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Cratnyeckuii aHajiM3 MopdoMeTpur JUYMHOK TMOCTIMOPUOHAIBHBIX CTaIuil Pa3BUTHUS OCTPOMOPION
JISITYIITKY TTO3BOJIMJT OLIEHUTh CTENEeHb U XapaKTep KOPPEISIIIMOHHBIX CBS3€i pa3BUBAIOIIMXCS CTPYKTYP.
PaccMmaTpuBasi Koppenisiliiio, KakK TMPOSIBJIEHME MHOXECTBEHHBIX (DU3MOJOTMYECKUX B3aMMOACHCTBUM
MEXIy pa3BUBAIOIIMMMCS CTPYKTYpaMH, MbI TTOKa3ajv, YTO HauboJiee BEPOSITHBIM SIBJISIETCS CLIEHAPUIA
Pa3BUTUSI CTPYKTYP JMUMHOK KaK LEJOCTHOTO TMpoliecca COMPOBOXKIAIOUIErocsl BO3pacTaHUEM JOJIU
HEe3HAYUTETbHBIX KOPPESITUBHBIX CBSA3El TTPY BO3pACTaHWM OOIIeTO Ynciia CTpyKTyp. [1pu aTOM BO BpeMst
KPUTHUYECKUX TIEPUONIOB Pa3BUTHUsI HAOIIOAAETCsl YBEIWYEHUE O 0oJiee CUJIBHBIX KOPPEISIIIMOHHBIX
B3aMMOJIECTBUI MEXITy CTPYKTYpaMH, Ybe (hOpMUpOBaHNE TMTPOUCXOIUT Ha 3TOM 3Tare pa3BUTUSI.
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B TeueHue aMOproreHe3a BceX IMTO3BOHOUYHBIX KM~
BOTHBIX €CTh TTIEpUOIbI MOP(POJOTMIYECKOTO MOIO0OUSI.
B paborax XX Beka aBTOpPbl COBPEMEHHBIX KOHIIEI-
LM CTpeMsITCSl Ha3BaTh MOMOOHBIE IEPUOIbI KakK
“Korpergrundestalt” (Seidel, 1960), “dunaeTnyeckue
craguu” (Cohen, 1977), cranum “300TUIa/HUITOTH-
na” (Slack et al., 1993), “bwioTunuyeckuii nepuon”
(Sander, 1983; Richardson, 1995), “kpuTtndeckuii me-
puon” (Csemnos, 1978) wimm “y310Bble CcTagum’”
(Jopdman, Yepmannen, 1977). deMoHcTpupyeTcs
cuHxpoHu3aius 3kcnpeccun HOX — reHoB ¢ duso-
TUnIMYecKuMu ctaausmu (Slack et al., 1993), npeumy-
[IIeCTBEHHOE BOBHUKHOBEHIE aHOMAJIMI pa3BUTHS Ha
STHX CTaAUsIX U COKpaIleHre MOPMOTOTMIeCKOM 13-
MEHYHMBOCTH, IO CPABHEHUIO C TIPESAIICCTBYIOIIUMU 1
TTOCTICAYIOIIMU CTamusIMK pa3BUTHA. 11 0ObsICHE-
HUS 3TOTO SIBJICHUS, OBLTH TIPEITOXESHBI MOIEIIN TIe-
COYHBIX yacoB “houn-glass model” (Raff et al., 1991;
Raff, 1996) wmm “phylotipic egg-timer” wMomeb
(Duboule, 1994). Onnako 6oJjee aeTaabHbIe UCCIIEI0-

! Mpennaraemast cTaTbst SIBSIETCS TPEThEH YaCTbIO CEPUM CTATEIA.
Yactb 1 nocesiiieHa U3y4eHUI0 KPUTUIECKUX MEPUOJOB B OM-
OpuoreHe3e OCTPOMOPION JISITYIIKM Ha OCHOBE aHajiu3a 00-
LIMX pa3MepoB 3apojiblllia, a YacTh 2 — Ha OCHOBE XapaKTepu-
CTHK TOJIOBHBIX CTPYKTYP.

BaHUs MOKAa3aJli HECOOTBETCTBUE TEOPUU MECOYHBIX
yacoB (Bininda-Emonds et al., 2003).

B Hacrosiiiee BpeMsl pacCMaTpUBAIOTCS TPU 3BO-
JIIOOWOHHBIC TUITOTE3bI, O613HCHH]OL[1[/I€ BO3HUKHOBEC-
HH€E TaKUX MepPHOJIOB B Pa3BUTHU: a) CydaiiHbIC ITPO-
LIECCHI, 0) SIMUTeHETUYECKIE MPOLIECCHI U B) TIPOLIECCHI
eCcTecTBeHHOro otoopa. Kaxnas 13 aTUX TUIIOTe3 MMe-
€T CBO€ OOBSICHEHUE BIUSHUS TEHETUUECKOM 1 CPeIo-
BOM M3MEHYMBOCTU B (POPMUPOBAHUN (PMITIOTUITNIE-
ckoit ctagun. Tak, William (1992) cuurai, 94To momo-
Oue paHHUX CTaauii SMOPMOHAIBHOIO Pa3BUTHUS
MOSIBIISIETCSI KaK IMIPOIYKT COBMECTHOTO ASHCTBUS Ha-
MpaBJIECHHOIO/IUBEPreHTHOIO OTOOpa Ha ITO3MHUX
CTaaUsIX, a COOCTBEHHO (DUIOTUITUYECKUE CTaIUN BO3-
HUKAIOT He IOoJ JSHCTBMEM OTOOpa, a B pe3yJibTare
yBeJU4YeHUsT (heHOTUITMYECKON W3MEHUYMBOCTU CBSI-
3aHHOI C YBEJIMYECHMEM KOMILIEKCHOCTU pPa3BUBAaIO-
mierocs 3apozapia. Kirschner u Gerhart (1998) pac-
CMaTpUBaJI1 BO3HMKHOBEHME (DIIOTUIIMYECKUX CTa-
INA KaK pe3yjbTaT OEWCTBUSI CTaOMIM3UPYIOIIETo
0oTOOpa, CO3JaIIeTo IUIaTOpMy IS SBOIIOLMOH-
HOM cTaOMIBHOCTH opraHmsMma. I[Ipu sToM neiicTBre
cTabuin3upyloneit GopMbl €CTECTBEHHOIO 0TOOpa U
SIUIeHETUYECKUE IIPOLECChl HE MWCKIIOYaloT Jpyr
JIpyTa, MOCKOJbKY U3MEHYMBOCTh (heHOTUTIA SIBJISIETCSI
CJICICTBUEM JNEUCTBUS alAUTUBHON r€HETUIECKOM 13-
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MEHUYMBOCTU, BO3IEMCTBUS OKPYXKAIOIICH Cpeabl M
SIMNUTCHETUYECKOT'O BSaMMOﬂeﬁCTBMH.

HNnes snureHetndeckoro addekra mpuaaHus
¢dopMbl pa3BUBaIOIIEMYCSI SMOPUOHY TPUHAIIEKUT
Iexcnu (1942) u pasButa YoaunrroHoMm (Waddington,
1953, 1956). B coBpeMeHHOI1 TPAaKTOBKE 3TOM KOH-
LHEeNMU QUIOTUIIMYECKUN Teproa TMOSBISIeTCS KakK
pe3yJbTaT B3auMOAEHCTBUIM MeX Ty KJIETKaMU, TKaHSI -
MU, Pa3BUBAIOIIMMUCS OpraHaMmu, MO3TOMY U3MEHEe-
HUS B OTHOM 3JIEMEHTE BeAYyT K U3MEHEHUSIM MHOTUX
B3aMMOAEUCTBYIONINX CTPYKTYp 1 (yHkimit (Horder,
2006, 2008). Bce cragnu pa3BUTUS ITOTEHIIMATBHO OT-
KPBITHI U151 9BOJTIOLIMOHHbBIX IMPeoOpa3oBaHuii, HO MO-
CKOJIbKY DBIIMTe€HETUYEeCKHE B3aUMOAECWCTBUS Tak
dbyHAaMeHTalbHbI, paHHUE 3BOJIIOLIMOHHBIE CTaJAuU
Tak ctabmibpHbI (Horder, 2006). IpeamonaraeTcs, 94To
deHoTunMuyeckasi UBAMEHUYUBOCTb CHUXKAeTCsl Ha (hu-
JIOTUTTMYECKOM CTaAMU U YTO TEHOTUITMYECKAs U3MEH -
YUBOCTb YBEJIUUMBACTCS C YBEJIUYECHUEM YMCJIa TeH-
HBIX B3aUMOIEUCTBUIA.

AJIBTEpHAaTUBHOE OOBSICHEHHE 3TOrO: pPa3BUTHE
MOXET OBITh TaK UBMEHUYMBO, YTO KOMOMHMPYETCS U3
HEKOTOpOro KoJIM4ecTBa OTAeabHbIX Monyieii (Raff,
1996; Wagner, Misof, 1993; Wagner, 1996). Monynb-
HOCTh MOKET OBITh OITMCaHa KaK IPYIIIIOBasi XapaKTe-
pUCTHKA IIPOIliecCa MMEIOIIET0 CTPOIroe B3aMMOICii-
CTBUE €€ COCTABJISIIOIIMNX 10 CPAaBHEHUIO C XapaKTepu-
CTUKaMU 3a IpeAcjaMu Moayasi. Moayad MOryT
OXBaThIBaTh Pa3HbIC YPOBHU pa3BUTUS. MOIyJIM MOTYT
OBITh HE3aBUCHUMBI OT JPYTUX MOIYJEHA M MOTYT
YCKOPSIThCSI MJIM 3aIla3abIiBaTh, UJIU ObITH CMEIIIEHEI BO
BpPEMEHM WJIW B IPOCTPAHCTBE OTHOCUTEIBHO APYT
npyra. U3aMeHeHUsT B OMTHOM MOMYJIe MOXET IIPOMCX0-
JIUTHh HE3aBUCUMO OT U3MEHEHU B IPYTUX MOIYJISIX.

IMpenpiayiiye Halu UCCAeAOBaHUS, TMOCBSIIEH-
Hble U3YyYEHUIO Y3JIOBbIX CTAAWUI pa3BUTUSI, MTO3BOJIM-
JIU BBIAEIWUTH TPU TIpyImbl npusHakoB (CeBeplosa,
Cesepuos, 2011; 2012). IlpuHamiexkHOCTh MPU3HAKa
K OQHOM M3 TPYMIT OINpeAeIsiiach XapaKTepoM UX W3-
MEHUYMBOCTU U KoppehaupoBaHHocTU. [loa Koppenn-
POBaHHOCTbIO Mbl MOHUMAJIM B3aMMO3aBHCUMOCTh
pPa3BUBAIOIIUXCS CTPYKTYP 3apOjbillia, BbIpaxkaeMylo
MaTeMaTU4YeCKM ITIOCPEACTBOM KO3 @PUIIMEHTa KOp-
pensiunu CniupmeHa. [pu 3HaueHUsIX KoadpuliueHTa
6ospire 0.6 KOppesIiisl CYUTAIACh YCIOBHO BBICO-
koii. I1pu 3HayeHuu B nuana3oHe ot 0.6 10 0.4 — cpex-
Hel, a mpu 3HadeHun MeHee 0.4 — cmaboii. B cocras
TEePBO IPYIIbl OTHECEHBI TPU3HAKU, XapaKTepU3yI0-
ILIMEe POCTOBBIE MPOLIECCHI B Pa3BUTUM: OOIIasl IJIMHA
mmunHKY (Lo), nrHa ee Tena (Lb) 1 XBOCTOBOI Ij1a-
ctuHbI (LX), mmprHa XBocToBOM I1acTuHbI (Wx). Ko
BTOpOi1, — mmpuHa (Wg) u anuHa ronossl (DIg), niu-
Ha mopnbl (D/) u mumpuHa poroBoit npucocku (W).
OTU NPU3HAKU pacCMaTPUBAIMCh HAMM KaK XapakKTe-
PUCTUKU TpoleccoB AuddepeHIMalui TOJOBHbBIX
cTpykTyp. K Tperbeit Tpyrie oTHeceHbl NMPU3HAKU:
5 OHTOTEHE3 Ne 5
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BbicoTa Mmopasl ( Vis), BeicoTa potoBoii mpucocku (H) u
IIMPHUHA POTOBOTO OTBepCTUs (R), a TaK XK€ paccTosi-
HUe MEXIy 3paukaMH 1J1a3 (eye). Jist 3TUX TPU3HAKOB
He ObUIM BbIJEJIEHbI Y3JI0BblE CTaIWM Ha UCCIeA0BaH-
HOM TIPOMEXYTKE pa3BUTHSI.

Llenbio gaHHOTO MCCAeIOBaHUS ObIIO TTPOBEICHIIE
OLIECHKW KOPPEIMPOBAHHOCTU Pa3BUTUSI TOJOBACTU-
KOB CO CTaJiM XBOCTOBOM IMOYKHM IO CTagUU MOYKHU
3aHEl KOHEYHOCTU. [lJIs1 BBITIOJTHEHUSI 3TOMN LEIu
ObLTa IOCTaBJIEHO HECKOILKO 3ana4: 1. OLeHUTh Kop-
PEeISIMOHHbBIE B3aMMOIEHCTBUS MEXTy MPU3HAKAMH,
XapaKTEPU3YIOLIMMI OCHOBHBIE ITPOLIECCH pa3BUBa-
forerocst 3apoapiia. 2. I[IpoBecTd OLIEHKY BO3MOX-
HOI MOAY/ILHOCTU Pa3BUTUSL.

MATEPHAJIBI 1 METOIbI

HccnenoBanne IpOBOOWIIOCH Ha IIOCT3MOpPHO-
HaJIbHBIX CTAIUSIX Pa3BUTUSI OCTPOMOPAON JISATYIIKA
Rana arvalis Nills., coOpaHHBIX Ha HYJCBOW CTaguu
Pa3BUTHS U3 BOZOEMOB ABYX pailoHOB ropoaa MoCKBEI
M 13 TIOIMOCKOBHOTO BogoeMa. B paitone KOxHoe by-
TOBO 13 BOIOEMa, PacIIOIOKEHHOIO Ha oKpanHe but-
LIEBCKOI0 Mapka, IPUMEPHO B IOJYKUJIOMETPE OT
BHelrHero kojbua MKAJI, Obuin B3STBI IPOOBI OT
6 k1anok. BomoeM mpencrasisieT coboOii MIyOOKYIO
sIMy, 3allOJIHSIEMYIO Tajloii BOJOM M COAEPKAIYIo
0O0JIBIIIOE KOJIMYECTBO OBITOBOIO M IIPOMBIILICHHOIO
Mycopa (ITOJIUITUWIECHOBBIE ITaKeThl, aBTOMOOWIbHEIE
MOKPHIIIKA U T.1.). BTopoli BogoeM pacmnosiarajics B
patione BoctpsikoBo, B 200 MeTpax OT BHYTPEHHETO
komena MKAJL, psgooM ¢ 6eH303aIIpaBKoOil. DTOT I10-
CTOSIHHBIMA BOOOEM ITOIOJIHSETCS KaK 3a CYET TaJou
BOZbBI, TAK M 3a CYET BOABI, MOCTYIIAIOLIC U3 COCEel-
HUX, OoJiee KPYITHBIX IpyaoB. M3 Hero ObUIN cCOOpaHbI
poOkI OT 6 K1agokK. TpeTuii BomoeM, 13 KOTOPOTO OCY-
HISCTBIISITICST cOOp MPOO MKPHI OCTPOMOPIOM JIATYIIKHA
OT ISATU KJIAJOK, pacrnojoxeH B 50 KM K 3aramy oT
MoOCKBEI, Ha TEPPUTOPUN 3BEHUTOPOACKOIT OMOJIOT1-
geckoli cranumy MI'Y. DToT BogoeM IIpencTaBiisieT
co0oi1 3apacTaoliiee 00JOTO C IOCTaTOYHO KMCJION
Bojoii (pH = 5.2).

I1po6s1 ukpel, 06beMoM okKosio 100 MKpUHOK OT
KaXXJIO# KJTaIKU, TIEpeHOCUJIUCH B 1a00PaTOPUIO 1 TTO-
MEIIAIMCh B KPUCTAJUIA3aTOPhI C BOAOIM M3 HATUBHBIX
BomoeMoB. TemmepaTypa BOABI MHOMAEPXHBajlach B
npeaenax 15—19 rpamycoB. Ctaauu pa3BUTHS OMIpee-
JsUIich coryiacHo Tabmuiam JlabarsH u CnenuoBoit
(1975), pa3paboTaHHBIM [JIsl TPABSIHOW JISATYIIIKU, HO
YacTO alIIPOKCUMMPYEMBIM 1 Ha pa3BUTUE OCTPOMOP-
noit sarymku. Ipocnexeno pazsutue ¢ 27 o 39 cra-
JuM BKIountenbHo. Kaxnpie 3—4 yaca no 10—15 iu-
YUHOK (UKCUpOBaIU 7% pacTBOpOM (popMaibaeruaa
IJIs Iocenyomiero ororpaMpoBaHUs IIPU IIOMO-
M (PoToKaMephbl, YCTAaHOBJICHHOM Ha OWHOKYJISIpE
bupMbl Zeisse.
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CEBEPLIOBA, CEBEPLIOB

Puc.
OG6o3HaYeHUST TPU3HAKOB CM. B TEKCTE.

Ha ocHoBe nonydyeHHbIX (hoTorpaduii, ¢ MOMo-
IIbI0 TIporpaMMbl Axio Vision (Zeisse) IIpOBOOMINCH
MPOMEPHI JIMUMHOK MO CJEAYIOIIMM MpU3HaKaM
(puc. 1): obias mimHa TMIUHKY (Lo); JTMHa Tejia -
yuHKHU (Lb), oT HauboJsiee BhICTyNaloIIel YacTH roJio-
BbI O aHAJILHOTO OTBEPCTUS; JJIMHA XBOCTOBOM Iia-
ctuHbl (Lx), OT aHAJIbHOTO OTBEPCTHSI A0 KOHIIA XBO-
CTOBOM IUIACTUHBI; U IIIMPHUHA XBOCTOBOM ILIACTUHBI
(Wx), no HanboJiee UPOKOM YaCTU CEPEAUHbBI XBO-
CTOBOM IIACTUHEL, ajiruHa Mopabl (DI) — oT ocHOBa-
HUS Xa0p 10 HauboJiee BLICTYIAIOIIEe YaCTU MOP/IbI;
BbIcoTa Mopabl (Vis) — oT Kpast mpUCOCKMU 10 TOYKU
HauboJjiee BBICTYMAIOIIEH YacTU MOP/IbI; IIIMPHUHA TO-
JioBbI (Wg) — paccTosiHue, U3BMEpEHHOEe MO JMHWM XKa-
OEpHBIX 11IeJIel Y IMIMHKY, Jiexallleil Ha CITUHE; U1 -
Ha royioBsl (DIg) — paccTossHUEe, U3BMEPEHHOE Y TMYMH-
KU, Jiexallleid Ha CIIUHEe OT JUHUM XKa0epHBIX IIesei
J1o HanboJjiee BBICTyMNAIOIIE TOYKM MOPJbI; LIMPHUHA
npucocku (W) — paccTosiHre MeXIy BaJIMKaMU TIpU-
COCKH; BbIcOTa Ipucocku (H) B carMTTaabHOM Ha-
MpaBJICHUH; IIMPHUHA POTOBOro oTBepcTUs (R) — pac-
CTOSIHUE MEXIy YroJIKaMu POTOBOIO OTBEPCTHUS; pac-
CTOSTHUE MEXIY 3paukKaMH iia3 (eye).

IMonyyeHHble JaHHBIE 0OpadaThIBaIM IMPU TTOMO-
mw riporpaMm Excel m STATISTIKA 6.0. PaccunTei-
Ba KoadduieHT Koppensauuyu CrimpMeHa U CTpo-
WJINCh KOPPEISILIMOHHBIE Tpadbl.

PE3VJIBTATBI

IMocTtpoeHue KOPPEISILIMOHHBIX Tpad MPOBOIM-
JIOCh C TAKUM Pacye€TOM, YTOObI MOXKHO ObLITO OLIEHUTh
B3aMMOJIECTBME MPU3HAKOB BKJIOUEHHBIX B OMIHY
rpyrmny (puc. 2). BsauMoseiictBue Mexmy nmpu3HaKa-
MU TIepBOI TIpyINbl HabIogaeTcs: yxke ¢ 27 crtaauu
Pa3BUTHS Y B JaJbHEUIIIEM YUCIO KOPPEISILIMOHHbBIX
rnap 1 cuia ux B3aMMOJIEUCTBUS OCTAE€TCS Ha JOBOJIb-
HO BBICOKOM ypoBHe. KoadduiimeHTs Koppeassiuu

38 cramug

1. Mopdomerprueckre TPpU3HAKW Ha mnpuMmepe 38 ctamnu pa3BUTUS oOcTpoMopnoil Jsarymiku (Rana arvalis).

Boire 0.6 MexXmy TpU3HaKaMu “oOIast ITMHHA JIM-
yuHKu” (Lo) n “pnuHa tynosuiua” (Lb) wium “mivHa
XBOCTOBOM TacTuHbl” (Lx). “llIupuHa XBOCTOBOM
iactuHbl” (Wx), Kak Tpu3HaK, MapKUPYIOIIWA 1ia-
BaTe/IbHbIE CITIOCOOHOCTU, XapaKTepU3yeTCsl KoppeJsi-
LIMOHHBIM B3aUMOJEVCTBUEM C IPYTUMU NTPU3HAKAMU
TPYMITEI Ha 3614 U CTapIINX CTaAUsIX Pa3BUTHS. Y TIpH-
3HAKOB BTOPOW TIPYIIbl 3HAYUMble KO3(h(GULIMEHTbI
KOPpPESILMM OTMEUEeHbl HAYMHAasl TOJIBKO € 32 CTaJIuU.
ITo Mepe pa3BuTust B3auMo3aBucumMoctb Wg, DI, Wu
Dlg ctaHoBUTCS 60JIee OUeBUIHO: BO3pacTaeT AOJISI U
CcUJia 3HAYMMBbIX KO3(DHULIMEHTOB KOppessiinn. Mex-
JIy TIpU3HAKaMU TPEeTheil TpyMIibl HAOIIOAAI0TCS TOJb-
KO ciiabble 1 MaJIoOYMCJICHHbIe B3auMoaelicTBus. Ha-
ynHasi ¢ 34 cTaguu pa3BUTUSI TOJILKO ISl Taphl Vis-eye
OTMeUYeHa 3HauuMasi Koppessuus. st apyrux map
MIPU3HAKOB €CJIU U €CTh KOPPEJSILIMOHHBIC B3aMMO-
NIEUCTBUSI, TO OHU KpaliHe ciadbl. Takum oOpas3oM,
OOJIBIIIMHCTBO 3HAYEHUU KO3(P(PUILIMEHTOB KOppes-
uny CrimpMeHa BHYTPH BBIACICHHBIX TPYIIIT HE BbICO-
K1 U UX peajbHOe KOJUYECTBO 3HAUYUTEJIbHO MEHbIIIE
TeOpPEeTUYECKN BO3MOKHOTO.

bosee HamoIHEHBI KOPPEISILIMOHHBIE Tpadbl, OT-
paXxamollre B3aMMOAECUCTBUE MPU3HAKOB, OTHOCS-
IIMXCS K pa3HbIM rpyrimnam (puc. 3). I[1pu aTom yBeIu-
YeHUe Yrcia MEXTPYIIIOBBIX KOPPEISILUA TTPOUCXO-
JUT B KPUTUYECKUI TIEpUOI Pa3BUTUSI (Ha Y3JIOBBIX
CTaIMsIX) W BBIPAXKEHO, KaK IMPaBWUJIO, B MOSBICHUS
U/WIN YCUJICHUU KOPPEISITUBHBIX CBSI3CH IS MPU-
3HAKOB, aHAIM3UPyeMas CTaaus IJ1sI KOTOPBIX SIBJISIET-
cs y3noBoii (Cesepuona, CeBepiioB, 2011; 2012). Dta
KapTWHa Haubojiee HaNISITHO OTOoOpakeHa ISt
cranuii 32 1 33, ABISIIOIIMXCS Y3JIOBBIMU IS TIPU3HA-
KoB Lo, Lxwvt W, u st 361 craguy — y3JTOBOM TS TTPY-
3HakoB Lb, DIu Wg. UHTepeCHO OTMETUTD, UTO YHUCJIO
KOPPEJISILIMOHHBIX B3aUMOJICCTBUI HA APYTUX CTAIU -
SIX pa3BUTHUS TaK XK€ BEJIUKO, HO B UX YMCJIO BXOMST B
OHTOTI'EHE3 Ne 5
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27 ctagust 29 cramust 32 cramgus 33 cragud
Lo
Eye Lo
Lb Eye Eye Lo b Eye Lo b
R
S\ x R Lx
H |
Wwx H Wx
Vis DI . 7 DI
Dig g pig We pig
34 cranus 36 cragus 39 cragus
Eye Lo Lb
R Lx
H H Wx
o D/
w = W - Vis - W
——
We  pig Y& g Ve pig & pig

Puc. 2. BHyTpurpynmnosbie KOppesiiMOHHBIE Tpadbl, MOCTPOSHHbIE HA OCHOBE 3HaYeHU KoadhduiimeHToB Koppensiiyu Crup-
MEHa, paCCYMTAHHBIX JUIST aOCOMIOTHBIX 3HAYEHU I TIpU3HAKOB. [padbl paccunTaHbl 15T KaXKIou ctanu. 3HadyeHusT Koadhuim-
€HTOB KoppeJsiLiuu MeHblie 0.4 0003HaYeHbl TOYKOBOM JIMHKEN; 3HaYeHUsI O0sblie 0.6 — TOJICTOM CIUIOLIHOM TMHUEH; 3HAYEHUST
ko3¢ duLmeHToB Koppesaiuu 6obiire 0.4, Ho MeHble 0.6 — TyHKTUPHOM JIMHUENA.

27 ctanus 29 cragus 31 cramus 32 cramug 33 cragust
Lo

Eye Eye

Lb
Lx R

wx H
‘DI

/4
We Dig

36 cragus

Vis

Puc. 3. MeXrpynmoBbie KOppeIslMOHHBIE rpadbl, TOCTPOSHHbBIE HA OCHOBE 3HaYeHU T KO3 GUIIMeHTOB Koppestiuun Crmpme-
Ha, PACCUMTAHHBIX TSI aOCOTIOTHBIX 3HAYEHU I TTPU3HAKOB. [padbl paccumTaHbl 1 KaXKI0M cTanuu. 3Ha4eHUsT KoahhUuIeH-
TOB KOppesitiu MeHble 0.4 0603HaYeHbI TOUKOBOW JIMHUEN; 3HaYeHUs1 6oJibliie 0.6 — TOJICTOM CIUIOLIHOM JIMHUEN; 3HAYEHUST
ko3¢ duLmeHTOB Koppesiuu 6obiie 0.4, Ho MeHble 0.6 — MIyHKTUPHOM JIMHUEA.

OCHOBHOM MHOTOYHUCJIEHHBIE HE CUJIBHBIE KOppEJisi- TOPHBINA XapakTep pa3BUTHS JIMYMHOK OCTPOMOPHON
. Obwine Takux B3aUMOIECUCTBUIA HE MO3BOJISIIOT — JATYIIKH.

O0BENUHUTH TPYMIIbl BbIACJIEHHBIX MPU3HAKOB B ca- WHBIM BO3MOXHBIM MEXaHU3MOM PETYJISILUM Pa3-
MOCTOSTENIbHBIE MOAyaU. HampoTus, oOWMe MEX-  BUTUSI MOXET OBbITh KOPPEJISTUBHBLIE B3aUMOIEH-
TPYIIIOBbIX B3aUMOJIEICTBUI IEMOHCTPUPYET PeryJjisi-  CTBUsI, HaOI0IaeMble HE MEXIY aOCOTIOTHBIMM 3HA-
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27 craaust 29 craaust 31 cranus 32 cragust 33 cragust

We/Lb
Wg/Lo
Wg/Vis
Dig/Wg
Dig/Lo
Dig/Vis Dlg/Lb PI/We

Eye/Wg Lb/Lo
Eye/Wg Lb/Lo Eye/Wg Lb/Lo Lx/Lo Eye/Wg Lb/LoLx/Lo 0 Lx/Lo
RIWe &ile R/Wg Lx/Lb R/Wg NS Lv/Lb A LY/ Lb R/Wg S L/ L
W/H Wa/Lo W/H wx/Lo  W/H N Nwas/Lo 7 {Vx/ Lo W/H g N7
We/Lb Wg/Lb We/Lb / X Wg/Lb Vs 1\

Wx/Lx
Wg/Lo

W/ Vis
Dig/Wg
Dig/Lo
Dig/Vis pig/Lb DI/We

“ifDIfLo weVis

Di/Lo \
Dig/Wg W\

Dig/Wg iDi/Lb
Dig/Lo DiyVis
Dig/Vis pig/rb DI/Wg

Dig/Lo i g
Dig/Vis plgjLp Dl

Wg

Y
Dig/Vis plgjLb PI/Wg

38 cranus 39 cranus

Eye/Wg Lb/LoLx/LO E
: ve/Wg Lb/Lo
RIWE = Lx/Lb R Lx/Lo

\ Wx/Lo W/H
Wa/Lx Wg/Lb

Di/Lo W&/Lo
Wg/Vis

34 cranust 36 crapus 37 cranust

Eye/Wg Lb/Lo Lx/Lo

Wx/Lx Wg/Lo |\

dDi/Lo Wg/Vis X3
Dig/Wg X,

4 STy DI/ W -
Dig/Vis pig/Lb DY/ We Dig/Vis Dlg/Lb D'/ W8 Dig/Vis pig/Lb DI/Wg

Dig/Vis pig/Lb DY/ We

Puc. 4. KoppensiuumoHHble rpadbl 17151 OTHOCUTENIbHBIX 3HAYeHU I TPU3HAKOB. VICK/IIOUEHBI BCe KOPPESILIMU MEXKIy KOMITOHEH-
TaMM MPOTOPLU (He yKazaHbl KOppessiiiuu Mexay napamu Lb/Lowv Lx/LouT.1.). [padsl paccunTaHbl [U1sl KaXa0u cranuu. 3Ha-
yeHUst KO3(hMULIMEHTOB KOppeasiinu MeHblie 0.4 0003HaYeHbl TOYKOBOI JIMHKEN; 3HaYeHUsT O0biie 0.6 — TOJICTOM CIUIOLIHOR
JIMHKUEN; 3HaYeHUST KO3 GULIMEHTOB Koppesuuu coblire 0.4, Ho MeHblie 0.6 — IyHKTUPHOU JIMHUEH.

YEeHUSIMU TIPU3HAKOB, a MEXIY HX OTHOIIEHUSIMU.
DTOT MokKazaresib MOXKHO pacCMaTpuBaTh KaK XapakK-
TEPUCTUKY COTJIAaCOBAaHHON MPOMOPLMOHAIBHOCTU
pasButus (Irmleretal., 2004). Kak BumHO u3 puc. 4,
CUJIbHBIE KOPPEJSILMU HAaOII0MaI0TCSI MMEHHO Ha TexX
CTaIMsIX, I KOTOPBIX BBIIEJEHBI Y3JIOBBIE CTaIWUU.
JLJ1s1 MOY3JTOBBIX CTaAuid, T.€. ¢ 27 110 31 BKIIIOUUTEIBHO
XapaKTepHO HEMHOTIO CJIA0bIX KOPPEJISILIMOHHBIX B3a-
MMOJICICTBUI, a Ha TIOCTY3/IOBBIX cTanusx, 38 u 39ii,
JIOJIST KOpPEJsIIUiA CUJTbHO BO3pacTaeT, HO OOJIbIITIH-
CTBO M3 HUX He TpeBbIaeT 3HayeHue 0.4. CoocTBeH-
HO Ha Y3JIOBBIX cTamusx ¢ 32 mo 37 HaOmomaercst
YCTOMYMBAST KOPPEJSIIINS IBYX OCHOBHBIX IIPOLIECCOB:
obmiero pocra tena (Lb/Lo) n pa3aMepoB XBOCTOBOM
nminactuHbl (Wx/Lx). OgHako, 3Ta Koppeasiius (ak-
TUYECKU €IUHCTBEHHAasl, OCTaJbHbIE Xe KOppessInu,
MHOSIBJISISICh HA OMHMX CTAIVSIX, HA OCSOYIOIINX, JIV-
00 cTaHOBSTCS OoJIee CIaOBIMHU, JTMOO HEe 3HAYMMBIMM.
BOTO KOPPEJSITUBHOE OOMJIME MOXET OBITh OTPasKeHU-
€M TOJIbKO OoOllleil 3aperyJMpoBaHHOCTH IIpoliecca
pa3BUTHSI, KOTAa HE TOJBKO HEMOCPEICTBEHHO BCE
MPOLIECCHI Pa3BUTHSI, HO Y MX B3aMMOACHCTBUSI HaXO-
JISITCSI B IOCTOSIHHO COIIAaCOBAaHHOCTH APYT C IPYTOM.

OBCYXIEHHUE

PazButue 11060ro opraHm3Ma HeJib3s1 OTPbIBATh OT
MPOCTIEKTUBHOTO 3HaYeHUsI — (hOPMUPOBAHUS (PYHK-
IUOHUPYIOIINX CTPYKTYp. CTPYKTYpHI (IIOACHUCTEMBI
opraHusma) (oOpMUPYIOTCS 1 HAUMHAIOT (PyHKITMOHM -
poBaTh K TOMy MOMEHTY, Korja ux (yHKIIMHA HEOOXO-
JIIMMBI, KAK KOMIOHEHTbI MPUCIOCOOJIEHHOCTH opra-
au3ma. I[1.K. AHoxuH (1968) Ha3Baja 3TOT MPUHIIUIT
cuctemoreHe3oM. HeobxonmMocTs GopMHUpOBaHUST
agarTUBHOI OpraHU3alliM K HaYalTy CJISIYIOIIEro aTa-

1a OHTOTeHe3a B IOJIHOM Mepe OTHOCUTCS K LEI0CT-
HOMY OpraHusMy. ¥ OCTPOMOPION JISITYIIKU TaKUMU
3Taramu SIBJISIIOTCSI BbUIYILJIEHME U MepeXo/l K aKTHB-
HOMY IUIaBaHUI0. MopdoMeTpudecKuii aHajIu3 pas-
BUTHSI MO3BOJIIET MaTeMaTUYECKMMH METOIaMM BbI-
SIBUTb B3aMMOCBSI3b Pa3BUBAIOIINXCSI CTPYKTYP U OLle-
HUTb UX POJIb B 0011IeM pa3BUTUMU opraHu3ma. Ha atom
OCHOBAHUM KOPPEJISILii MEXXAY NpU3HAKAMU MOXHO
paccMaTpuBaTh KakK IIPOSIBICHHE MHOXKECTBEHHBIX
(YHKIIMOHATBHBIX B3aMMOAEUCTBUI MEXIy pa3BUBa-
rommmMucs crpykrypamu (Raff, 1994; Schwenk, 2001;
Schwenk, Wagner, 2003, 2004). Koppensiiiun BHYyTpU
TPYMII IIPU3HAKOB, XapaKTEPU3YIOIINX POCTOBEIE IIPO-
1ecchl uan auddepeHIIMannio TOIOBHBIX CTPYKTYD,
MOKa3bIBAIOT, YTO B3aMMO3aBUCHUMOCTb TTOKa3aTesei
pocTa MpOMCXOIUT 0 3Tarna Havyajia (QyHKIIMOHUPO-
BaHUS opraHa. XBOCTOBas IUIAaCTUHA HAYMHAET PacTu
¥ IIpUoOpeTaTh IIPOITOPIIMM, O0eCIIeYNBaIONINE TIjTa-
BaHUE IO PACILIBITHS TOJIOBACTUKOB 1O BojoeMy, Pa3-
MepBl U IPOIOPLIMY TOJIOBBI CKJIAIBIBAIOTCS ITO3KE,
Ha CTaIMsIX I10C/E€ BBUIYIUICHUSI, HO MX (PYHKIIMOHM-
pPOBaHME HAYMHAETCS TOJIBKO C IIePEeX0I0M K aKTUBHO-
My KopMmJieHU10. [Ipy 3TOM CBSI3M MEXAY OTIAeIaMM
pa3BUBalolleiics TUYUHKA OKa3bIBAIOTCSI MHOTOUMC-
JICHHBIMU M pa3HOOOpa3HbiMU. VX cTaHOB/IEHUE MO-
JKET paccMaTpUBaThCS, KaK PETyJISITOPHBIN MEXaHU3M
pa3Butus (CeBepiiona, 2002).

OnuH 13 BO3BMOXHBIX CLIECHAPUEB TAKOM! PETYIISLINU
pa3BUTHUSL OCHOBAH HA CUTyallM, KOI[a, BHICTyMAas B
POJIV BHYTPEHHUX CEePXKUBATEJIC, KOPPEISILIUU CHU-
KaroT (eHOTUMUYECKYI0 U3MEHUYMBOCTD, CyXasl CTe-
HeHb cBOOOABLI pa3BUTHSI. B CBOlO ouepennb, Takoe
Cy:XeHHe BapuabesIbHOCTU pPa3BUTUS TOM WJIM WHOM
CTPYKTYpHI OyIeT CONpPOBOXIAThCSI BBLICOKOI CTeIle-
HbIO B3aMMOJCHCTBUSI MEXTY 2JIeMEHTaMU, KOTOPhIC B
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JIaJIbHEUIIeM pasaessaiorcs Ha Moayau. OmHaKo, Kak
noka3zaj Galis ¢ komeramu (Galis, Metz, 2001; Galis,
Sinervo, 2002), BbICTyIIast B poJiy MOIyJIei (DUIOTUTIH -
YyecKue CTaavM, Mo TePMUHOJIOTUM aBTOPOB, Hanubo-
Jee y13BUMEBIL. HapyliieHue B omHOM M3 MOJIyJIei OyeT
HEU3MEHHO TMPUBOIUTHL K CEPbE3HBIM MpobjieMaM BO
BCEM Pa3BUTUM. HEBO3MOXHOCTU PA3BUTUS TNIMHKI
MpU yTpaTe ero CTPYKTypHO1 yactu. Takoit myTh pas-
BUTHUSI pacCMaTpPUBaeTCsI MHOTMMU aBTOpaMU KakK Ma-
JIOBeposITHBIN 1 He 3 dexkTuBHBIN (Roth, Wake, 1985;
Wake, 1989; Chipman, 2001; 2002; Richardson,
Oclschlager, 2002; Bininda-Emonds et al., 2003; Galis
et al., 2003), MOCKOJIbKY, KaK MOATBEPXKIAOT U HAIIIN
NaHHbIe, HAOII0AaeTCsI MHOTO B3aUMOJEHICTBUN MeX-
Ty MOIYJISTMH.

WHoi1 peryJIITOpHBIA MEXaHU3M OCHOBAaH Ha pas-
HOI CTENEeHM COIJIaCOBaHMSI Pa3BUBAIOLIMXCS CTPYK-
TYP, BRIpAXKAIOLIETOCS B OOMJIMH CIA0BIX KOPPEIISITUB-
HBbIX CBsI3ell WM TIOSIBJIGHUM HEOOJBIIOro 4Yucia
KECTKUX KOppeJisiliuii. DTOT BapuaHT KaxeTcsl 6ojiee
peaIMCTUYHBIM. Be3yclioBHO, pa3BUTHE OTIACIBHBIX
CTPYKTYp 3apojiblilia, HECYIIMX pa3Hylo (HyHKIIMO-
HaJIbHYIO Harpy3Ky, OueHb BaXHO. B To ke Bpewmsi, ec-
JI ObI UX Pa3BUTUE TTPOXOINUIIO BHE CBSA3U C IPYTUMU
CTPYKTYpaMU OHO OBIIIO Obl OECCMBICIEHHBIM: Opra-
HU3M Tepsi1 Obl CHOCOOHOCTh pearnpoBaTh Kak eIMHOE
nesoe. B kpaitHeM BapMaHTe TaKoil paccorjiacoBaH-
HOCTH Mpollecca pa3BUTUS OpraHU3Ma, KaK eIrHOro
11eJIOT0, MOXHO TOBOPUTh O TPYIINe MPU3HAKOB, Xa-
PaKTepU3YIOIIMX pPa3BUTUE KAKUX-TO OTHEIbHBIX
CTPYKTYp 3apojplilla, YTO MOXKET MPUBOAUTH K BO3-
HUKHOBeHUIO TerepoxpoHuii (Richardson, 1995).
ITpeanonaraercs, 4YTo 3TOT MEXaHM3M BO3HUKAET KakK
Ccrnoco0, CHUXKAIOIIWI BepOSITHOCTh HapylLlIeHW pas-
BUTHUS MIyTEM KOMITApTMEHTU3AIMU Pa3BUBAIOIIEIOCS
opranusma B Moy (Raff 1994; 1996) u peanuzauus
TaKoro ClieHapusl pa3BUTHUS, O-BUIUMOMY, HaOII01a-
€TCsl TOJIBKO B CTPECC-YCJIOBUSX, MPUYEM Ha SMOPUO-
HaJIbHbBIX CTAUSIX, KOT/Ia MOIYJIU ellle He B3auMOIeii-
CTBYIOT ¢ oKpyxartoiieit cpenoit (CeBepiioBa, CeBep-
1o, 2007). B HopMaJIbHBIX YCJIOBUSIX OOILMM XOf
pPa3BUTHUS XapaKTepU3yeTcsl HU3KOW MOIYJIbHOCTBIO
(Galis and Metz, 2001; Galis and Sinervo, 2002; Galis
et al., 2002), MOCKOJIBKY I'PaHUIILI MOMYJIEH pa3MbIThI
13-3a OOJIBIIIOTO YMCIIa B3aUMOAEUCTBUIA MEXIy HU-
MU. BO3MOXHO 3TOT cuieHapuii pa3BuTusi, Beaen Mp-
Mepiau ¢ kojeramu (Irmlery et al., 2004) moxHO oxa-
paKTepu30BaTh TEPMUHOM “corjiacoBaHHasi MPOIop-
LIMOHAJILHOCTL” WM, 0OoJyiee TIPUBBIYHBIM IS
PYCCKOSI3BIYHOM JIMTepaTyphl “cOalaHCMpOBaH-
HocTh passutust” (LlImanwrayseH, 1969). B npemio-
JKEHHOM B CBOE BpeMs YOIIWHITOHOM MOJIETN “31H-
TeHeTUYeCKOro JaHmimadTa”, pa3BUTHE OTIEIBbHBIX
CTPYKTYp MPOUCXOIUT B Mpeaesax Tak Ha3blBaeMOIo
Kpeoga — KaHajia pa3BuTust (YomauHITOH, 1947;
IuiukuH, 1984). IToHATHIO Kpeoda COOTBETCTBYIOT
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“copMmooOpaszoBarenbHbIii  anmapar”  (Duiaros,
1939) u  “mopdoreHeTnyeckue  Koppeasuun’

(Imanwraysex, 1938, uut. mo 1982). B monenu You-
ITUHTTOHA M B 00001meHnn PuaToBa HE paccMaTpH-
BalOTCST MEXKpeomHble B3auMomaeiicTus. [lImanbray-
3€H CTPEMMTCSI MPEOJO0JIETh ITOT HEIOCTAaTOK, BBEIS
MOHSITAE 3PTOHTUYECKUX KOppeasuuii — (hyHKIIMO-
HaJIbHBIX B3aUMOIEUCTBUIA He BITOJTHE C(hOPMUPOBAB-
IIMXCST, HO yKe DYHKIIMOHUPYIOITNX CTPYKTYp. OmHa-
KO MEXKpEOIHbIe B3aUMOJEUCTBUS HAYMHAIOTCS
paHbliie, YeM TMOJACUCTEMBbI OpraHmM3Ma, Kpeoabl WU
MOJIYJIH, TIO TEPMHUHOJIOTUH 3apyOesKHBIX aBTOPOB, T0-
CTUTAIOT (DYHKIIMOHATHLHOTO COCTOSTHUS. DTH B3aNMO-
JIEWCTBUS U BBIPAXKAIOTCS CJIA0OBIMU U CPETHUMM KOP-
pesiuus MU (PyHKIIMOHAJIBHO HE CBSI3aHHBIX TMOACH-
CTEeM pa3BUBAIOIIIETOCS OpraHu3Ma. Takum oOpa3oMm,
MEXKPEOTHBbIE B3aMMOICHCTBUST OOECIIeUYNBAIOT IIe-
JIOCTHOCTB Bcero opraHn3Ma. OHU, KaK ¥ BHYTPUKpPE-
OITHBIE SIBJISIIOTCS] MOP(OTEHETUYECKUMU KOPPEIISIIIN-
sIMU, HO OoJiee CIa0bIMU, YeM KOPPeJSIiMKA BHYTPU
Kpeoma. PaHee HaMM BBICKA3BIBAJIOCH ITPEATIONOXKE-
HUE, YTO UMEHHO KOPPEJIIIIMOHHBIE CBSI3H OYIyT BBI-
CTynaTh B POJIM ‘“‘caepxKuBaTesss” W3MEHUYMBOCTH U
TeM caMbIM OYIyT OMpeaesisiTh XapaKTep pa3BUTHSI OT-
IIEJTLHBIX CTPYKTYpP B Ipemeiaax HopMbI peaktmu (Ce-
Bepuona, 2007). Ho ara ympolineHHast cxema siCHa 1
TOHSITHA TOJIBKO Ha HaYaJIbHBIX dTarmax pa3Butus. [1o
Mepe pa3BUTHSI, YEM CJIOKHEE CTAHOBUTCS CTPYKTYpa,
TeM BaXXHEe COXPaHMUTb €€ IEJOCTHOCTb BOITPEKU
nuddepeHivanm yacteit. CooTBETCTBEHHO, MEPBO-
CTETIEHHYIO POJIb HAUYMHAIOT MIpaTh MEXKPEOIHBIE
B3aMMOJICHICTBUSI, KaK pa3 U obecrieurBarolme ob-
LIyl cOaJIaHCUPOBAHHOCTh PA3BUTUSI MOCPEACTBOM
KOPPEISIIMOHHBIX B3aNMOICHCTBII MEXIY pa3BHBa-
FOIIIUMMCST CTPYKTYpPaMH.
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Crucial Stages of Embryogenesis of Rana arvalis:

2
Part 3. Modularity or Developmental Integrity

E. A. Severtsova and A. S. Severtsov

Biological Faculty, Moscow State University, Moscow, 119899 Russia
e-mail: Severtsova EA@gmail.com
Received April 18, 2012; in final form, October 25, 2012

Abstract—Static analysis of the morphometry of larvae of the postembryonic stages of development of Rana
arvalis made it possible to estimate the extent and nature of correlations between developing structures. Con-
sidering a correlation as a manifestation of multiple physiological interactions between developing structures,
we showed that the most likely scenario is the development of larval structures as a holistic process that is
accompanied by an increase in the proportion of minor correlative interactions with an increase in the total
number of structures. During the critical periods of development, an increase in the proportion of stronger
correlative interactions between the structures that form at this stage of development is observed.

Keywords: crucial stages of development, phylotypic stages, modularity, variability, correlation, Rana arvalis

2 This is the third in a series of three papers dealing with crucial stages in the embryonic development of this species. In Part 1, their
analysis is based on linear measurements of embryonic structures; in Part 2, on parameters of variation in developing head structures.
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