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OHTOreHe3 MHOTOKJIETOYHBIX OCHOBAH HAa CaMOCOOPKE yIOPSJOYEHHBIX
CTPYKTYp B pe3yJIbTaTe COrJIAaCOBAHHOTO MOBEICHHS KJICTOK, H3HAYAIEHO
«3amporpaMMHPOBAaHHBIX» OAMHAKOBBIM 00pa3oMm. Bce kieTkn smOpu-
OHA CIIEAYIOT OJHOMY M TOMY >K€ HaOOpY MpPaBHI MOBEICHUS, 3aKOIH-
POBaHHOMY B CTPYKTYpe reHHO-perynsaTopHbix cereit (I'PC), kotopas, B
CBOIO OYepPEb, 3aKOAMPOBAHA B TEHOME. DTOT IIPUHIIUII TIOJIOKEH B OCHO-
BY pa3paboTaHHON HaMH KOMITbIOTepHOU mporpammsl Evo-Devo, mo3Bo-
JSIOMIEH MOJIENIMPOBATh OHTOT'CHE3 MHOTOKJIETOUHBIX. MoJennpoBaHue
M0Ka3aJI0 OTCYTCTBHE YETKOW KOPPEISIUH MEXKIY THIOM CHMMETPHH
u cnoxHocThio ['PC, HeoOXomquMmbIX mis ero ¢opmupoBanus. [lepexon
OT «HH3IINX» TUIOB CHMMETPHUU K «BBICIIMM» BO MHOTHX CIIy4asiX HE
TpeOyeT paauKaIbHOTO YCIOXKHEHHUS INporpamMmbl pa3BuTus. OgHAKO
yenoxuaenne ['PC okas3piBaeTcss HEOOXOIUMBIM TSI CTAOMITN3AIUH 1 T10-
BBIIICHNS YTOPSIOUYCHHOCTH (PEHOTHIIA. DTOT BBIBOJA CO3BYUCH HJIESIM
WN.. IlImanpray3eHa 0 cO3MIATEIBHOW POJH CTAOMIM3HPYIOMIETO OT-
6opa. OTOop Ha cTabunu3annio (HEHOTHIIA JOJDKEH MPUBOIUTH K pas-
BUTHIO JOTIOJHUTENBHBIX PEryISITOPHBIX MEXaHU3MOB, OCHOBAHHBIX Ha
OTPHUIATEIBHBIX OOPATHBIX CBS35X, YTO HEU30EKHO BEAET K YCIOKHEHUIO
TeHETUYECKOW NMPOrPaMMBbl Pa3BUTHS. JTO, B CBOIO OY€pEb, OTKPHIBAET
HOBBIE ITYTH JIJI51 BOJIIOL[MOHHBIX TPeoOpa3oBaHuii.

Knwouesvie crnosa: mopenupoBanue, Mopporenes, 3BONIOLHUS, CUMMETPHS,
TCHHO-PETYIIATOPHBIC CETH, CTA0MIIN3UPYIOLIHI 0TOOP, CIIOKHOCTb.

1. BBEAEHUE

Turbl CAMMETPUH W IUIAHBI CTPOCHUS MHOTOKJIETOYHBIX OMPEICIIAIOTCS
CTPYKTYpOi TeHHO-peryasaTopubix ceteit (I'PC), ympaBisiomux pa3BUTHEM
(KomyanoB u nip., 2004; Davidson, 2006). Ctpykrypa ['PC, B cBOotO ouepesnp,
3aKO/JUpOBaHa B 'rCHOME, ITPUYEM (I)aKTOpLI Cpeabl MOT'YT CYHICCTBCHHO BJIUATDH
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Ha peayn3alyio TeHeTHYecKoi nHpopManuu. MHOTHE aBTOPHI TIOAYEPKUBAIH
B2)XHOCTh ITOHMMAaHWS MPUHIIUIIOB OHTOT€HE3a JJISI PEKOHCTPYKIUHU ITyTeH H
MexaHnu3MoB sBodtonun (Bopoosésa, 2010; IlImansraysen, 1968; 1982; lum-
kuH, 2006; Huxley, 1943; Waddington, 1966). DBostoninoHHasi OUOJIOTHS pa3-
BHUTHS TOOMJIACh 3HAYUTEIBHBIX YCIIEX0B B pacmin(PpoBKe TeHETHIECKON «IIPO-
rpamMmbl»y oHTorenesa (Carroll, 2005, 2008; Hoekstra, Coyne, 2007; Mallarino,
Abzhanov, 2012). OgHako mporpecc B MOHUMAaHUHN COOTHOIICHHS TEHOTHUIIA U
(deHOTHITA CACPKUBACTCS KOHTPHHTYUTUBHOCTBIO M KQXKYIIICHCS MapaIoOKCcalb-
HOCTHEO MHOTHX CBOWCTB OHTOT€HE3a (KaK M JAPYTUX MPOLECCOB, CBI3aHHBIX C
caMoopraHuzamuei).

OmHUM U3 TIEPCIIEKTUBHBIX ITYTEH MPEOIOJICHHS dTOTO MPETISITCTBUS SBIISI-
eTcsi KOMITBIOTEPHOE MOJETMPOBAHNE Pa3BUBAIONINXCS dYMOPHOHOB U APYTHX
camoopranmyrpmuxcs cucrteM (MenmyTkun, Hatounn, 2008; Mapxkos, 2010;
Oster, Alberch, 1982; Murray, Oster, 1984; Dawkins, 1986; Oster, Murray, 1989;
Tamulonis et al., 2010). Pa3paborannas Hamu niporpamma Evo-Devo npesHa-
3HAYCHA JIIsl U3YUYCHUs OOIIMX CBOWCTB OHTOI'€HE3a MHOTOKJIETOYHBIX. OHA 110-
3BOJISIET MOJICITMPOBATH CAMOCOOPKY YIIOPSIOYCHHBIX CTPYKTYP U3 MHOKECTBA
JIENSIIIIXCS KJIETOK. Pe3ynbrarhl, momydeHHbIe MTPU TIOMOIIH JABYMEPHOH Bep-
cuu nporpammsbl (Evo-Devo 2D, miiockue opraHu3Mbl), OMUCaHBl HAMU paHee
(MapkoB, Mapkos, 2011). B Hacrosmeii craTbe npeacTaBieHa HOBasi, TpEXMep-
Hast Bepcus (Evo-Devo 3D, oO0beMHBIC OpraHU3MBbl), TO3BOISIONMIASIS OLECHUTD
COOTHOIIIEHUE MeXIy cTpykTypoi I'PC u TumamMu cuMMeTpUM OpPraHu3MOB, a
TaKXe MPOBEPUTDH BHIBOJBI O 3aKOHOMEPHOCTSIX DBOJIIOIMHM OHTOTeHe3a, TMOIy-
YeHHBIE B X0/l paOOTHI C ABYMEPHOU BEPCHEN.

2. TJIABHBIU IIPUHIIUIT OHTOI'EHE3A U ITPOT PAMMA EVO-DEVO

Baxueilmumii npuHIuIL, J€KalU[Mi B OCHOBE OHTOI€HE3a MHOTOKJIETOYHBIX,
COCTOUT B TOM, YTO OHTOT€HE3 — 3TO caMOcOOpKa YIOPSAJOYCHHBIX CTPYKTYP,
00yCIJIOBJICHHAsI COITIACOBAaHHBIM ITOBEJCHUEM HHANBHYaIbHbBIX MOLYJICH (KJIe-
TOK), M3HAYaJIbHO 3alpOrpaMMHUPOBAHHBIX OAMHAKOBBIM 0OpazoMm. Bce kiert-
K SMOpHOHA CIIEAYIOT OJHOMY U TOMY K€ HaOOpy «IpaBHJI MOBEACHUS», 3a-
kogupoBaHHoMy B cTpykType ['PC (KomuanoB u ap., 2004; Davidson, 2006).
IIporpamma moBeneHusI KJIETOK MHTEPAKTUBHA: OHA pearupyeT Ha WU3MEHEHUS
BHEITHEH W BHYTPEHHEH cpeanl. JIeHCTBHS OTHUX KIETOK SMOpHOHA (UX meje-
HUE, POCT, BBIJIC/ISIEMbIE BEIECTBA) MEHSIOT Cpeny ISl IPYTUX U BIUSIOT Ha UX
nosezieHUE. B pesynbrare moBeneHHE KJICTOK OKa3bIBACTCS COTJIACOBAHHBIM, a
pa3BUBAIOLIMICS OpraHu3M BeleT ceds kak HeuTo uenoe ([Imanbraysen, 1982).
OHTOreHe3 — 3TO IMPOLECC caMOOpraHU3alllM, B XOJ€ KOTOPOTO M3 COIJaco-
BAaHHBIX JICHCTBUH MHOKECTBA KJIETOK, CIEAYIOMINX CPAaBHUTEIHHO MPOCTOMY
HaOOpy MNpaBWJI IOBEACHHUSA, CaMO3apPOXKIAIOTCSl CIIOXKHBIE MHOTI'OKJIETOYHBIE
CTPYKTYPBI U IPOUCXOIUT IporpeccuBHas AuddepeHunpoBKa H3Ha4aIbHO He-
TG GepeHIMPOBAHHOTO LEJIOr0 (AIUreHe3).
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MBI TIpennoNoKuIN, YTO MHOTHE CBOHCTBA OHTOTeHE3a, OOHAapy KEHHBIE
AKCIIEPUMEHTATBHO, MOTYT OBITh CIIEICTBUSIMU 3TOTO MPUHIUIIA. B Takom ciry-
Yae JIJ1s1 HUX He TpeOyI0TCsl ciequanbHble 00bsICHEHU . DTa F'UI0Te3a Modydnia
TIOJITBEPIKJICHUS B XOJIe U3YUEHHUsI OHTOI'€HEe3a MOJIEJIBHBIX OPTaHU3MOB B MPO-
rpamme Evo-Devo. IIporpamma ocHOBaHa Ha YIIOMSIHYTOM 0a30BOM MPUHIIUTIE.
OHa 1M03BOJISET MOACITUPOBATE CAMOCOOPKY YIIOPSIOYCHHBIX CTPYKTYp («opra-
HU3MOBY) U3 MHOXKECTBa Jesniuxcs kinetok (Mapkos, Mapkos, 2011). Kaxxnas
KJIETKa MOAEIBLHOr0 3MOpHOHA ceqyeT 3aJaHHOMY HAaOOpy MpaBUII MOBEACHUS
(KTeHOTHITY»), OJMHAKOBOMY JJIS BCEX KJIETOK. 3ampelieHbl IpaBuiia, ACHCTBY-
IOIME Ha YPOBHE IENIOr0 dSMOPHOHA HIIM TPYIIBI KIETOK; pa3pelieHbl JTUIIb
npaBuia, paboTaloe Ha YPOBHE OT/IEIBHOMN KIETKH.

B nporpamme Evo-Devo pa3BuTue HauMHAETCA ¢ €IMHCTBEHHONW MCXOIHOU
KJIeTku (3uroThl). [lepen 3amyckoM mporpaMMbl SKCIIEPHMEHTATOP JIOJDKEH 3a-
JaTh «TCHOTHUII», TO €CTh €AMHBII HAaOOp MpaBHJI MOBEACHUS, KOTOPOMY OyIyT
MOJUMHATHCS BCe KJIETKH. KileTka MOXKET BBITOIHATE CIIEAYIOINE AEHCTBHUS:

1) BelgensiTh cUTHaNIbHBIE BelIecTBa (MOP(OTEeHbI), KOTOPHIE PACIPOCTPaHSI-
I0TCA B Cpefie, MpUYeM KOHIIEHTpaIus Mop(dorena yobIBaeT 1Mo Mepe yAaJleHus
OT BBIJICIISIONIEH KIETKH.

2) JlenuThes, pUYeM MIOCKOCTH JACTICHUS MOKET OBITh OPHEHTHPOBAHA CITY-
YaifHBIM 00pa30M WIIHM NEPIeHIUKYIISIPHO I'PAJUEHTY OJHOTO U3 MOP(OreHoB.

3) Ilepemeratbes B cityyaifHOM HallpaBiIeHUH WIH BJOJIb XUMHUYECKOI O rpa-
JIMEHTA.

4) OTMupaTh (IpeTepIeBaTh aronTo3).

5) CTaHOBUTHCA KJIETKOW TOT'O MM MHOTO «THITay (QHAJIOT KJIETOYHOU Mu-
(bepeHIUPOBKH, CM. HUXKE).

6) CoBepiaTh psAJl AONOTHUTENBHBIX IEHCTBUHN, TAKUX KaK U3MEHEHUE pa3-
Mepa (pocT), N3MEHEHNWE WHTEHCHBHOCTH BBIJCICHHSI MOP(POTCHOB U UyBCTBU-
TEIBFHOCTH K HUM, «3aTBEP/IEBAHNE», TO €CTh (PUKCAIHS TIO3UIINH KIJIETKH B OM-
OpuoHe, rmocIie 9ero Apyrue KIeTKH yKe HE MOTYT €€ CMEIIaTh UIH CKUMATh.

Kaxxmoe neicTBre BBITIOTHSACTCS (MU HE BBITIOIHIECTCS) KIETKOW B 3aBHCH-
MOCTHU OT KOMOMHALIMY yKA3aHHBIX B TEHOTHIIC YCIOBUH, TAKUX KaK KOHLIEHTpa-
11t MOP(OTreHOB, YHCIIO KIETOK-COCEIeH, HATMUne KOHTaKTa C BHEIIHEH CPeIoi
(cTeneHp OKPYKEHHOCTH APYTUMU KJIETKaMH), COCTOSTHUE KJIETKH (BbIACTACT TN
OHa B JAHHBIM MOMEHT TO WJIM MHOE BEIIECTBO), YHUCJIO JCTCHHH, POIIEeIIITUX C
MOMEHTA Havdaja pa3BUTHS, IPUHAJICKHOCTH KIETKH K TOMY HJI MHOMY THUITY.

[Iporpamma noBezieHHs y BCeX KIETOK OfHA U Ta xke. OIHAKO U3-3a TOT0, 4TO
pasHbIC KJIETKH B XOJI¢ Pa3BUTHUS HEM30EKHO OKA3bIBAIOTCS B Pa3HBIX YCIOBHUSX,
OHHM MOT'YT JIEMOHCTPHPOBATh pa3HOE MOBeAEHUE. JOMOIHUTENBbHYI0 MOIYJIb-
HOCTh TIpOTpamMMe IMOBEACHHUS MPHJIAET CIIOCOOHOCThH KIETOK TuddepeHunpo-
BaThCsA, TO €CTh B 3aBUCHMOCTH OT YCJIOBUI CTAHOBUTHCS KJIIETKAMHU WHOTO TUTIA.
JIto0oe mpaBuio, B COOTBETCTBHH C UMEIONIMMHUCS B TEHOTHIIE HHCTPYKIIHSIMH,
MOJKET BBITIOHSITHCS KJIETKAMU OJJHUX THIIOB M UTHOPUPOBATHCS OCTAIBHBIMHU.
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HccnenoBanue (GpeHOTUNIMYECKON peanu3aluy pa3HbIX T'€HOTUIIOB B JBY-
MepHO# Bepcun mporpaMMbl (Evo-Devo 2D) BEISBUIIO ClieNyrONIue CBOWCTBA,
XapakTepHbIE JJIs peabHbIX OHTOreHe30B (Mapkos, Mapkos, 2011):

1) I3nauanbHast CTOXaCTUYHOCTb, IIPUCYINAsi OHTOT€HE3Y 10 YMOTYAHHUION.

2) HeobxomumocTs nipucyTcTBus B [ PC cTabmau3npyomux KOHTYPOB, OC-
HOBAHHBIX Ha OTPUIATEIBHBIX 00paTHBIX cBI3IX (OOC), mis mpeooeHuUs CTO-
XaCTHMYHOCTHU U MOJTYUYCHHS YHOPSIOYEHHOro (DeHOTHIIA.

3) Onpenensiemasi HATUIUEM TaKUX KOHTYPOB SKBH(HUHAIBHOCTH MIIU TO-
MEXOYCTOWYUBOCTD (CIOCOOHOCTH KOMIICHCHPOBATh Pa3NYHbIC TIOMEXH, B TOM
YUCJIC MYTAIlHOHHBIC).

4) CriocoGHOCTh OHTOT€HE3a MPU CHJIBHBIX HAPYIICHUAX MTOPOXK/IaTh HOBBIE
MOpP(OIOrnyeckre CTPYKTYPhl, CHIBHO OTJIMYAIOIINECS OT «HOPMaIbHBIX», HO
[P ATOM HE MEHEE CIIOKHBIE U YHOPSIOYCHHBIE.

5) Cxonnble HEHOTUTTNYECKHE TPOSIBICHUS Y PA3HBIX MYy TaIIHMH.

6) KaHanu3upoBaHHOCTH HBOJIONHOHHBIX NpPeoOpa3oBaHUNl OHTOTEHE3a,
OTIPEIeIISIIOIIASCS] OTPAHHYCHHOCTBIO YHCIIa BO3MOKHBIX H3MEHEHHH (heHOTHTIa
MIPH MTPaKTUYECKH HEOTPAHWUUEHHOM YHCIIE BO3MOXHBIX MYTAIITHOHHBIX H3MEHE-
HUU TeHOTHUIA (CYIIECTBOBAHHE «KPEOIOBY).

7) Bo3aMokHOCTD AecTaOMIN3ai OHTOT€HE3a B Pe3yjIbraTe My Taluil.

8) Bo3MOXHOCTB MOSABIEHNUS HOBBIX IIPU3HAKOB CHayYaja B BUJIE PEIKUX aHO-
Majuil (HU3Kasi MEHeTPAaHTHOCTh MHOTUX MyTalluii).

9) I11efoTpOMHOCTh MYTAIIH, BIUSIONINX HA X0 PA3BUTHSL.

10) MopdoreneTnueckue Koppeasanuu (M3MEHEHUS OTHUX YacTel SMOpHoHa
ABTOMATHYECKU NMPUBOAT K ONPENEICHHBIM U3MEHEHHSIM IPYTHX €ro 4acTei,
YTO MOXKHO paccMaTpHUBaTh KaK MPOSBICHHE LEIOCTHOCTU Pa3BHUBAIOILETOCS
OpraHu3Ma).

PerynsipHast BOCIpOM3BOJMMOCTH 3TUX CBOMCTB B MO/IETH TIOKA3bIBAET, YTO
OHM, T10 BCEH BUAMMOCTH, SBIISIIOTCS CIEACTBUSAMH 3aJ0KEHHOTO B IPOTpaMMy
0a30BOT0 IPUHIUIIA, ONUCAHHOTO BBIIIE, U TIOTOMY HE TPeOYyIOT CIeLNaIbHbIX
o0wsicHenuit (Mapkos, Mapxkos, 2011).

3. TUIIbI CUMMETPUUN U CTPYKTVYPA I'PC

Tpexmepnas Bepcus nporpammsl (Evo-Devo 3D) nmo3BossieT MoaenupoBarth
OHTOT€HE3bl 00BEMHBIX OPTaHU3MOB C PA3TUYHBIMHU TUITAMH CUMMETPHH. MBI
WCTIOTh30BaJIM HOMEHKIJIATypy THIIOB cuMMeTpuu 1o B.H. bexnemutiey (1964).

AHaKCOHHASI CHMMETPHS, WU TIEPBUYHAS ACUMMETPHS (CHMMETPHS THIIA
0). [IpocTeIMM THIIOM MHOTOKJIETOUYHON OPraHU3alUHU SBIISETCS HEYNOPSIO-
YeHHOE CKOIUIeHHe KieTok. J{iis ero ¢opmupoBaHus He TpeOyeTcs crennaib-
HOW «IIporpamMMbl pa3BHTHsI». HeynopsijoueHHbIe CKOMIICHHSI OTYYaloTCsl ca-
MOTIPOU3BOJIBHO B PE3YJIHTATE XaOTHUCCKOTO AeTICHUS OacToMepoB (puc. la).

Codepuueckasi cummerpus (turn 1). Cheprueckasi CAMMETPHUST MOXKET pas-
BUTKCS U3 cuMMmeTpun tuma 0 6e3 ycrnoxkaerus ['PC (6e3 mobaBieHNs] HOBBIX

57



Puc. 1. AnakconHas, ceprudeckast 1 HEOnpeAeIeHHO MOIHAKCOHHAsI CHMMETPUS: ¢ — MOPY-
71a U3 32 KIETOK, MOy HaroIascs U3 3UT0THI OCie 5 KICTOYHBIX ACTCHHI; O, 6 — IapooOpa3HbIe
CKOIUTEeHMSI, oy datoruecs nocie 10 (6) u 12 nenenuii (6); e, 0 — HEOMPEIEICHHO TTOJINAKCOHHAS
CHMMETpHS, CONpsDKEHHAst ¢ TU(dEpEeHIINPOBKOI KIETOK: ¢ — YHOPSIOUYCHHOE PACIIONIOKEHHUE
OTPOCTKOB KOHTPOJIHMPYETCS OTPUIATEILHON 00paTHOM CBSI3bIO (334aTKH OTPOCTKOB BBIJIEIISIOT
BEIIECTBO, UHIHOMpYyoliee GOpMUPOBAHKE APYTHUX OTPOCTKOB MOOIH30CTH), 0 — yaanenune OOC
MPUBOJIUT K Pa3yNOPsIOYMBAHUIO (DEHOTHIIA.

WHCTPYKUUH B TEHOTHUIT) MYyTEM MPOCTOr0 YBEIMYEHHUS YHCIIa KJICTOYHBIX Jie-
neHui. Ecnu cpena, B KOTOPOM MJIET pa3BUTUE, H30TPOIIHA, MHOXKECTBO JIEJIsI-
IMIKXCS KJIETOK M0 MEpe POCTa MX YHCIa MPUOOpeTaeT Bce Oonee MpaBUIIbHYIO
cepraeckyro Gopmy (puc. 16, 8).

Heonpenenenno nonuakconHasi (MuHoroocesas) cummertpus (tun 1.1). [le-
pexon oT chepruuecKoil CMMMETPUH K HEOIPECICHHO MOIMAKCOHHON MpenIo-
JaraeT MosiBICHUE Ha CHEPUIECKOM TeJIe OCEBBIX CTPYKTYP, YTO COOTBETCTBYET
Hauany nuddepeHunpoBku kiaeTok. Knerounas nuddepeHinpoBka Bceria Tpe-
OyeT yclI0KHEeHUs IIporpaMMbl pa3BuTHsl. B mpumepe, noka3aHHOM Ha puc. le, B
TEHOTHI T00aBIEHBl HHCTPYKIINH, 3aCTABISIONINE YaCTh HeAUPPepeHITnPOBaH-
HBIX OJacToMepoB (kaeTky Tuna 0) mpeBpaTuThes B KISTKH TUMA | (3a4aTKu OT-
poctkoB). Kpome Toro, 1151 paBHOMEPHOT'O pacipenesieH s KIeTOK 1 1Mo moBepx-
HOCTH c(hepbl TpeOyeTcsa obaBIeHNe PEryIaTOPHOTO KOHTYPa, OCHOBAHHOTO Ha
OOC. B nanHom npumepe KiIeTKH 1 BBIIENII0T MOPPOTreH, HHTHOUPY IOLIHIA ITpe-
BpalleHue coceqHuX KieTok 0 B kieTku 1. [Io3ToMy OTpOCTKH BO3HUKAIOT Ha He-
KOTOPOM PacCTOSIHUM ApPyT OT Apyra. [eHotuI, peann3anus KOTOPOro nokaszaHa
Ha pHC. le, mpencTaBisieT co0oil ciaenyrommuii Habop WHCTPYKITHIA:
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Ecau mor knemxka muna 0, mo

Ecnu npotideno menee 10 oenenutl, mo nooeaucs, 8 NPOMUGHOM CAyYde eClu
KkoHyenmpayus eeujecmea A menvute (.02 u ecmv KOHMaKm co cpedotl, mo Hau-
HU bloensimb geujecmso A u cmanb Kiemkou muna 1.

Ecnu mot knemrxa muna 1, mo

Ecnu npoiioeno menee 14 oenenuil, mo nodenucs no epaduenmy sewjecmaa A.

OOC, ymnopsmounBaromas pacrojoKeHHe OTPOCTKOB, 3aKJIIOUeHa B WH-
CTPYKIIUU «ecau KoHyenmpayus eeujecmea A menvute 0.02». Ee ynanenue Beqet
K Je30praHu3auuu (GeHOTHIa: SMOPHOH MOKPHIBACTCS KOPKOW M3 XaOTHYECKH
pacronokeHHbIX KIeToK 1 (puc. 10). JlaHHBIH npuMep WILTIOCTPUPYET OOIIYI0
3aKOHOMEpHOCTh: ycnoxHenue ['PC tpebOyercs st mudepeHImpoBKY YacTeit
opraHW3Ma W ISl YIOpSAOoYUBaHUS (DEHOTHUIA (CHMKEHHS XaOTHYHOCTH), TO
€CTb JIJIS TIEPEeX0/ia «OT HEOIPEIETICHHOM, OECCBSI3HON OTHOPOIHOCTH K OTIpe/ie-
JICHHOH, CBSI3HOU pa3zHopomHocTh» 1o I. CnieHcepy (Spencer, 1864).

MonakconHnasi (oceBasi) cummeTpusi (Tun 2). Ot cummerpuu tuna 1.1
MOJKHO TIEPEUTH K OCEBOW CHMMETPUH, MPOCTO YMEHBIIIAsl YUCIIO PaJHAJIbHbBIX
CTPYKTYp. B paccmarpuBaeMoM MpHMEpE 3TOTO JIEIKO JOOUTHCS, yMEHBIIAas
rmapaMeTp, XapaKTepU3YIONMH YyBCTBUTEIBHOCTh MEXaHHM3Ma IpPEBpAIleHUS
kietok 0 B kieTku 1 k Mopdoreny, BeiaenseMomy kietkamu 1. MabiMu ciioBa-
Mmu, gocratouHo ycrmintbh OOC, KOHTPOIUPYHOIIYI0 (POPMUpPOBAHUE 3a4aTKOB
OTPOCTKOB. YCIIO)KHEHUS TPOrPaMMbl Pa3BUTHS IIPU 3TOM He npoucxonurt. [1o
Mepe YMEHbIIECHHUS JaHHOTO MapamMeTpa YUCI0 PaJUalbHbIX CTPYKTYDP YMEHb-
maetcs (puc. 2). IIpr 3ToM THUTT CHMMETPHH Ka4eCTBEHHO MEHSIETCS JTBAKIHI.
[lepBelii pa3 3TO IPOUCXOAUT, KOTJA YUCIO OTPOCTKOB COKpAILAETCs 10 ABYX. B
3TOT MOMEHT aBTOMAaTHYE€CKHU BO3PACTAET YIOPSJOYCHHOCTh PACTIONOKEHHUS OT-
POCTKOB: TeNeph OHH HEMTPEMEHHO PACIIOIararoTCsl B POTUBOIOIOKHBIX TTOTY-
mapusx, a mpu ganbueimem ycunenuun OOC nBa 0TPOCTKA OKA3bIBAIOTCS MPU-

0.000001
2.2

00oC 0.02
Cumm. 1.1

Puc. 2. YMeHblIleHHe YHCIIa paJdaIbHEIX CTPYKTYpP B pe3yJibTaTe yCHJICHHS OTPHIIATEINb-
HO# 0OpaTHOM CBSI3M, KOHTPONUPYIOLICH UX GpOpMHUPOBAaHHUE, BEACT K MEPEXOAY OT CHMMETPHU
tumna 1.1 k cummetpun Tuna 2.1 u 2.2. [log kaxAbIM OpraHU3MOM yKa3aHO MOPOTOBOE 3HAYCHHE
KOHIIEHTPAIIMHX BelecTBa A, P KOTOPOM HHTHOHpYeTCs (OpMUPOBaHKE 3a4aTKOB OTPOCTKOB,
U THII CHMMETPHH.
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YPOUEHHBIMHU K IPOTHUBOIOJIOKHBIM HON0caM. B pesynbrare cummeTpus Tuma
1.1 mpeBpaiaeTcs B MOHAKCOHHYI0 TOMOMOJISIPHYIO (TUT 2.1), XapaKkTepu3yo-
HIyIOocs HAJIMYUEM OJHOM OCH CHMETPHH U MEPHEeHIUKYISIPHON el MIIOCKOCTH
CUMMETpHH; Nodtoca uaeHTHuHbl. [lpn nansaelimem ycunenun OOC ocraercs
JIUITH OTUH OTPOCTOK, YTO COOTBETCTBYET APYTOl pa3HOBHUIHOCTH OCEBOM CHM-
METPUH — MOHAKCOHHOI reTeponoJsipHoi (Turr 2.2): eTMHCTBEHHAs OCh CHM-
METPHUH, TOJI0CA PA3TUIHBI.

[IpocTeiimuii ciocod GopMUpOBaHUS CUMMETPHUU 2.2 — MOSIBICHUE CAHH-
CTBEHHOH MONSPU3YIOIIEH CTPYKTYpHI (OpraHu3aTopa) B J000H TOUKE MOBEpX-
HOCTH ceprueckoro sMOproHa. ['paueHT KOHLEHTpauu MOp(doreHa, Bblje-
JIIEMOI0 OPraHu3aToOpOM, HMPUIAET MOJISIPHOCTh 3apoAblily. Takoil THUI CHUM-
METPUN XapaKTepeH IJIsl PaHHUX SMOPHOHOB JKMBOTHBIX, MOCKOJBKY 3UI0OTa
M3HAYaJIbHO MOJISIPU30BaHA 32 CUET HEPABHOMEPHOTO pacIipelesiCHHs JKeJITKa,
JHK, MPHK u npyrux BemectB. Ha ocHOBe Takoro moJsipu30BaHOTO 3MOPHO-
Ha HETPYIHO CMOJICIMPOBATH PAa3BUTHE PA3HOOOPAa3HBIX OPraHU3MOB C IaHHBIM
THUTIOM CHMMETPHH.

IIpu noGaBneHNN B TEHOTHUIT PEKYPCUBHOM (BO3BPATHOI) MHCTPYKITUHU Opra-
HH3M ¢ CAMMeTpHEeH 2.2 MOKET IPHOOPECTH, BI0OABOK K 3TOM CHMMETPHH, TaK-
K€ U 3JIEMEHTHI MeTaMepuu. Harpumep, eciu KoHLIEeBas KJIeTKa eIMHCTBEHHOTO
MpHJIaTKa CHOBA MIPEBPATUTCS B KJIETKY THIA 0, TO 3Ta KJIETKA, IPH COOTIOICHUH
OTIpeJICIEHHBIX YCIIOBUH, MOJKET aBTOMATHYECKH J1aTh HAYaJl0o BTOPOMY cepu-
YECKOMY MHOTOKJIETOYHOMY MOAYJIO, COeTUHEHHOMY C MEPBBIM. DTO OAMH U3
HECKOJIBKHX ITyTeH (GOopMUPOBAHUS METaMEPHH (CM. HITKE).

BunarepanbHas cumMmerpus (tun 3). Ilepexoa oT monasipu30BaHHOIO M-
OpuoHa ¢ cumMmeTpueil 2.2 Kk OuyaTepaibHOM CUMMETPHH TpeOyeT CO3AaHus
BTOPOT0 OpraHu3atropa (LeHTpa BbLAEJICHUS BTOPOTO MOJSIPU3YIOLIETO MOp-
¢orena), mpuueM MPOCTPAHCTBEHHAS! OPUCHTALINS T'PAJUCHTOB KOHIICHTPAIMH
IIBYX MOpP(OTEHOB HE JOKHA coBIManath (puc. 3). Eciau mepBeIii rpanueHT 3ama-
eT IepeiHe-3aqHIO0 IOJISIPHOCTh, TO BTOPOH — A0P30-BEHTPAIbHYIO. Y peajb-
HBIX OMJIaTepuil B «pa3MeTKe» SMOPHOHA BIIOIb NEPEAHEe-3aAHEH OCH BaXKHYIO
poiab urpatoT HOX-reHsl, a A0p30-BeHTpabHAS MOJSIPHOCTH Y MO3BOHOYHBIX
ompenensieTcs: paboToi «IMEeMaHOBCKOTO OpPraHU3aTOPay, BBIACISIONIETO J0p-
sanu3ytomuii pakrop chordin u apyrue mopdorens (De Robertis, 2009). Jpa
HECOBIAAIONINX T'PajIneHTa MOP(OTEHOB aBTOMATHYECKH 3a/1al0T OHJIaTepatb-
Hy10 cuMMeTpuio. K 3TuM rpagueHTaM HETPYIHO «IPUCTPOUTH» HPOrpaMmy
KJIeTouHOW nuddepeHITMpoBKU. B mpuMmepe, Moka3aHHOM Ha pHC. 3, KICTKH
MOAPA3IENSIOTCS Ha «TOJIOBHBIEY, CIIMHHBIE» U «OpromHbley. [locne nudde-
PEHLIMPOBKH KJETKM Ka)KJIOrO THIIA MOTYT CJIEOBAaTh COOCTBEHHOMY HabOpy
npaBui noseneHud. Tak B mporpamMmme Evo-Devo 3D M0O)KHO MOIYy4HTh pa3HOO-
OpasHble bunarepantbHO-CUMMETPUYHBIE POPMEI (pHC. 3).

TakuMm 0Opa3zom, JJIs Iepexoia 0T CHMMETpHH 2.2 K CHMMETPHH 3 0CTaTO4-
HO HEOOJIBIIOrO YCIIOAKHEHUS IPOrpaMMbl Pa3BUTHS: 10OABIEHUS BTOPOro opra-
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Bup cneBa Bup cnepegn

Bup czagm Bupa ceepxy Bua cHusy

Puc. 3. PasBuTHe OmiarepalbHO-CHMMETPHYHOTO OpraHm3Ma. Bepxy: ¢opmupoBanne
JBYX MOJSPU3YIOIUX OPraHU3aTOPOB M KIeTouHast AU (HEepeHIINPOBKA (CTPEIKAMU MTOKA3aHbI
rpajineHThl MOP(OreHOB, 3aJaolue NepeIHe-3aJHIO U JOP30-BeHTPAIbHYIO IMOJISIPHOCTD).
BHunzy: B3pocunstii penorum.

HHU3aTOpa, CO3/IAI0IIEro BTOPOH MOMAPU3YIOINN TpagreHT. OHAKO yCI0KHEHUE
MPOrpaMMBbl pa3BUTHS HEOOX0AUMO J1sl AU PEPEHIUPOBKHU KIIETOK, a TAKKE JJIS
CTaOMIIN3AIH HEYCTOMYHMBBIX (PEHOTUITHUYECKUX ITPU3HAKOB (CM. HIIKE).
bunarepanbHo-MeTamepHas cumMeTpus (tur 3.1). [Iporpamma Evo-Devo
3D mo3BoJIsSi€T MOAENIMPOBATH PAa3HbIE CIIOCOOBI pa3BUTHS METaMEpHUH, 1BA U3
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Puc. 4. JIBa cnoco0a pa3BUTHS METaMEPUH Y OUIIATEPATbHO-CHMMETPUYHOTO OPTaHU3Ma:
a — «49achl CETMEHTAINN, 6 — TIOCIIeA0BaTeIbHOEe (HOPMUPOBAHUE CETMEHTOB B 30HE pocTa. [lo-
SICHEHUS B TEKCTE.

KOTOPBIX IMoKa3aHbl Ha puc. 4. [lepBbiii crocod (puc. 4a) OCHOBaH Ha «4acax
CerMEeHTAIMM». MUKJINYSCKOM H3MEHEHUH KOHIIEHTPAIMKU MOp(OreHa, onpee-
JISFONIET0, B KAKOW M3 HECKOJIBKMX BO3MOXKHBIX THIIOB KJICTOK MTPEBPATSITCS He-
nudhepeHIIMPOBAHHbBIC KICTKH TYJIOBHINA, KOTJA 10 HUX JOWICST JABHIKYINASCT
criepe/iu Ha3aJl «BOJHA KJICTOYHON AUPPEPEHIUPOBKM (IIPEACTABISIONIAs CO-
0ol IOPOroBBIH YPOBEHb KOHIICHTpAIMU Apyroro MopgoreHa). Takol crocod
3aKJaJIKM METAMEPHBIX CTPYKTYP XapaKTEePeH JUIsl TO3BOHOYHBIX H HEKOTOPBIX

62



HacekoMBIX (Sarrazin et al., 2012). Bropoii crioco0, xapakTepHBIH A TOCTIap-
BaJIbHBIX CETMCHTOB MHOTHX YJICHHCTOHOTHUX M aHHENU] — GOpMUPOBAHUE HO-
BBIX CETMEHTOB I10 OJJHOMY B 30HE pOCTa Ha 3aJHeM KoHIle Tena (puc. 40). Jlns
TOT0, YTOOBI MEPEUTH OT METaMEPUHU C CYNPOTHUBHBIM PACIIOIIOKECHUEM MeTa-
MEpPHBIX CTPYKTYpP K CHMMETPHHU «CKOJIB3SILIETO OTPAXECHUs» (XapaKTEpHOH,
B YAaCTHOCTH, IIJIT MHOTHUX BEHIOOWOHTOB), J0cTaTo9HO ycriuTh OOC, wHTH-
OHMPYIONIYIO 3aKJIAJKy 3a4aTKOB METAMEPHBIX CTPYKTYP B OKPECTHOCTSAX YXKe
c(hopMupoOBaBIIErocs 3a4aTkKa.

4. CTABMJIN3NPYIOIIUE PEI'YJIATOPHBIE KOHTYPbI
U TIOMEXOYCTOMUYMBOCTH PASBUTU S

OIBIT MOJCTMPOBAHUS OHTOIEeHE30B B Iporpamme Evo-Devo 3D nmonTeepix-
JIaeT 3aKOHOMEPHOCTH, BBISIBICHHBIE paHee B Xoje paboThl ¢ Bepcuen 2D (cm.
pasnen 2). Tak, HEM30EKHO MPUCYTCTBYIOIIHUE B TOBEACHUU KaXKJOW KIIETKU
9IIEMEHTHI CITYYaiHOCTH, CKJIabIBasICh, IPUBOAST K HEYCTOHYMBOMY («HEoIpe-
JICTICHHOMY») (eHoTHuIy, eciid B ['PC, ynpaBisitomiux pa3BUTHEM, HET CIICIU-
AIBHBIX CTAOMJIM3UPYIONINX PETYISTOPHBIX KOHTYpPOB, ocHoBaHHBIE Ha OOC
(MapxoB, Mapkos, 2011). Hatpumep, heHOTHIT CErMEHTHPOBAHHOTO OpraHU3Ma
C MapHBIMH TpUaaTKaMu (puc. 46), OTHOCUTEIBHO YCTOWYUB Oyaronapst HajIu-
YUIO B €r0 TCHOTHUIIE MHOXKECTBA CTAOMIIM3HPY IOIINX UHCTPYKIUH, COCTABIISIO-
X B o60mei crnoxuoct 30 % «IporpaMMbl pa3BUTHUS». YJaJICHHUE 3THX HH-
CTPYKIUU MPUBOJIUT K JeCTaOUIN3alMH OHTOI'CHE3a: KHOPMaJIbHBII» (DEHOTHII
B 3TOM citydae (hopMUpyeTcs JINIIbh U3peaKa, Kak OHA U3 MHOTUX BO3MOXHBIX
Bapuanwuii (puc. 5).

Baxnetimel 0COOCHHOCTHIO CTAOMIU3UPYIOMUX KOHTYPOB, OCHOBAHHBIX
Ha OOC, siBAsieTCS UX YHHUBEPCAIBHOCTh, TO €CTh CIIOCOOHOCTh KOMIICHCHUPO-
BaTh Pa3HOOOpa3HbIC OTKIOHEHUS HE3aBUCUMO OT TOTO, KAKUMH MPHYUHAMH
OHH OBLLIM BBI3BAHEBI: CJ'Iy‘IafIHBIMH BapuanusiMu IMOBCIACHUS 3M6pI/IOHaJH)HBIX
KJIETOK, KOJIEOAaHUSIMH YCIIOBHI CPEbl MW TeHeTHYeCKuMHU MyTanuamu (Kod-
yaHOB, Cycio, 2006). Takum obpa3om, ynopsgounBanue (ctadmimmsanus) de-
HOTHIIA, TPOUCXOJISINEE B XO/I€ SBONFOINH 10T JCHCTBHEM CTAOMIN3HPYIOIIETO
0oTOOpa MyTEeM BKIIOYCHHS B TEHETHUYECKYIO «IIPOTPAMMY DPa3BUTHUS» HOBBIX
PEryJISITOPHBIX KOHTYPOB, aBTOMaTUYECKH MTOBBIIIAET YCTOMYUBOCTb HE TOJIBKO
K ImoMexam, MopoxIacMbIM KOHeGaHI/IﬂMI/I YCJ'IOBI/Iﬁ Cpeabl 1 MPUCYHIUMHU JITO-
OOMy OHTOTEHE3Y 3JIeMEHTAMH CIyYailHOCTH, HO M K TIOMeXaM, MOPOKIAEMBbIM
MyTanusMu. VIHBIME clloBamMU, CTaOMIU3UPYIOMHA OTOOp B TEHIEHIIUU JOJ-
JKEH BECTH K CHID)KEHUIO TICHETPAHTHOCTH (TIPOSIBIISIEMOCTH B (DEHOTHIIC) TIOTEH-
[[UAJILHO BPEIHBIX MYTAIIHH.

[MpoumtrocTpupyeM 3TO Ha MPUMEPE PACCMOTPEHHOTO BBIIIE CETMEHTHUPO-
BaHHOTO opranusma (puc. 6). cxomHo y 3TOro opranusmMa B 3a4aTKH KOHEUHO-
CTEH MOTYT IPEBPAIATHCS TOJBKO KIETKU OHOTO U3 THIIOB (KJIETKH OPIOIIHOTO
smuTeNHs). 3aKiiagka KOHEYHOCTEH CHIIBHO «3apeTyIMPOBaHay. OHa KOHTPOIH-
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Puc. 5. Crabunuzamnus GpeHornna myTeM J00aBICHUS B «IIPOrpaMMy Pa3BHTHUS» JIOMOTHU-
TEJIBHBIX PEryJIATOPHBIX KOHTYPOB, 0OcHOBaHHBIX Ha OOC: ¢ — HeCcTaOUIbHBII (EHOTHII, TeHEPH-
PYEMBIH POCTHIM TEHOTHIIOM C MaJIBIM YHCIOM CTAOMITH3UPYIOIINX PETryJISTOPHBIX KOHTYPOB,;
6 — cTaOUIM3MPOBAHHBIN (HDEHOTHUII, MONYYCHHBIH U3 (@) TyTeM T00aBICHIS PETYIISATOPHBIX KOH-
TypoB, ocHOBaHHBIX Ha OOC, 4TO MpUBETO K YBEIMUCHHUIO (YCIOKHEHHIO) IIPOrPAMMBI pas-
BUTHSI» B IIOJITOpA pasa.

pyeTcss KOHIEHTpANUSIMU ISTH MOphoreHoB. IMEHHO MOATOMY KOHEYHOCTH
pacronararmTcs yHopsIo4eHHO: TOCErMEHTHO, BJIOJIb BEPXHETO Kpasi OPIOIIHO-
T'0 SIUTENHS, TJIE OH CMBIKACTCSI CO CIMHHBIM (pHuc. 6a).

BHeceM B 3TOT reHOTHIT MYTaIlHIO, KOTOPAs MO3BOJISIET 3a4aTKaM KOHEUHO-
cTeit GOpMHUPOBATHCS M3 KIETOK JIFOOOr0 THIMA (2 HE TOJIBKO M3 KIETOK OpIOII-
Horo snuTtenus). Ha ypoBHe mporpaMMUpOBaHUs Takas MYTAlHs CBOJUTCS K
MIEPEHECEHUI0 UHCTPYKIUU JIJIsT (JOPMUPOBAHMS 3a4aTKOB KOHEUHOCTEH U3 TOJI-
MPOrPaMMBbI, BBITIOJHSIEMOW TOJIBKO KJIETKAMHU OPIOLIHOTO 3MUTEIHUs, B OOy IO
YacTh MPOrPaMMbl Pa3BUTHS, BBIMOJHICMYI BCEMHU KJIeTKaMH. MOXHO ObLIO
OBI MIPEONI0KUTD, YTO JJAHHAS MYTAIlUs MPUBEICT K PaIUKaIbHOMY H3MEHE-
HUIO (PeHOTHUIIA: HATIPUMED, K BBIPACTAHUIO KOHEYHOCTEH 110 BCeMy Teny. DToro,
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Puc. 6. Crabunuzauus (yrnopsigounBanue) GEeHOTHIIA HOBBIIIAET YCTOHUYNBOCTD K MyTallH-
SIM: @ — UCXOIHBIM YHOPSJOUYCHHBIN (EHOTHUIT; 3aKJIaJka KOHEYHOCTEH KOHTPOJIMPYETCsl KOH-
LEHTPALMSIMH ISATH MOP(HOTrEeHOB; TOJIBKO KJICTKH OPIOIIHOTO SMUTEIHS MOTYT MPEBPaIaThCs
B KJIETKH — 3a4aTKU KOHEYHOCTEH; MapHbIe MPUAATKNA PACIIOIOKEHBI ITOCETMEHTHO Ha Opromi-
HOHU CTOpOHE, BJIOJb IPAHUIBI CO CIIUHHBIM SHUTEINEM; 6 — MYTalHs, B Pe3yJIbTaTe KOTOPOH
B KJIETKH — 3a4aTKH KOHEYHOCTEH MOTY T IPEBPAIIAThCS KICTKH JII000T0 THIIA, TPUBOAUT JIUIIb K
HeOOJIBIIOMY U3MEHEHHIO (peHOTHIIA (KOHEYHOCTH PACTYT HE TOJIBKO MO OOKaM, HO U Ha CIIHHE);
6 — MEHee YIOpPSAJIOYECHHBIN (PEHOTHII; 3aKJaJKa KOHEYHOCTSH KOHTPOIHMPYETCS KOHIEHTpA-
UMM JIMIIB ABYX MOP(OTrEHOB; TONBKO KJIETKHM OPIOIIHOTO SMMTENUS MOT'YT HPEeBpalaThCs
B KJIETKHM — 3a4aTK¥ KOHEYHOCTEH; MapHbIe NMPHUIATKH PACIHOJIOKEHBI Ha OPIOLIHOW CTOpOHE;
2 — Ta K€ MyTalus MPHUBOJUT K 3HAYHTEIBHOMY M3MEHEHHUIO (eHOTHINA (KOHEYHOCTH PaCTyT
0 BCEMY TeJly, BKJIIOUast TOJIOBY; U3MEHEHBI pa3Mepsl U popMa KOHEYHOCTEH).

OJTHAKO, HE MIPOUCXOJIUT: JUIIHIEC KOHEYHOCTH BBIPACTAIOT TOJIBKO HA CIIMHHOM
cTopoHe TyjoBHIna (puc. 60). [IpuunHa B TOM, 4TO 3aKiIagKka KOHEYHOCTEH 3a-
BUCHUT OT KOM6I/IHaHI/II/I MHOTI'uX yCJIOBI/IfI, KOTOPBIC HE BBIINIOJIHAIOTCA B JPYyTUX
JacTAX opraHu3Ma (Hampumep, Ha royiose). [loaTomy heHOTHITIIEeCKOe TIPOSIB-
JICHNE MYTalliH OKa3bIBa€TCS OTHOCUTEINHHO CIIA0bIM.

Onnako 3 QexT qaHHOW MYTalll MHOTOKPATHO YCHIJIMTCS, €CIIU OHa IPOo-
W30HJIET Y OpraHu3Ma C yIpOIICHHOW MPOrpaMMOM 3aKIaJIku KOHEUHOCTEH (M,
COOTBETCTBEHHO, MEHEE CTaOHJIBHBIM HX pacrojiokeHuem). Hampumep, ecnu
JIECTaOMIIN3UPOBATh 3aKJIaJIKy KOHEYHOCTEH, YAaIUB TPU PEryIsTOPHBIX KOH-
Typa U3 TATH (I OCTaBUB 3aBUCHMOCTH JIUIIH OT ABYX MOP(OTCHOB), IOy THUM
(heHOTHII, TOKa3aHHBIN Ha pUC. 68. Y 3TOTO OpraHu3Ma, Kak U Yy UCXOJHOTO, KO-
HEYHOCTHU PaCTyT TOJHKO Ha OPIONIHOW CTOPOHE TYJIOBHINA, HO PACIIOJIOKEHBI
MEHee YIOpsA0UYEHHO.

Ecam BHECTH B reHOTHUI 3TOTO OpraHu3sMa TaKyr K€ MyTalluto, KaK B IIpe-
JBIAYIIEM cilydae (T03BOJIMB 3aUuaTKaM KOHSUHOCTEH (hOPMHUPOBATHCS U3 KJICTOK
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M000r0 THMA), TO (PEHOTHITHYECKOE MPOSBICHUE dTOW MYyTaIlMH OKa3bIBAETCS
3HAYUTENBHO Oosiee CUIBHBIM (pHc. 62). KoHeuHOCTH Temeph JIeHCTBUTEIBHO
BBIPACTAIOT 110 BCEMY Telly, BKJIFouasi rojioBy. KpoMe Toro, MeHsieTcst pa3mep u
(hopMa KOHEUHOCTEH (OHU CTAHOBSITCS 0O0JIeE TOJICTBIMK U HEPOBHBIMH, a HX JIJTU-
Ha BapbUPYET: HA I'OJIOBE OHHM KOpOdYEe, YeM Ha TyJIoBHIIE). [I[pudyrHa B TOM, 4TO
B pe3yJbTaTe YIPOIICHHS MPOrpaMMbl Pa3BUTHSI YCIOBHS, HEOOXOMUMBIE IS
3aKJIaJKi KOHECYHOCTEH, BBIMOIHSIIOTCS TEMeph BO MHOTHX YacTAX OpraHu3Ma,
BKJIFOUAsl ¥ CAMU Pa3BUBAOIIUECS KOHEUHOCTH (ITUM OOBSCHSETCS UX YTOIIIIE-
Hue). JlaHHBIN TpUMEp TIOKA3bIBAET, YTO POCT YIOPSIOUCHHOCTH ¥ CTA0MIIBHOCTH
¢deHoTHIIA, TPEOYIOIIUN YCIIOKHEHHUS POrPAaMMbI PA3BUTHS, MOXKET aBTOMATH-
YECKH MOBBIIIATh YCTOMYMBOCTD K Pa3JIMUHBIM BHEIIHUM W BHYTPEHHUM IOME-
XaM, B TOM YHCJIe K TIOTCHIIMAIBHO BPETHBIM MYTAIMSIM. DTO, B CBOIO OUepEb,
JIOJDKHO CITOCOOCTBOBAThH HAKOIUICHUIO CKPHITON MEHETHYECKONW H3MEHUHBOCTH,
YTO TIOBBIMIACT BOJIONUOHHYIO MJIACTHYHOCTh U MPUCTIOCOOIISIEMOCTD, OTKPBI-
Basi BOBMOXHOCTH JIJIsI BRIpaOOTKY HOBBIX anantanuii (Hayden et al., 2011).

5. BAKJITOUEHUE

[lonyueHHble pe3yabTaThl YKa3bIBalOT HA OTCYTCTBHE YETKOH KOppeasLun
MEXy THIIOM CUMMETPUHU U cloxHOCThIO ['PC, HeoOXoaumbIx s ero ¢op-
mupoBaHus. Chepruueckas cummetpus (1) He TpeOyeT crennanu3upOBaHHBIX
I'PC u GopMupyeTcst caMOIIpOU3BOJIEHO MPH JICJICHHUH KJIETOK B U30TPOITHBIX
yenoBusix. Heonpenenenno-nonuakconnas cummerpusi (1.1) dopmupyercs u3
(1) mpu MOSAIBICHUHN paguaIbHBIX CTPYKTYpP (Halmpumep, OTPOCTKOB), PaCIoiio-
JKEHUE KOTOPBIX KOHTposmpyercs nmpocreimeir OOC (KIeTKHA CTPYKTYpHI BbI-
JeNAI0T MOp(OreH, HHIMOMPYIOINK 3aKJIaJKy TaKuX K€ CTPYKTYp MoOiIn30-
ctH). MonakcoHHasi romonossipHasi (2.1) u rereponosnsipHas (2.2) CHMMETPHH
nojry4aroTcs u3 (1.1) 6e3 yCIIoKHEeHH s TPOrpaMMbl Pa3BUTHS 32 CUET U3MCHEHU S
napameTpoB OOC. B ciyuae (2.2) sMOproH niproOpeTaeT moIsIpru3aInio, 3a1a-
BAaEMYI0 IpaIuCHTOM MOP(OreHa, YTO COOTBETCTBYET PAHHUM CTaIUSM 3MOpH-
oreHesa XMBOTHBIX. [yt mepexona ot (2.2) k OunarepaibHOW CUMMETPHH He-
00XOAMMO TOSIBIIGHUE BTOPOTO MOJISPU3YIOLIETO IPaJUCHTa, HE COBIIAAAIOLICTO
C TIEPBBIM (UTO Ha TEHHOM YPOBHE MOXKET OBITh JOCTHUTHYTO, HAIPHUMED, My TeM
JIyTUIMKAIIMHA TeHOB, OTBETCTBEHHBIX 32 (POpMUPOBAHUE NIEPBUYHOTO T'PaIUCH-
ta). [lepexox oT OunaTepasbHO-METAMEPHOTO TJIaHA CTPOCHHS K CUMMETPHHU
CKOIIB3SIIIIETO OTPAXKEHUS OCTHTaeTCs n3MeHeHneM mapamerpoB OOC 6e3 yc-
JIO)KHEHUS TIPOrpaMMBbl pa3BUTHS. TakuM 00pa3oM, 3BOJIIOLIMOHHBIE TEPEXOIbI
OT «HHU3LINX» TUIIOB CHMMETPHUHU K «BBICIIUM» MOTYT MPOUCXOAUTH O€3 paau-
KaJIBHOT'O YCJIO)KHEHU S ITPOTpaMMBbl pa3BUTHSL.

OKCIIepUMEHTHl TI0 MOJEIMPOBAHUIO OHTOT€HE3a TPEXMEPHBIX OpraHu3-
MOB B mporpamme Evo-Devo 3D momseparutyi BEIBOIBI, CACTAHHBIC paHee B
xoie paboTHI ¢ IBYMEpHOi# Bepcueit mporpammel (Mapkos, Mapkos, 2011). Ilo-
BUIMMOMY, CJICACTBUSMHU TJABHOTO MPHHLIMIIA OHTOI'CHE3a MHOTOKJIETOYHBIX
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SBIISIOTCS TaKWe €r0 CBOMCTBA, KaK HEOOXoMUMOCTh ctadmimm3upypmux OOC
JIIsL TIOAABJICHUSI CTOXACTUKHU M YIOPSIOYMBaHUs (DEHOTHIA; YHUBEPCAIBHBIN
XapakTep CTaOUIU3UPYIOIIUX PETYISATOPHBIX KOHTYPOB U BBITCKAIOIIAs U3 HETO
MOMEXO0YCTOWUYNBOCTh (IKBU(PHHAIBHOCTH) OHTOTCHE3a. PoCT momexoycToiyu-
BOCTH OHTOT€HE3a 3a CYEeT Pa3BUTHSA JOMOJHUTEIBHBIX CTAOMIN3HPYIONINX
KOHTYPOB aBTOMATHYECKHU MOBBIIIAET YCTOMYMBOCTb K NOTEHIIMATIBHO BPEIHBIM
MYTaIUSIM,CHUKasl WX TICHETPAHTHOCTh U CITOCOOCTBYS HAKOIJICHUIO CKPBITOM
U3MEHUYUBOCTH.

Yenoxuenne ['PC HeoOXonuMo AJist KIeTOUYHOH TUQQEepeHIIMPOBKH, a TaK-
JKe sl CTaOMiIM3aluy ¥ yIopsiiounBaHus (peHoTHIa, TO eCTh A Mepexona
«OT HEOIPEICICHHON OSCCBI3HOM OAHOPOAHOCTH K OMPECIICHHON CBSI3HOM pa3-
HOPOTHOCTHY». BBIBOI 0 TOM, 9TO cTabmiIu3amus peHoTHIa (COOTBETCTBYIOMIAS
MEPEXOAY OT HEOIPENEICHHOTO COCTOSHUA K OTpeIelIeHHOMY) TpeOyeT yCIIox-
nenust I'PC, cozByuen nunesim UL.U. IlImansraysena (1968) o cozuaarenbHOM ponu
crabuiusupytomero oroopa. [lo-BugumMomy, HMEHHO 0TOOp Ha CTAOMIJIN3ALHIO
(eHoTHNa TO0MKEH MPUBOAUTH K PyHIaAMEHTAIBHOMY YCIOKHEHUIO TeHeTHYe-
CKOM MpOorpaMMBbl pa3BUTHs, CIOCOOCTBYSI (POPMUPOBAHHUIO HOBBIX KOMIIOHEH-
ToB ['PC — perymsaTopHBIX KOHTYPOB, TOBBIMIAIONINX ITOMEXOYCTOWUYHBOCTH
pa3BUTUS. DTO OTKPHIBAET HOBBIC BO3MOXHOCTH JJIsl aIallTUBHOM 3BOJIIOIUH,
MOCKOJIbKY, C OJJHOH CTOPOHBI, IOMEXOYCTOMYHUBOCTh CIIOCOOCTBYET HAaKOILIe-
HUIO CKPBITON M3MEHYMBOCTH, YTO TOBBIIIAET SBOJIIOIMOHHYIO MIACTUYHOCTD,
¢ Apyro# — Kaxx b1 HOoBBIN deMeHT ['PC B manmbHENIIIEM MOXET CTaTh OCHOBOM
JUTsl DEHOTUITUYECKHUX HOBIIECTB Onarofapsi AyTIUIMKALKSIM, IEPEHOCaM B JIpY-
TOi TeHETHYECKHH KOHTEKCT FJIM WHBIM MOAM(DHUKAIHIM.
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COMPUTER MODELING OF ONTOGENY OF ORGANISMS
WITH DIFFERENT KINDS OF SYMMETRY

© 2013 M.A. Markov, A.V. Markov

The ontogeny of multicellular organisms is based on self-assembly of ordered struc-
tures due to coherent behaviour of cells, each of which is basically “programmed” in
the same way. All embryonic cells follow the same set of rules encoded in the structure
of gene regulatory networks (GRNs), which in its turn is encoded in the genome. This
principle was laid in the foundation of the computer program ‘Evo-Devo’ designed by us
for modeling the ontogeny of multicellular organisms. Modeling revealed the absence of
unambiguous correlation between the type of symmetry of the organism and the com-
plexity of GRNs that are needed to produce such symmetry. Evolutionary transition
from simpler kinds of symmetry to more complex ones does not necessarily require
more complex developmental programs.

However, the complexity of GRNs should increase in order to make the phenotype
more robust, stable and ordered. This conclusion is cocordant with I.I. Schmalhausen’s
ideas concerning the formative role of stabilizing selection. Selection for more robust
phenotype results in the development of additional regulatory mechanisms based on
negative feedback, a process that necessarily implies the increase in complexity of the
genetic developmental program. New elements of GRNS, in their turn, open new paths
for evolutionary change.

Keywords: modeling, morphogenesis, evolution, symmetry, gene regulatory net-
works, stabilizing selection, complexity.
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