH CHHTYISpHOCTSIMH. [lo3uionHass mHPpOpMaIus TUCKPETHOTO
MOP(OreHETHUECKOTO MOJIsl HA IOBEPXHOCTH JAPOOSIIErocs 3apoJibliia orpee-
nsercs TeopeMoil I'aycca-boHHe Kak CBSI3p MEXy JIOKAJIBHBIM U HHTETpajb-
HBIM TIOPSAKOM. YHCIO COCeMHHUX KIETOK KaKOW-THOO KJIETKH TUCKPETHOTO
MOP(HOTEHETHYECKOTO TIOJIS — JIOKATBHBIN MOPSIOK TOTO TOJIA, a 00IIIee YUCIIOo
BEpIIUH, peOep U rpaHeid rpada 3TOro mojsi — ero MHTErpajbHbIi nopsaok. Te-
opema ["aycca-bonne onpenenser IuCKpeTHYIO KJIeTouHyo KpuBusny (I 'aycco-
By kpuBH3HY) (Presnov et al., 2010). Ecnu cymMmMa npuiierarommx rpaneit oomnee
6, KpUBH3HA TPAaHM CTAHOBUTCS OTpHIAaTeIsHONH. Ha moBepxHOCTH 3aposbiina
HEN30eKHO BO3HHUKAIOT KIETKH OTPULIATEIHHON W TOJOKHUTEIBHOW KPUBU3HBI.
[MoctynupoBaHa Kay3alibHasl CBS3b MEXKy OTPHUIATEIBHOW KPUBU3HON OBEPX-
HOCTH KJIETKH M MOCIETYIOIUMUA MOPHOreHETHIECKUMH KIETOUHBIMH JIBHKE-
HUSAMH Ipu racTpyisnuu. [To kpaliHeil Mepe, y HEKOTOPBIX JKUBOTHBIX JIOKaJIU-
3a1ys MHBAaruHAIWU (MJIH UMMUT DALMY, TIOTPYKEHHUS KIJIETOK) TPU TacTpyJis-
MW COBMAJAET C PACIIONIOKEHUEM CHHTYISPHOCTH OTPHUIATENFHON KPHBU3HEI,
T.. KJIETKH C BBICIIMM 3HAY€HWEM YHWCJIa CTOPOH, HAa BETeTaTHBHOM TIOJIOCE,
TOTJ]a KaK Ha aHMMAaJIbHOM IIOJIFOCE PACIIOJNIOKEHBI MOJIOKUTEILHON KPUBU3HBI
(Presnov et al., 2010). [TosiByiieHne 6IaCcTOMEPOB APOOSIIECTOCs 3apOIbIIIa C pa3-
JIUYHBIM YUCIIOM CTOPOH O3HAuaeT pa3pylIeHne CUMMETPUH JUCKPETHOTO MOp-
(OreHeTHYEeCKOro OIS,

DBOIOIIMOHHBIE TPE00Pa30BaHN I MHOT OKJIETOYHBIX )KUBOTHBIX MOT'YT OBITH
MIPEJICTaBICHBI KaK TOMOJOTHYECKHE MOAUPHKAIIUN STUTEINATHFHON TOBEPXHO-
ctu Tena. B apontoniun Metazoa MbI HAXOAMM HECKOJIBKO TOMOJIOTMYECKUX TPaHC-
¢dopmaruii (Isaeva et al., 2006, 2008, 2012). Bo3HUKHOBEHNE CKBO3HOTO KHUIIICY-
HUKa — TOIOJOTNYECKOe MPeoOdpa3oBaHNe BaKHOTO IBOIIOIMOHHOTO 3HAUCHHS,
JIaBIIasi BO3MOKHOCTh BEKTOPH30BAHHOW Au(depeHnanuy KUImeqHol TpyoKu
U Jydlled yTUIU3aluu MUTAHUS U3 OKpYKarolled cpelabl. DnuaepMaibHbIi
U KHUIIEYHBIM SOUTEIUN, SMUTEIUNA ABIXaTEIbHOH CHCTEMBI, LIEIOMHUYECKOM
CHUCTEMBI — MOTPAaHUYHBIE TKaHU, OTICIAIONINE BHYTPEHHIO Cpely OpraHM3-
Ma OT Hapy»XHOW OKpyxarolied cpesl. Tomosoruveckue TpaHchopManuu mo-
BEPXHOCTH TeJIa B 3BOJIIOIIMM MHOTOKJIETOUHBIX )KUBOTHBIX BEJIH K YBEITUUEHUIO
MJIOMIAIN AIUTETNATBHON MOBEPXHOCTH, YTO ONTHMH3HWPOBAIIO paclperaese-
HUE MTOTOKOB, HAIIPABJICHHBIX W3 BHEITHEW CPeIbl B OpPraHu3M, U U3 OpraHu3Ma
BO BHEIITHIOK CPEy, CIyKaI[yl NCTOYHUKOM IMUTAHWS U KUCIOPOAA i CTOKOM
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9KCKPETOB, U 00ECIeUnBaIo JYULIYIO aAallTalli0 OPraHu3Ma K OKPY>KEHHIO.
YeToiunBOCTh T1000T0 OpraHn3Ma M JI00OH CTPYKTYpPHOH (HhOpMBI OCHO-
BBIBACTCS HA €OMETPUYECKOH CYIIHOCTH, MOP(OJIOrusl cTpeMHuTcs K (dopme
MpesieIbHO YCTOWYMBOI 1 MHBapHaHTHOH Bo BpeMeHH (Tom, 2002). CummeTpus
MOpoKJjaeMa HE TeHaMM; 3TO CBOICTBA MPOCTPAHCTBA, BPEMEHHU, MATEPUHU H
suepruw ([>xan, 2006). Hemz0exxHast TOMOIOrHYeCKasi 3aBUCIMOCTE U OT'paHU-
YeHHUsI TpaHCHOpMaLUi CHMMETPHUN HHTETPUPOBAHBI, BCTPOCHBI B TEHETHUECKHU
JETEPMUHUPYEMBIE TPOLIECCHl OMOJIOTHYECKOr0 MOpQOrenesa, KOTOphIid HE MO-
JKET OBbITh HE3aBHCUM OT (PU3NUYECKON U TOTOJIOTUYECKOW OpraHn3aliy HAIIero
npoctpaHcTBa. Takum o0pa3oM, (GU3NYECKUN M TOIMOJOTHYSCKUN MMIICPATHB
KaK OMpeAeNeHHBIH HaOOp MpaBUJI OTPAaHUYMBAET W HAIpaBiseT MopdoreHes
ouonornueckux cucteM (Isaeva et al., 2008; Presnov et al., 2010).

3AKJIFOYEHUME

[TomMuMoO Takux KiaccHuecKux (GopM CHMMETPHH, KaK TOBOPOTHAs (pamu-
aJibHas), 3epKaJibHas (OrtaTepabHasl) U epeHOCHas (TPaHCIAUOHHAS), B OHO-
JIOTUYECKOM MOp(oreHese MposSBIIeTCS MacIlITaOHasi CHMMETPHS, BKIIOYA0-
Iasi ¥ HeJTMHEWHbIE TpeoOpa3oBaHuUsL.

LuTockeneTHO/MOTOpHAsT CUCTeMa SULEKICTKH (DyHKIIMOHHPYET KaK IJIo-
0aybHBIN MOP(OTEHETHYSCKUI IETEPMUHAHT, ONPEACISIONINI TPeo0pa3oBaHus
CUMMETPHUH U OCEBbIC KOOPIUHATHI 3apojbiiia. DyHIaMeHTaIbHbIE TpaHCchop-
Mallii CHMMETPHH Ha KJIIETOYHOM YPOBHE B XOJI€ OOT€He3a U PAHHETO Pa3BHTHS
KUBOTHBIX JICTEPMUHHUPYET OCEBBIE KOOPAMHATHI OyIyIIEro opraHu3Ma, TOTaa
KaK B XOJI€ TOCJIEAYIOMIETr0 Pa3BUTHS MacmTad TpaHCPOpManuii CUMMETPHH
yMeHbInaeTcs. MopdoreHe3 BEeTBSIIIMXCS SIUTEIUAIBHBIX KAaHAJIOB MTOPOXKIACT
GIIYKTYUPYIOIIYI0 aCHMMETPHIO, Pa3pyLIalonlylo pajuaibHyl0 MK Ounare-
paJIbHYI0 CHMMETpHIO opranusma. B mpomecce ¢paxranbHoro mopdorenesa u
NPYTHUX MPOSBIICHUHN (PIyKTyHUPYIOIIEH aCHMMETPHH BO3pacTaeT yPOBEHb Xaoca.

IloBTOpsiemMble COOBITHS B TIpOIIECCaX CETMEHTAIUH (TPAHCISAIIMOHHAS CUM-
METpHS) U BETBJICHHUS KaHAJIOB (PaKTaJbHBIX CHCTEM OpraHu3Ma (CHMMETpHUS
nogo0usl) KOHTPOIUPYIOTCS MHOTOKPAaTHOM, OCHMJUIMPYIOLICH 3KcIpeccuei
KOHTPOJIMPYIOIIHUX UX I'€HOB WJIM KOHTYPOB I'€HHBIX CETEH, IPEeNCcTaBisis CO-
0oit ¢ dexTrBHBII criocod MopdoreHe3a Ha OCHOBE OTHOCHUTEIIBHO HEOOIBIION
TeHeTHYECKO MporpaMMbl. B »BONIONNK HCHOIB30BaHBI MHOTOKPATHBIE IIO-
BTOPBI T€HOB, MOJyJIeli TEHHBIX CETEW, TeHHBIX KJIACTEPOB U IENBIX TE€HOMOB.
B vHAMBHAYaTbHOM pa3BUTHH IMOBTOPSIOTCS HEKOTOPBIE ATanbl MOpdorenesa
(HarpuMep, TP CErMEHTAIUU, BETBJIICHUH JIBIXaTEIIbHOW CUCTEMBI, MOP(OTreHe-
3e KeJe3 U T. /1.), P MOJUAIMOPUOHUH U APYTUX THIAaX OECHOIOro pa3MHOKe-
HUS — CTaIUH APOOIICHHS, OIaCTYISIITUU, TACTPYJISIIAN, K BECh IIPOIecc 01acTo-
renesa. repanun — 3¢ (HEeKTUBHBIN U palTHOHATBHBIA CTIOCO0 YMHOXECHUS U T10-
CIeqyIONIel TUBEPTECHIINH YIa9HBIX ABOJOIMOHHBIX HAXOJ0K, 0a3upyIOIIHicS
Ha TPaHCISIUOHHON CHMMETPUH.
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Hewus0exHOCTh MpeoOpa3oBaHuil CAMMETPHH B XO/I¢ PA3BUTHS IPOTrPaMMHU-
pOBaHa MEHETUYECKH W SMUTCHETUYCCKH. SIBJICHUE KOMMHEAPHOCTH HOoX-TeHOB
— CIIMHCTBEHHBIN OJHO3HAYHBIA MPHMEpP OTOOpaXKEeHHS, IEPEHOCA MPOCTPAH-
CTBEHHOTO TIOPSIJIKA PACIIOJIOKEHUSI TEHOB B MPOCTPAHCTBEHHO-BPEMEHHOM T10-
PSAZIOK MX SKCIPECCHHM M OCEBOM MATTEPH 3apojblllia U OyAYIIEro opraHus3ma,
0OBIYHO e 0TOOpaKeHNE TeHOTHUTI-(HEHOTHUIT OITOCPEIOBAHO CIOXKHON HETHHEH-
HOW CeThI0 B3aWMOJICUCTBUI ICHHBIX MPOAYKTOB, KIETOK U UX CUCTEM B MPO-
1eccax pa3BUTHSL.

Heuz0exxHast 3aBUCHMOCTB MPe0Opa30BaHU CUMMETPHH OT (DU3NUYCCKUX,
TFCOMCTPUUYCCKUX W TOIMOJIOTMYCCKUX CBOMCTB MMpOCTpaHCTBa BCTPOCHA, UHTC-
IPUPOBaHa B MPOIECCH OHoNorndeckoro Mopdorenesa. GU3MUECKU U TOTIONO-
THYECKUH UMIICPATHB JTUMHATHPYET U HAMPABIISACT OHoornueckoe GopmMoodpa-
30BaHUE, KOTOPOE HE MOXKET OBITh HE3aBUCUMbBIM OT (PHU3UUECKON U TOMOIOTHYe-
CKOM OpraHu3alliy HAIIeTo MPOCTPAHCTBA.
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SYMMETRY TRANSFORMATIONS
IN THE ONTOGENY AND EVOLUTION
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Symmetry transformations are fundamental phenomena in the development and
evolution of multicellular animals. Symmetry transformations at the cellular level during
ovogenesis and early development determine basic axis of the future organism, where-
as the scale of the transformation of symmetry is reduced in the further development.
Large-scale symmetry (symmetry of similarity) in in biological morphogenesis appears
addition to these classical forms of symmetry: the rotational (radial), mirror (bilateral)
and portable (translational). The chaos is growing in the process of fractal morphogen-
esis and other demonstrations of fluctuating asymmetry. Biological symmetry and other
variants of morphofunctional iterations — is an effective way of morphogenesis using
iteration of genetic programs.
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