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WunuBuayanbHasi IBMEHUMBOCTh — OJHA UX ca-
MBIX BaXXHBIX COCTAaB/ISIIOIIMX IIPAKTUYECKN BCEX
MPEIVIOKEHHBIX BEPCUl O MeXaHM3Max SBOJIOLIUU
(cMm. o030per YarikoBckuit, 2003; Boponmos, 2004;
Hazapos, 2005; ITomos, 2005; KOHkep, Xoccdenb,
2007 u op.). 1 B ToXe BpeMsI, 3TO OgHA 13 CAMBIX He-
HUCCIIEMOBAaHHBIX OOJlacTell OWOJIOTMH, HECMOTpST Ha
OrpOMHOE YMCJIO PabOT, KOTOpPhIie (pOpMaIbHO ITOCBSI-
meHbl “MeHHO n3MeHuuBocTU (KoBanenko, Ilormos,
1997). Hoaroe BpeMs Ka3aloCh, YTO M3MEHUYMBOCTD,
He MOJBEePTrHYTYIO SJIMMUHALIMU, TIPAKTUUECKU UCCIe-
JI0BaTh HeJIb3s. To ecTh HaM JIOCTYIIEH TOJIBKO TOT Ma-
Tepuajl, KOTOPbIii OCTaeTcsl B MPUpPOJE TOCse ecTe-
CTBEHHOW »auMUHaiMU. COOTBETCTBEHHO, IpPOBE-
pUTH OHO u3 OCHOBHBIX MOJIOKEHU I
JOMUHMPYIOIIEH KOHLEIIUN 3BOMIONNN (HapBUHU3-
Ma M eT0 IPOU3BOAHBIX, B yacTHoCcTH, CTD) 0 Heorpa-
HUYEHHOM XapakTepe HCXOOHON M3MEHUYMBOCTU HE
npeacTaBisieTcsi Bo3MoxXXHbBIM (cM. KosaneHnko, Ilo-
noB, 1997). JleiicTBUTEIFHO, KaK ITOJIYyIUTh B IIPUPOMI-
HBIX MOMYJISIUMSIX MaTepua, He MOIABEPTHYThIN ecTe-
CTBEHHOI 2JIMMUHALIMU, €CJIM, KaK IIPearnoaaracTcs,
OHa JIefICTBYET, HAYMHasl C CAMBIX IIEPBBIX CTAINI pa3-
Butus. Ilpruem, B JaHHOM ciydae, JaXke He BaXKHO
WMEET JIM OHA CIIyYaWHBIN W BBIOOPOYHBIN Xapak-
Tep, TIOCKOJIbKY J100ast 3IMMUHALIMS COKpaIllaeT I1o-
TeHIUaJdbHOe pa3HooOpa3ue. EauHCTBeHHass BO3-
MOXHOCTb XOThb KaK-TO MPUOJU3UTHCI K PEIICHUIO

3TOM 3aJauM — 3TO MCKIIIOYWTh MaKCUMAaJIbHO BO3-
MOXHOE YHCJIO (paKTOPOB, CITOCOOCTBYIOIINX SJTMMM-
HaIlUM B €CTECTBEHHBIX YCIIOBUSIX (KoyebaHMsI ITapa-
METPOB BHEIIHUX YCJIOBUI, XMIIHUKW, Iapa3uThbl
W TIp.) ¥ TEM CaMbIM ITOJYYUTh MaTepuaj, oTpaxKaro-
111 moTeHIMaI u3MeHYnBocTU. CliemoBaTeIbHO, pe-
IIEHME JIEKUT B paMKax BhIpalllMBaHUS IIOTOMCTBA B
JJabopaTopHBIX ycaoBUsIX. Ho 00s3aTeTbHBIMU yCIIO-
BUSIMU SIBJISIIOTCSI: TTOJTYYUTHh MaKCUMaJbHOE YHCJIO
IOTOMKOB OT OTHOI Mapbl IPOMU3BOAUTENICH, BCEX UX,
110 BO3MOXHOCTH, BEIPACTUTH OO IIEPBBIX CTAOUIA Oe-
(PMHUTUBHOIO COCTOSIHUS M BCEX MCCJIEIOBATh (B TOM
qucie, TMOTUOIIMX B XOAE pPa3BUTHSI) Ha BHEIIHEE
CTPOEHME U Ha CTPOSHUE OCEBOTO CKeJleTa.

B nepBbIX OByX cTathsx gaHHoi cepun (MHImuBM-
IyajbHasi I3MEHYNBOCTh CEPOii 3KA0bI...) MBI ITOKa3a-
JIM, 9TO TaKas 3amaya Obla pemeHa. CiaemoBaTenbHoO,
MBI MO2KEM MCCJIEN0OBATh ITPAKTUYCCKU BCIO UBMCHYM -
BOCTb, KOTOPYIO CITIOCOOHA AaTh OfHA Iapa MPOU3BO-
IUTEIel 3a omHO cnapuBaHue. KoHeYHO, ITOTOMCTBO
OJTHOM TIapbl MPOMU3BOAUTEIIEM HE MOXET OTPaA3UTh
BECH ITOTCHII AT USBMEHYMBOCTU BHJa, HO MOXET O1aTb
npeacTaBieHUe 00 001IeM XapaKTepe U3BMEHUYUBOCTHU,
XOTsI OBI O CAMBIX OOIIINX 3aKOHOMEPHOCTSIX €€ ITPOSIB-
JICHUSI U €€ OTPaHUICHUSIX.

Pemrenuro aTvx 3amay v TTOCBSIIIEHA TaHHAST CTaThs
(TpeThsl, 3aKTI0UMTEIbHAS).
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MATEPHUAJT 1 METOJbI

Bce maHHBIC 0 TTOTyYeHUM (paKTUIECKOTO MaTepU -
ajla TIpEACTaBJICHbI B COOTBETCTBYIOILIMX pasiaeiax
MEePBBIX IBYX CTaTell CEpUM U B TAOJIUIIE.

Jlnsg aHanmM3a 3aKOHOMEPHOCTEN TTPOSIBICHUST MU3-
MEHUYMBOCTH U BBISIBIIEHUSI €€ OrpaHUYEeHUI MCIOJb-
30BaH MeTon criekTpoB (Kosanenko, 1996a, 2000a).

PE3VYJIBTATbBI 1 UX OBCYXIEHUE

Bce dakTopbl, orpaHUYMBAOIIE WCXOTHYIO 13-
MEHYMBOCTb TEOPETUUECKH MOXKHO Pa3lAe/INTh Ha JIBe
TPYTIITHL:

1) orpaHMYMBaIOIINE KOJMYSCTBEHHOE ITPOSIBIIC-
HUE KaXKIOro M3 BO3MOXHBIX (He3arpeleHHbIX) Ba-
PUAHTOB U3MEHUMBOCTY;

2) OrpaHNYMBAIOLINE CaMO YMCJIO BO3MOXHBIX Ba-
PHMAHTOB CTPOEHUSI (3aIIpeThl Ha OIpeAeIeHHbIC coUe-
TaHUSI COCTOSTHUSI TIPU3HAKOB).

I. (I)aKTop])l, OrpaHUYMBAIOIINE KOJUYECCTBCHHOC
NMpoABJICHHE BO3MOZKHBIX /IJIA BUAA BADUAHTOB U3BMECHYM -
BOCTH

ITpumeM, 4TO MpPSIMO AOKa3aTh OrPaHUYEHHOCTH
WIM HEOrpaHMYEHHOCTh MOTECHLMAIbHOM M3MEHYM-
BOCTH MBI He MoxkeM. Ho, He3aBuCHMO OT ee XxapakTe-
pa, Mbl MOXEM TEOPETMYECKU IpeacKa3aTb, KaKue
dakTOpLl MOTYT OTPAaHMYMBATH AMAINA30H peaabHOI
W3MEHUYMBOCTH, T.€. TOM, YTO JOCTYyITHA HalleMy Ha-
OJIIOEHUIO. DTO:

— IIJIOAOBUTOCTh BUJIA;
— ITOKa3aTe)ib HOPMEI €r0 OTAE/IbHBIX IIPU3HAKOB;
— SIMMUHALIUSL.

1. IT;topoBUTOCTE BUIA

O4eBUIHO, YTO YEM BBIIIIE TUIOAOBUTOCTh JAHHOIO
BHJA, TEM OOJIbIIIEE YMCIIO BAPMAHTOB U3MEHUYMBOCTU
MOXKET IIPOSIBUTHCS 3a OIMH aKT pa3MHOXeHus1. 1, co-
OTBETCTBEHHO, YeM OOJIbllIe TAKUX aKTOB COBEPIIMUT
OJIHA Tapa 3a CBOIO XU3Hb, TEM IOJIHee OYIyT peaiu-
30BaHbI €€ ITOTEHLIMHL.

DTO XOpOIIIO BUIHO Ha IIpUMEpPE Hallleil CepUu ce-
poii xkabsl. Beero 6su10 momydyeno 1633 moromka. M3
HUX Bcero 652 sk3. (40%) mokasaiu OTKJIOHEHUS B
CTPOEHMHU OCEBOTO CKEJIeTa, Cpeard KOTOPBIX OTMEYECHO
okoio 50 BapmaHTOB M3MEHYMBOCTHU. Jlaxke ecim 13-
MEHUYMBOCTb, KpOME TUIOAOBUTOCTU, HUYEM HE orpa-
HUYEHa, TO IUISI TOTO, YTOOBI 3aperucTpUpOBaTh, Ha-
npumMep, 100 BapraHTOB OTKJIOHEHMI, HaM TIOTpeOy-
eTcsl TIOJyYUTh OT OJHOW Maphbl B JBa pasa OoJblile
MOTOMKOB, a IS TOTO, YTOObI OOHApPYXWUTh BCErO
200 BapnaHTOB TJIOJIOBUTOCTH TOJIKHA OBITH B YETHIPE
pasa o6osblie (T.e. 6ojee 6 Thicsy). MHBIMU cl0BaMu,
Ipu JII0OOM XapaKTepe MOTeHLMAILHOI N3MEeHYNBO-
CTU €€ peajibHOE IIPOSIBICHME 3aBUCHUT OT IJIOOOBUTO-
CTU Bua (OT YMcCia peajbHbIX MOTOMKOB). OcraeTcs
OTKPBITBIM BOITPOC O TOM, KaK peajiu3yeTcs TOTeHLIM -
aJlbHasl W3MEHYMBOCTh BHIA B ITOCJIEIOBATEIbHBIX
Pa3MHOXEHUSIX OJHOW M ToM Ke Tapbl. HacKosibKo

KOBAJIEHKO, KPY2>KKOBA

HaM M3BCCTHO, TaKylO 3aaadyy B MCCJIICOOBAaHMUAX M3-
MEHYMBOCTHU MOKa elll¢ He CTaBWIN. PellnTh ee He Tak
IIPOCTO, YUYMThIBAA, 4TO IJIdA 3TOTO HOTpC6yeTC$I BbIpa-
MBATh BCEX MOJTYYCHHBIX ITIOTOMKOB M BCEX X UCCJIC-
JOBaTb Ha CTPOCHMUE.

2. ITokazaTenb HOPMBI CTPOCHMU A ITPU3HAKOB

DTOT moKas3aresib He TaK OY€BMICH HCCIeHOBaTe-
JISIM, KaK TIpeablayiuii. Bo-mepBbiX, MOTOMY, UTO aHa-
JIM30M HOPMBI B MCCJIEIOBAHUSIX M3MEHYMBOCTH YAaCTO
npeHeOperaloT. Bo-BTOpBIX, ITOTOMY, YTO CYIIIECTBYET
“napanmokc HopMmbl” (KoBasienko, 20000). OH 3akitto-
YaeTcs B TOM, YTO HOpMa MpU3HAKa (IIPU3HAKOB)
YCTaHABJIMBAETCSI JIETKO, 3 HOPMY CTPOCHMS (KaK CyM-
My KOMOMHAIIUI U3 COCTOSSHUI MPU3HAKOB) YCTaHO-
BUTh CJIOXHO (WIM JaXXKe HEBO3MOXKHO), ITOCKOJBKY
ATO 3aBUCUT OT YKMCJIa IPUBJICYSHHBIX K aHAJIN3Y IIPU-
3HaKoB. YeM Oosbllle MTPU3HAKOB MBI OyIeM YUUTHI-
BaTh, TEM HIXKE BEPOSITHOCTb TOTO, YTO BCE OHU Y OfI-
HOM 0co0M OyayT IeMOHCTPHUPOBATh HOPMAJIBHOE CO-
crosiHue (KoBanenko, 20000).

Marepuai, TIpeACcTaBICHHBINA B 3TOM CEpUM IO Ce-
Ppoii xkabe, XOPOIIIo 3TO WILTIOCTPUpPYeET. JleficTBATE -
HO, HOpMa OOJIBIIMHCTBA MPU3HAKOB OCEBOTO CKEJIETa
(M3 ymMcia yYTEHHBIX HaMu) cocrtaBisgeT 93—99%, B
eMMHUYHBIX ciTydassx — 76—88% (tabmuma). Ho Hopma
CTPOEHMSI TTO3BOHOYHUKA 1O MeM Jce NPUSHAKAM CO-
ctaBisieT Bcero 60%. I1pu aToM LeNbli psid XapakTe-
PUCTHK TTO3BOHOYHMKA HAMEPEHHO HE ObLIT BKIIIOUYEH
B aHAJIM3 B TaHHOW paboTe, IMTOCKOJBKY MbI OPUEHTH -
pOBaICh Ha OUArHOCTUYECKME Mpu3Haku. Hampu-
M€p, MBIl HE YYUTBHIBAIU MOJHOE COOTBETCTBUE CHM-
METPUM SIIEMEHTOB MO3BOHKOB B ITPAaBOM U JIEBOIA O~
JIOBUHE TeJla, JUIMHY YpPOCTWJISI, OETaIU CTPOEHMUS
COWJIEHOBHBIX CYCTABOB MEXIY MO3BOHKAMU W JIp.
(0oJ1e€ TTOTHBI CITMCOK MapaMeETPOB OCEBOTO CKEJIETA,
BapbUPYIOLINX Y Anura, IIpeAacTaBIeH B MOHOrpaduun
Kosanenko, 1992). Ho u Tak 04eBUIHO, YTO €CJIM ObI
OBLTA YYTEHBI BCE TTPU3HAKHU, TO YACTOTA HOPMbL CHIPO-
eHus MoTJIa OBl YITacTh 10 3HAYEHUI OTOEIbHBIX aHO-
MaJIUi.

INonydyeHHbIe AJaHHBIE TTOATBEPXKIAIOT TE3UC, BbI-
IBUHYTHIN paHee (Paytman A., Payruan I, 1985; Ko-
BajieHko, 2000a, 6) — mmpu aHaIM3e UHAUBUIAYAIbHOMU
W3MEHUYMBOCTH CIIEAYeT OPUEHTUPOBATLCS Ha TTOKa3a-
Teab “HOpMa TpM3HaKa”, KOTOPBIM MMEET XOPOIIIO
BBIpAKEHHYIO YaCTOTHYIO XapaKTePUCTUKY.

3nech TpebyeTcs YTOUHUTH TepMUHOJOTHIO. [Ipu-
3Hak (mopgonoeuueckuii) — 0COOEHHOCTb CTPOCHUSI,
KOTOopasi Yy KOHKPETHOTo opraHusMa (ocobdu) mpea-
CTaBJICHA B OTHOM 13 €T0 BO3MOXKHBIX cOCTOSTHUIM. Co-
CMOsAHUS NPU3HAKA — HECKOJIBKO BO3MOXKHBIX TS TaH-
HOTO TaKCOHA BapMaHTOB CTPOESHUS JTAHHOTO TTpU3Ha-
Ka. Hopma npusnaka — 1) daxrt (saBiaeHue) mpeoo-
JTagaHWs I10 9acTOTE BCTPEYAeMOCTH OMHOTO M3 BO3-
MOXKHBIX COCTOSIHUI TIpU3HAKa Cpear 0cooeii JaHHO-
ro BUIa; 2) COCTOSTHUE TIPU3HAKa, KOTOPOe BCTpevaeT-
Cs Y TIOHABJISTIONIETO GOJIBIMMHCTBA 0COOEH TaHHOTO
BUJIA; IPKO BhIpaxkeHHas HOpMa MpU3HaKa BCTpevyaeT-
OHTOTEHE3 Ne 4
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YacToTa BCTpeyaeMOCTH pa3IMYHbIX aHOMAJINI OCEBOTO CKeJieTa B Cepur JJab0paTOpHOTO BbipaluuBanus Bufo bufo. N —
HOpMa cTpoeHue npuszHaka, HA — Hapacratomas acummetpusi, HC — Hapymenue cermeHTanuu, LTI — nraxMaTHBINA
TMOPSIIOK 371eMeHTOB (TepmuHosiorus no Kosaienko, 1992), pumckue tinbps! (I—X) — nopsiakoBsie HOMepa 3JIeMEHTOB

Joist ot ob1ero

I1pusHak DK3eMILISphI qucya UCClieno-
BaHHBIX, %
C HEYETHBIM 34 .08
@) CITUSTHUEM
o) s
) c LIIT €O CBOOOJIHBIM
E é ¢ apdpexrom HA IOJIYTTO3BOHKOM 15 0.92
§ = BCETO 46 2.82
5 5 BCETO 98 6
© BCEro 111 6.8
N BCEro 1522 93.2
8 5 0.31
8.5 10 0.61
9.5 16 0.98
TUCIIO aHOMaJIbHOE
TYJIOBUIITHBIX 10 8 0.49
TO3BOHKOB IPyrye BapyuaHThI 2 0.12
BCEro 41 2.51
N 9 1592 97.49
LICbII 9 0.55
. JieBasl YacTh 2 0.12
CBOOOIHBII
npaBasi YaCTh 7 0.43
BCEro 18 1.1
Pa3BUTHII . LIeJIBbIA 14 0.86
3aKPECTIIOBBII
1103BOHOK (X) HeCBOGOTHBIA JieBas 4acCTb 3 0.18
IpaBasi 9acTh 12 0.74
BCETO 29 1.78
E BCETro 47 2.88
? N 1586 97.12
o~
é yepen + I + II 1 0.06
yepern + | 1 0.06
IT+11 13 0.8
IT + III 1 0.06
Tena I + 1V 3 0.18
U HEBpaJIbHbIE IV+V 1 0.06
ayri V + VI 6 0.37
BapUaHThI CJIMsI- VIIT + IX 3 0.18
HUSI TTO3BOHKOB IX+yp 3 0.18
IX + X cBOGOIHBIM 1 0.06
BCETO 33 2.02
IT + II1 81 4.96
JMCTAIbHBIE 1+ 1v 1 0.06
JaCTU MOTMEePEYHbBIX IV+V 3 0.18
OTPOCTKOB V+ VI ) 012
BCETO 87 5.33
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Ta6moa. OxoHUaHE

KOBAJIEHKO, KPY2>KKOBA

Honst
I1pusznak DK3eMILISIPEI OT 0bmero wmcia
HCCIIeTOBaHHbIX,
%
JIeBBII/TIpaBbIit 5/4 0.31/0.25
00a 1 0.06
npe3uramnodu3sbl Ha I mo3BoHKe
BCETO .
S 10 0.61
§ HOpMa 1623 99.39
= JIEBBIIA 14 0.87
S)
g npe3uranodussl NpaBblii 23 1.41
x Ha X O3BOHKE 00a 14 0.86
2 _ Tpanmua BCEro 51 3.12
g TYJIOBMILIE— — —
= XBOCT” JIeBBII/TIpaBbIii 55/74 3.37/4.53
S [IOCT3Uranodusbl o6a 54 331
Ha IX mo3BoHke -
BCETO 183 11.21
N BCETro 1450 88.79
JIEBBII/TIpaBbIit 27/43 1.65/2.63
MOoIepeYHble OTPOCTKM Ha YPOCTHUJIIE oba 11 0.67
BCETO 81 4.96
JIEBBIH/TIpaBbIit 33/45 2.02/2.76
dopma 6udypKaLus oba 25 1.53
MPEIKPECTIIOBBIX
3 OTPOCTKOB BCETO 91 5.57
5 N BCETO 1530 93.69
g 1 4 0.25
S)
o 1 u 1 (Ha pa3HBIX 16 0.98
2 MO3BOHKAX)
2 2 OTpOCTKA
(0]
QS KpeCTHOBbIC aHoOMaTu He Ha [X o3BOHKe 11 0.67
é OTPOCTKH 3 % 159
4 2 0.12
BCEro 59 3.61
N BCETo 1574 96.39
mciIo OTKJIOHCHIA BCETO 387 23.7
NPEeIKPECTLOBBIX B UMCJIC OTPOCTKOB
OTPOCTKOB N BCETO 1246 76.3
cs1 Ha 2—3 mopsaKa yalille, YeM KaxKIbIi U3 OCTaJlbHBIX ~ BOCTU. JIerko IIpearoyioXuTb, 4YTO 4YeM BbIIIE

ero cocrossauii (KoBanenko, 2000a).

Hamuuue sspko BeIpaxkeHHOM HOPMBI IIPU3HAKOB, C
OIHOI CTOPOHBI, OTPAaHUYMBAET YaCTOTY HOPMBI CTPO-
€HMsI, C IPYroil CTOPOHBI — OTPAHMUYMBACT IIPOSIBIIC-
HUE BCEX OCTAJIbHBIX BO3MOXHBIX IJISI BUIA COCTOSI-
HUI KaXXIOTO MpU3HAKA B YCIOBUSIX OIIPEIEICHHOTO
o0beMa THUpakupoBaHUs (IUIONOBUTOCTH). JeiCTBU-
TeJIbHO, KaKoBa Obl HU ObLj1a IJIOAOBUTOCTh BHUIa, OHA
KoHeuHa. M ecau ecTb IOMUHUPYIOIINIA BApUaHT IIPU -
3Haka (HopMa), OH BCceraa OyIeT KOJIMYSCTBEHHO IIpe-
o0nanate, a, Ce10BaTeIbHO, OTPAHUYNBATh BO3MOX-
HOCTb TTPOSIBJICHUSI OCTAIbHBIX BapMaHTOB M3MEHYMU -

rnokKasareJib HOpMbI ITPU3HAaKa, TEM MEHBIIIE BO3MOX-
HOCTEI OCTaeTCsl Ha BCe OCTaJbHbIe BapMaHThI. 1 yeM
0oJIbllle BapMaHTOB M3MEHYMBOCTH CIIOCOOEH HaTh
BUJI TI0 JAHHOMY TIPU3HAKYy, TEM MEHbIIIEe OyIeT Bepo-
SITHOCTb KaXXIIOTO M3 HUX B YCIIOBUSIX OHOI U TOM Xe
HOPMBI. DTOT TEOPETUYECKU OXMAAEMBI pe3yabraT
XOPOILIO TTOATBEPXKAAIOT MOJIyYeHHbIE JaHHbIC TI0 Ce-
poii xkabe (Tabimia).

Hanpumep, nmpuzHak “9uUcCiao TYJOBHIIHBIX I1O-
3BOHKOB” MOKa3bIBA€T HOpMaJIbHOE cocTosiHuE (9 mo-
3BOHKOB) ¥ 97.49% oco6eit. COOTBETCTBEHHO, Ha Ba-
PHMaHTBI UBMEHYMBOCTH OCTaeTcs Beero 2.51%. A elile
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BO3MOXKHO 5 Takux BapraHTOB. COOTBETCTBEHHO, €C-
JIM OHU PaBHOBCPOATHBI, TO Ka)KﬂbIﬁ N3 HUX MOXET
MMeTh 4JacToTy npuMepHo 0.5%. Ho Hamm gaHHbIE
MOKAa3bIBAIOT, YTO OHM HE PABHOBEPOSITHBI — MX YaCTO-
ta Bapbupyer ot 0.12 10 0.98%.

BosbmeM npyroit mpumep — MpU3HaK “COUYIEHOB-
HBIE OTPOCTKHU Ha TpaHMIIe TyJIoOBUIIe—XxBoCcT” . Hopma
10 3TOMY TIPU3HAKY Y cepoii 3kabbl cocTabiisieT 88.8%
(Het HM mocT3uranodus3os Ha IX MO3BOHKE, HU TIpe-
3urano¢ur30B Ha 3aKPEeCTLOBOM cerMeHTe). Ha Bapu-
aHTbI U3BMEHUMBOCTU OCTAETCSl 3HAUUTETLHO OOJIbIIIAsT
monst — 11.2%, 4eM B TIpeAbIayIeM ciiydae. 3aperi-
CTPUPOBAaHO 6 TaKMX BapHMaHTOB W, CJIEIOBATEILHO,
KaxKIIbIi U3 HUX MOXET MMETh OOJIBIIIYIO YaCTOTY (TeO-
peTmaeckt MUHUMYM 1.8%, eclii OHM paBHOBEPOSIT-
HBI). Ho 1 OHI He paBHOBEpOATHBI. YacTh U3 HUX pe-
aJIbHO TTOKa3bIBAECT BEPOSITHOCTH 0oJiee HU3KYIO, YeM
oxugaemasi — 0.87%, a 4acTb CyILLIECTBEHHO 00Jiee BbI-
cokyto — 4.53%. Ho B 11e710M 9acTOTHI 60JIee BEICOKHE,
YeM y BapMaHTOB M3MEHUMBOCTH TTPEABITYIIETO TIPH-
3HaKa.

He ocraHaBnmuBasch IOKa Ha MPUYMHAX Pa3HBIX
BEPOSITHOCTE! peaTbHOTO MPOSIBICHUST BADUAHTOB 13-
MEHUYMBOCTH, MOXXHO 3aKJIIOUMTb, UTO ITOKa3aTesb
“HopMa mpu3HaKa” SIBJISIETCS OOHUM M3 (PAKTOPOB,
OrPaHUYMBAIOIINX PEaTbHYI0 W3MEHYUBOCTH BUIOB
(4em BbIIIe HOPMa TIPU3HAKOB, TEM MEHBbIIIE BEPOSIT-
HOCTh MPOSIBJICHUSI APYTMX BapUaHTOB ITOTCHIIAAIb-
HOM M3MEHYMBOCTH). MOXHO cKa3aTh, 4YTO “3deKrT
HOPMBI MPU3HAKOB” B COBOKYITHOCTU C OTpaHWYCH-
HOI TUIOJOBUTOCTBIO HEBOJIBHO 3KpaHUPYET TOTEH-
LMaJIbHOE pa3HoOOpasue Bruaa (CKpBIBaeT OT UCCIIEN0-
BaTeJIs MOJIHBINA Auarna3oH U3MEHYMBOCTH).

3. DauMUHALMA

Bce ckazaHHOe BBIIIIE TTOKA3LIBAET, UTO JaXKe B Jia-
GOpaTOPHBIX YCIOBUSIX peasibHAsI U3MEHUMBOCTD BUIA
MPEeICTaBISICT JUIIb YacTh MTOTEHIMATbHBIX €r0 BO3-
MOXHOCTEN. B IpUpOIHBIX MOIYJISLMUSIX B CUITY BCTY-
naeT e1ie onrH (paKkTop — IIMMUHALINAS U U30eKaTh e
HeBO3MOXXHO. Eciu BUI BKIIIOYEH B CUCTEMY MUIIIE-
BBIX 1IeTIeii (a B ycnoBHsIX Onocdephl MHa4Ye 1 ObITh He
MOXET), TO YacTb €ro ITOTOMKOB OyIeT Heu30exXHO
SJIMMUHUpPOBaHa (U 0e3BO3BpAaTHO YTepsiHA UIST MC-
cregoBanus). OcTaBIINIiCS TUAMa30H U3MEHYMBOCTHI
OyIeT 3aBUCETh OT CTeNEHU SJIMMUHALIUM U €€ XapaK-
Tepa. Poib cTeneHn sJIMMMHALIMM HE BBbI3BIBACT pas3-
HOUTeHU# y ucciegosareneil. O4eBUIHO, YTO 4eM
MEHbIIIE OCTAHETCSI TOTOMKOB, TEM MEHBIIIWIA Auara-
30H U3MEHYMBOCTU OYAET MPEACTaBJICH B UX COCTaBe.
A BOT 1O TIOBOAY XapaKTepa 3 IMMHUHALIMK BEIABUHYTO
JIBe aJITepHaTUBHBIe Touku 3peHus (KosajeHKo,
2003; ITormos, 2005):

1) BeiOopouHas (ro Bepcuu Y. JapsunHa, CTO u ee
MIPOU3BOMHBIX);

2) chydaiiHas (MO BEpCUM IPOTUBHUKOB MIEHU
€CTeCTBEHHOIO 0TOOpA).

IMpoBepuTh, Kak oTpaxkaeTcs BEIOOPOTIHAST DTTMMM--
HalWs Ha TMalta30He U3BMEHUYMBOCTHU B JJaOOPATOPHBIX
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YCJIOBUSIX, HE TIPEACTABIISIETCS BO3MOXHBIM. A BOT pe-
3yJIBTaThl CJIy4aifHOU 3JIMMUHAIIUM MOXKHO ITOTIpo0o-
BaThb IPEICKA3ATh.

ChnyyaitHasd 3AMMUHALIMS B YCIOBUSIX “addekTa
HOPMBI MPU3HAKOB” M HEPABHOW BEPOSITHOCTU TTPO-
SIBJICHUS BApUAHTOB M3MEHUYMBOCTHU JIOJIKHA TPUBO-
JIUTh K TOMY, UTO B IIEPBYIO Ouepeab U3 Arara3oHa u3-
MEHUYMBOCTU BBITIAAYT penkue (MaJouyrcleHHbIe) Ba-
puaHTbhl. COOTBETCTBEHHO, M B pPEaJIbHOM pa3HO-
0o0pa3uy OCTaHeTCS] HOpMa M caMble BBHICOKOYACTOT-
Hble BapMaHThl U3MeHUYuBOCTU. [IpuBeneHHbIe 31eCh
JIAaHHbIE 0 CEPOI 3Kabe COIIaCYIOTCS C 9TUM 3aKIroue-
HueM (tabmuna). Te BapuaHTbl aHOMAaJIMii OCEBOIO
cKeJieTa, KOTOPbIE B YCJIOBUSIX UCKITIOUCHUS DIMMUHA-
1IMM UMEIOT CaMble BBICOKHE BEPOSITHOCTU B TIEPBYIO
oyepellb U MonajaT B chepy BHUMaHUS MCClie0Ba-
TeJiei, OMUCHIBAIOIIUX U3MEHUMBOCTh B TIPUPOTHBIX
nonyassuusix. MoXHO CpaBHUTh HalllU JaHHBIE T10 ce-
poii xkabe ¢ TeMU, YTO OBUIM TIOJY4YeHBI paHee IIpH
CYMMMPOBAaHUM COOCTBEHHBIX U JIUTEPATyPHBIX JaH-
HBIX 110 aHOMAJIUSIM TTO3BOHOUYHUKA OECXBOCTBIX aM-
¢duodwnii (Koanenko, 1992; tabur. 6).

Tak, cuaopom HC (HapyllleHne cerMeHTalun) 1
€ro CJICACTBUS ITOKA3aJIM CaMylO BBICOKYIO 151 aHOMa-
JIUA BEpPOSITHOCTb B MAHHOW CEpUM CEepoi Kadbl —
6.8%. PaHee GbUIO TTOKAa3aHO, YTO 3TOT CUHAPOM B Ka-
YeCcTBEe aHOMAJIMI XapaKTePeH MIJIsI BCeX ITO3BOHOYHBIX
KUBOTHBIX, B TOM UMCJIE U JIJIs1 0€CXBOCTBIX aM(pUuouii
(KoBanenko, 1992, 2000a). OtnenbHbIE aHOMAJIUU
3TOr0 CHMHApOMAa (CM. BTOPYIO CTaTbIO 3TOM CEpUM)
OMUCAHBI Y 1LISJIOTO psia 0€CXBOCTHIX aM(pUOUIi, B TOM
qucyie Uy cepoii xkabnl (camoe paHHee ormcanue Ado-
Iphi, 1892, 1895).

Xopo1110 N3BECTHOIM aHOMAaJIUEH SIBJISICTCS U CIIUSI-
HUE TeJ U/WIA HeBPaJIbHBIX IyT ITO3BOHKOB y T€X BU-
JIOB, U5 KOTOPBIX B HOPME OHO HE XapaKTepHO. Y ce-
pOIi 3kabbl Takasi aHOMAaJIUSI BCTpeueHa y 2% ocobeii.
Ho otnenbpHbIe BapraHThI CIUSTHUN MEXITY TO3BOHKA-
mu (Tabimia) nmerot yactory ot 0.06 mo 0.8%. Han-
OOJIBIIYIO YacTOTy nokasbiBaeT BapyuaHT I + 11 (0.8%).
IMeHHO OH 4acTO OIMCHIBAETCS Y 0€CXBOCTHIX aMpu-
OMit 3 MPUPOIHBIX MOMYJSIINI, B TOM YUCJIC Uy CE-
poii Xxabbl. A, KpOMe TOTO, OH BCTpeYaeTcsl U Kak
HOopMa cTpoeHus y psiaa BumoB Bufonidae (cm. Ko-
BajieHKo, 1992, Ttabiu. 6.2). BapuaHTbl CAUSHUN
MMeEIolINe OYeHb HU3KYIO YaCTOTYy B MHIUBUIYaJlb-
HOI U3MEHYUBOCTH, HAIIPUMEP, CIUSTHUE Yyeperna U
nepBoro no3BoHka (0.06% — y cepoii xkabbl) paHee y
0ecXBOCThIX aMpUOUl BOOOIIEe He ObLJIM ONMCAHBI
HHU pa3y (CM. TaM Xe).

O‘-IGBI/II[HO, YTO HJaxe cny'{aﬁmaﬂ SJIMMUWHaIUA
OrpaHM4YmMBacT UISMCHUYMNBOCTD U B IICPBYIO OYEPEIL 3a
CUCT PpCAKMX BAPUAHTOB CTPOCHM .

II. dakTophl, OrpAHHYMBAIOLIME CAMO YHCJIO BO3-
MOXKHBIX BAPMAHTOB CTpOeHMsI (3aIlpeThl Ha oIlpese-
JICHHbIE COYETAHUS COCTOSIHUIA MMPU3HAKOB)

BOHpOC 00 OIrpaHMYCHHOCTHN MNJIM HCOI'PaHUYCH-
HOCTH U3MEHYMBOCTH ObLI TIOYBOM IS OCTPbIX OUC-
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HEYeTHOe CBOOOIHAs

CIvsIHUE MOJOBUHA BCEro
LT 34 14 48
6e3 n 1 1
BCEro 34 15 49

Puc. 1. CriekTp BO3MOXHbBIX KOMOMHALIMI COCTOSIHUI TTPU3HAKOB “HEYETHOE CIIUSIHUE TTOJIyTIO3BOHKOB” 1 “CBOOO/IHAS ITOJIOBU-
Ha Mo3BOHKAa” (10 TOPU30HTAIN), U “IIaXMaTHBII NMopsiaok” (1Mo BepTukain). B sueiikax yKazaHO YMCIIO 9K3EMIUISIPOB, Y KOTO-
PBIX BCTPEUYEH AaHHBIN BapuaHT cTpoeHus. OcTaabHble 0003HAYSHMS TE XKe, YTO U B TaO/IULIe.

KyCCHI MEXKIy CTOPOHHUKAMU Pa3HBIX HATIpaBIeHUIA
SBOJIIOLIMOHHOIO YYEHUsI, HauuMHasi yXe C KOHIIa
XIX B. (ITonos, 2005). Hanpumep, H.A. JanuneB-
CKMIA CUMTAJI, YTO BCIKOE UCCIIeIOBaHNE, YCTAHABIIM -
Batoiiee (bakKT OTpaHMYCHUS] U3MEHUMBOCTH, OIPO-
BepraeT gapBuHU3M (JdanuneBckuii, 1885). CtopoH-
HUKM WOEU €eCTECTBEHHOro orbopa (JapBUHM3MA,
CTD u ux IpOM3BOAHBIX) MPUIECPXKUBAIUCH IPEI-
CTaBJICHUI O TIPaKTUYECKU HEOorpaHUYeHHOH (Wiau
OYEeHB OOJIBIIIONI) N3BMEHYNBOCTH (CM. 0030pEI BopoH-
noB, 2004; Hazapos, 2005; ITomos, 2005; YaiikoB-
ckuii, 2003; FOnkep, Xocchenna, 2007 u ap.). U ato
MOHATHO, MOCKOIBKY B KoHIernmuuu Y. JlapBuHa mo-
JIOXXEHUE O CYTH BBIOOPOYHOM 3JIMMUHALIMKA U TIOJIO-
KeHWEe O HEONpeAesIeHHOCTH UM HEeorpaHWYEeHHOCTH
W3MEHYMBOCTU B3aMMHO JHONONMHUTENIBHBI (KoBajieH-
Ko, 2003).

OaHaKo BOIPOC 3TOT PeIaicss BOCHOBHOM Ha TEO-
pPETUYECKOM YPOBHE, T.K. CYUTATIOCH, YTO HA ITPAKTUKE
HU J0Ka3aTb, HU OMPOBEPTHYTh IIPeACTaBISHUE O Xa-
pakTepe M3MEHUYMBOCTU HE MPEACTABISIETCS BO3MOXK-
HbIM (cM. KoBasienko, [Toros, 1997). TonbKo B KOH1IE
XX B. ObUT IPEIJIOKEH HOBBINM MOAXOM K aHAIN3Y T10-
TeHuanbHOI n3MeHunBocTr (Kovalenko, 1994; Ko-
BaJIeHKO, 1996). CyTb ero CBOIMTCS K aHAIN3Y pealb-
HOIl M3MEHUYMBOCTU OTHOCHUTEJIBHO TEOPETUYECKU
OXMIAEMOIi, YTO IIO3BOJISIET BBISIBIISITH 3alpeThl Ha
KOMOMHAIINM MEXAY COCTOSTHUSIMU TIPU3HAKOB U B
JaJIbHEUIIIeM aHAIM3UPOBaTh NX BO3MOXHBIE MOpP(O-
TeHeTU4YeCKMe MpUIMHbI. MeTon ObUT Ha3BaH “MeTo-
JIOM CIIEKTpOB” M ONpoOOOBaH Ha psiie MPU3HAKOB
MOCTKPAHUAJIBHOTO CKeJleTa OeCXBOCTBIX amMpUOmit
(cM. KoBanenko, 19966; Kosanenko, JlaHnuneBckasi,
1996; Kosanenko, Kpyxxkosa, 2000; Kosanenko, /la-
HuJ0B, 20060).

To, 4TO COCTOSIHMSI OTHEJILHBIX MPU3HAKOB MOTYT
OBITh pealn30BaHbl KaK B HOPME CTPOEHUS Y Pa3HbIX
BUJIOB, TaK U B COCTaBe BapMaHTOB WX WHAVBUIYaTb-
HOM M3MEHYMBOCTHU, OBLJIO U3BECTHO YK€ BO BpeMeHa
Y. lapsuHa. [To3gHee HakKOMMIMCH (DAKTHI, O TOM, UYTO
Ha0J1I01aeTCsl HEKOTOpasi 3aKOHOMEPHOCTD TIPOsIBIie-

HUSI BapuaHTOB M3MeH4YMBocTH. Ha sTom HaOmone-
HUM, TI0 CYTU, U OCHOBaHa ujes “psimoB rOMOJIOrnye-
ckoit mameHuuBoct” H.M. BaBunosa (1920). Cam
H.M. BaBunoB paccumThiBaji, YTO OTKPBITHIA UM 3a-
KOH “TOMOJIOTMYECKON M3MEHYMBOCTU’ OyIeT HcC-
MOJIb30BaH He TOJIBKO B MPAKTUYECKUX LIEJISIX, HO ChIT-
paeT poJib MHCTPYMEHTA IJISI OLIEHKM OMOJIOTMYECKOTO
pazHooOpasust (BaBwios, 1935). [lelACTBUTEIbHO,
000011IeHME TTPONU3BOANIIO BIICYATIIEHHE YETKOIO IIpa-
BWIA. “DTOT THII U3MEHYMBOCTU [TOMOJIOTMYECKON]|
SICHO IEMOHCTPHUPYET, YTO (DUIIYyM, SBOIIOLUOHUPYS,
3aroJIHSIET CBOMMU BUJIAMU CTPOKU HEKOTOPOIl Tab-
JIMLIBI, TaK YTO OKAa3bIBAIOTCSI CYIIECTBEHHO CXOMHBI-
MU 3JIEMEHTBI OgHOTO cToa61a” (JItoouiies, 1982).

OpHako, NpuMeHeHHe “MeTona criekTpoB” Kosa-
JIEHKO I10Ka3ajI0, 4TO “CTpOKM” U “CTOJIOLBI” Teope-
TUYECKHM OXMAAEMOM M3MEHUYMBOCTU Y Pa3HBIX BUJIOB
3aMOJIHSIOTCS HE IIOJIHOCTBIO (Jaxke Ipu OOJIBIIIOM
00beMe MCCIeIOBAaHHOIO MaTepuaia). beLio BeIIBU-
Hyto mnpeamnonoxenue (Kosanenko, 1996a, 2000a),
4TO OYEBUAHBIC 3aIIPEThl (WJIM CYILLIECTBEHHBIC Orpa-
HUYEHUS ) Ha peaTn3alyio onpeaelIeHHbIX BADUAHTOB
CTPOEHMUSI CBSA3aHbl UMEHHO C COYETAHUEM COCTOSTHUI
MIPU3HAKOB.

OnHoit 13 meieit JTaHHOM paboTHI ObLIA ITPOBEepPKa
CIpaBeUIMBOCTH CIeIaHHBIX paHee 3akoyeHuit (Ko-
BaJieHKO, 2000a): BunocneuuuyHOCTh KAaK HOPMaib-
HBIX, TAK 1 aHOMaJIbHBIX BApPUAHTOB CTPOEHMUSI, OTIpe-
JIeJISIeTCST HE COCTOSIHMSIMU OTAEIbHBIX MPU3HAKOB, a
UX KOMOMHaLUUSIMU. THBIMU C10BaMU, HOTEHLMUAJb-
Hasl U3MEHYMBOCTh CYIIECTBEHHO OrpaHMY€Ha M3Ha-
YyaJibHO (e111e 10 TOro, Kak Jirobas hopMa 3TMMUHALIMN
MOXET €€ COKpaTUTh). YHCI0 pealbHbIX BapHaHTOB
WHAWBUAYATbHOU NU3MEHYMBOCTU B ITPYIIIE, U30JIMPO-
BaHHOI OT OCHOBHBIX (haKTOPOB JTMMMHALIMU, CYIIIE-
CTBEHHO HIXK€ TOTO MX YHCJia, KOTOPOE MOXHO OBbUIO
OBl OXXMOATh TEOPETUIYECKHU, €CJAU BEIYMCIUTD BCE CO-
YeTaHUSI MEXIY COCTOSHUSIMM MHTEPECYIOIIMX Hac
TMPU3HAKOB.

Hwuxe MBI puBoanM (akTUIEeCcKHEe IaHHBIE IO
WHIVBUIYaJbHOM M3MEHYMBOCTU Cepoil kabObl B
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CBOOOAHBIN X MO3BOHOK HeCBOOOMHBIN X MMO3BOHOK BCEro
LEeJBIi 1/2 HeJIblit 1/2
KOJINYECTBO 8.0 0
TYJIOBUIITHBIX

TTO3BOHKOB

8.5 0

9.0 5 1 13 13 32

9.5 8 2 10

10.0 4 1 5

BCETo 9 9 14 15 47

Puc. 2. CriekTp BO3MOXHBIX KOMOMHALIMIA COCTOSIHUI TIPU3HAKOB “HaIMYME 3aKPECTLOBOTO MMO3BOHKA” (110 TOPU30OHTAIN) U
“KOJIMYECTBO TYJIOBUIITHBIX TIO3BOHKOB” (110 BEPTUKAJIN).

CBOOOIHBIN HECBOOOIHBIN BCEro
X TT0O3BOHOK X MO3BOHOK
LTI 1/2 TEebIi 1/2
HA 2 2 2 5 11
6e3 HA 7 7 12 10 36
BCEro 9 9 14 15 47

Puc. 3. CriekTp BO3MOXHBIX KOMOMHALIMI COCTOSIHMI MPU3HAKOB “HaJMyMe 3aKPECTLIOBOrO IMMO3BOHKA” (IO TOPM30HTAJIN)
U “HaJlnyue CUHIpoMa HapacTaolluas acumMmerpus “HA” (no Bepruxanu). O603HaUEHUSI T€ XK€, UTO U Ha puc. | u B Tabnuue.

m3 IX 2 m3 X | m3IXmp m3 IX — BCEro
np3 X 2 14 14
np3 X 1 5 9 14
np3 X
np 6 17 23
np3 X — 29 46 57 1450 1582
BCEro 54 55 74 1450 1633

Puc. 4. CniekTp BO3MOXHbBIX KOMOMHALIMI COCTOSIHUI NMPU3HAKOB “Hajimuue nocrauranodusos Ha IX mo3BoHke” (10 ropu30H-

Tann) 1 “Hanmdue mpe3uramnodu3oB Ha X TO3BOHKe” (110 BEPTUKAIM). “J1”° — JieBasi CTOpOHa, “mp” — Tpasasi CTOpHa, “—” — co-
OTBETCTBYIOIINIA 3JIEMEHT OTCYTCTBYeT. OCTaJIbHbIE 0003HAUEHUS TE K€, YTO M Ha puc. | 1 B TabiuIe.
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0 o 1 mo 2o BCEro
8.0 5 5
8.5 8 10
9.0 1520 11 1592
9.5 10 16
10.0 7 8
IB 2 2
BCEro 1552 11 1633

Puc. 5. CrieKTp BO3MOXKHBIX KOMOMHALIMI COCTOSTHUI MPU3HAKOB “HaIM4MeE “pyaIrMEeHTapHBIX OTPOCTKOB Ha YPOCTHUJIE

9993

(o ro-

PU30HTAIN) U “KOJIMYECTBO TYJTOBUIIIHBIX ITO3BOHKOB” (TI0 BEPTUKAJIN). “IB” — Ipyrue BapUaHTHI, “TI0” — MOTIepeYHbIe OTPOCT-

ku. OcTajbHble 0003HAYCHUS TS K€, YTO 1 Ha pUC. 1.

1I 111 v A\ VII VIII IX yp BCEro
Ges HA 83 | 84
c HA 6 1 7
BCEro 0 89 2 0 0 0 0 0 91

Puc. 6. CriekTp BO3MOXHBIX KOMOWHAIMI COCTOSTHUI MPU3HAKOB “OMypKalus MOMepeyHbIX OTPOCTKOB” (110 TOPU3OHTAIIN) U
“Hannuue cuHapoma “HA” (o Beptukanu). “yp” — ypoctuiib. OcTajabHble 0003HaUEHUS TE Ke, YTO U Ha puc. 1.

ITOJTIb3Y BTOTO 3aKITIOYEHMS. DTO HAIVISIIHO TPENCTaB-
JICHO Ha “CheKTpax U3MEHUYMBOCTU” MO Pa3HbIM MpPHU-
3HakaMm (puc. 1—8). CrekTpbl MOKa3kIBaIOT, YTO CO-
CTOSIHUSI pa3HbIX TIPU3HAKOB HE CBOOOTHO KOMOMHM -
PYIOTCSI MEXKIY COOOI.

1. Anomaymu B coctase cunapoma “HA” (napacraro-
ast aCUMMeTPHs)

Koppensiiimn MexXay OTHeNbHBIMUA TPU3HAKAMK
0COOEHHO XOPOIIIO BUAHBI IIPUMEPE aHOMAIUIA B CO-

cTaBe cHHIpoMa “Hapactaromias acummerpust”’. Oc-
HOBHBIC 13 HUX MO2KHO CBECTH B CJICAYIOLIME I'PYIIIbI
(TToapoOHOE OMMCAaHUE CM. BTOPYIO YaCTh TAHHOTO CO-
OOILLIeHMS):

— aCUMMETPHUSI B PACIIONIOXEHUMN MPABBIX U JIEBBIX
3aKJIaJI0K TTO3BOHKOB (IIOJIyIIO3BOHKOB), KOTOpasi He
MPUBOIUT K UX IIaXMATHOMY TOPSIIKY;

— MIAXMAaTHBIA MOPSIOK 3aKJIagoK (ITOJYITO3BOH-
KOB) Ha OTAEJIbHBIX OTPE3KAX OCEBOr0 CKEJIETa;

I+ 1112 I+ Il x IT + III mp IT— 111 BCEro
oud 1112 20 1 2 2 25
oud 111 n 21 12 33
oud I np 37 8 45
oud — 1530 1530
BCEro 20 22 39 1552 1633

Puc. 7. CriekTp BO3MOXKHBIX KOMOMHAIINI COCTOSIHMI Mpu3HaKoB “ciausinue 11 u 111 monepedHbIx OTpOCTKOB” (10 TOPU3OHTAIN)
u “oudypkanus I11 monepeunoro orpoctka” (1o BepTukamm). “oud” — oudypkaums, “—” — Het oudypkaunu. OcraabHbie 000-

3HAYEHUSI T€ XK€, YTO U Ha puc. 1, 4 U B TabIMLIE.
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220 | 200 | 210 | 120 | 110 020 011 | 021 | 012 | 002 | 022 | Bcero

+3 0
+2n 1 1 2 16
+23 2 2 1 3 11
+0 2 2 4 6 1548 3 9 2 1576
+0 1 5 1 6 24
+23 1 1 2
BCEro 2 5 3 5 11 1574 5 15 3 6 0 1629

Puc. 8. CriekTp MI3BMEHUYMBOCTH JABYXCTOPOHHETO KpecTia Bufo bufo. 3amitprxoBaHHbIE STYEKY ¢ UpaMu — peabHO BCTpEYeH-
HbIe BAapMAHThI; 3alITPUXOBAHHBIE sSTYeiKU 6e3 (P — He BCTPEYEHHBIE, HO TMTOTeHIIMATbHO BO3MOXKHBIE BADUAHTHI; OCTAJIbHbBIE

0003HaYeHUsI CM. B TEKCTE 1 Ha puc. 1.

— CJIIMAHUMUE HECYETHOro 4uncija 3akKjagokK (HOJTYHO-
3BOHKOB) Ha OTACJIBbHBIX OTPE3KaxX OCEBOTO CKEJICTA,

— HEYCTHOC YMCJIO TYJJOBUIIHBIX ITO3BOHKOB.

AHau3 nmokasai, YTO BCe 3TU MPU3HAKU TTPOSIBIISI-
FOTCSI B3aUMOCBSI3aHO. Tak IIaXMaTHBIA TTOPSIIOK MO~
JIyCeTMEHTOB ITI03BOHOYHMKA BCTpEYaAeTCsS MperMYy-
IIECTBEHHO MpPHU SIPKO BBIPAXKEHHOI HapacTalollei
acuMMeTpun — 46 3k3. u3 47. MUckimoueHre coCTaBUIT
1 3K3., y KoTOpOoro HabIroaa1ach JIOKaJIbHAs aCUMMET-
pUsT B KpEeCTLIOBOM OTJejIe MTO3BOHOYHMKA. HeueTHoe
CIIUSTHYE TIOJTYTIO3BOHKOB BCTPEeUaeTCs TOJBKO Ha (o-
He UX IIaXMaTHOTO MOPSIIKA IIPY HapacTaloIleii aCM-
MeTpuu (puc. 1). B cBolo ouepenb, Mpu3HaK “cBOOO/I-
Hasl IOJIOBMHA” KaKOro-JIM00 MO3BOHKA SIBHO KOppe-
JIMPYET C TIPU3HAKOM IIAXMATHBIH ITOPSIOK B CyMME C
MIPU3HAKOM “CIMSIHME HEYSTHOro 4Kciaa 3akjaagok”
(puc. 1). EDMHCTBEHHBIN 3K3eMILISIP, KOTOPLIA KakK
OyaTo ObI BHIMIAN M3 3TOTO IIpaBMJjia, HA CaMOM Jelie
TOJIBKO TIOATBEPKAAET ero. Y 3TOro ceroyieTka pa3Hu-
11a B JJIMHE IIPaBbIX U JICBBIX CETMEHTOB ObLJIa HE TaK
BEJIMKA, YTOOBI IIIAXMATHBI MOPSIIOK MOJIyCETMEHTOB
cchopMmupoBaics yKe B TYJOBUIIIHOM YacTU (CM. TIO-
JIpoOHEee BO BTOPOI YacTH JAaHHOIO COOOIIEHUS) U
CBOOOIHO OCTajach MOJIOBUHKA TOILKO TIEPBOTO 3a-
KpEeCTLIOBOTO CerMeHTa.

3aMeTHM, YTO MepeuUnCIeHHbIE KOPPEISILIMU B CO-
CcTaBe CMHIpOMa “HapacTalolleii aCHMMETpUM~ paHee
OBUTM HAMM TIPeCKa3aHbl M IS HUX BBISIBJICHBI MOP-
dorenernyeckre npuunHbl (KoBaneHnko, 1983, 1992,
2000a). Bemymym npr3HaKOM SIBJISICTCSI HEPABEHCTBO
CErMEHTOB IPaBOM M JIEBOM CTOPOHEBI. A TTOCKOJIBKY
CEerMeHTHI 3aKJIabIBaIOTCS, HAYMHAS C KpaHUAJIBHOTO
oTIesia IIO3BOHOYHMKA, TO OT TOTO, C KAKOTO CerMEHTa
9Ta pa3HMIIa HAYMHAETCS, a TAKXKe OT CTETIEHH 3TOTO
HEepaBEHCTBA 3aBUCUT KOHEUHBII pe3ybTaT pa3BUTUS
OCEBOTO CKeJjieTa. DTU YCIOBUSI BBOISIT OTPaHUYECHMUS
Ha CBOOOTHOE COYETaHWE BO3MOXHBIX COCTOSTHUIA
Npu3HaKoB. Bo3HMKaeT conomunHeHe MPU3HAKOB —
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3aKOHOMEPHOCTb, KOTOPYIO Ha3bIBAIOT “3aKOHOM

Kiosbe” (Boponiios, 2004).

Brie 0pU10 MOKa3aHO, YTO OJHOW M3 aHOMAaJIUA
cuHapoMma “HA” siBisieTcsl HaluuMe CBOOOIHOTO 3a-
KpecCTIOBOTO Mo3BOHKa. OAHAKO Halll aHaU3 MOoKa-
3aJ1, YTO BTOT MPU3HAK He 00s13aTeILHO CBSI3aH C pac-
CMOTPEHHBIM CUHIPOMOM.

2. [Ipu3Hak “Hajm4ymMe 3aKpecTHOBOro MO3BOHKA”

BapuaHTbl COCTOSIHUSI 3TOr0 MpU3HAKa U CTATHU-
CTHKa UX IIPOABJIICHUA IIPUBEICHA BO BTOpOﬁ cTaTbe
O JAHHOU cepuu (CM. BTOPYIO YacTh JAHHOTO CO00-
IeHus1). 3[eCh JIMIIbL HAIIOMHUM, YTO 3aKPECTLIOBBIN
CErMEHT MOXET OBITh:

1) ITOJTHOCTBIO aBTOHOMHBIM (CBOOOITHBIM — IIO-
JIBIDKHO COWIEHEHHBIM C IIPEIbIIYIINM 1 TTOCIeIYIO-
IIUM CEeTMEHTOM);

2) HEeCBOOOIHBIM (HEMOABUXKHO COUYJIEHEHHBIM C
TIOCTIETHUM TYJIOBHMIITHBIM TIO3BOHKOM W/WJIM C YpO-
CTUJIEM); HO B 9TOM CJIydae OH COXPaHSIET CJIebl aBTO-
HOMHOTO pa3BUTUS (HampuMmep, YETKYI0 TpaHUILy C
MPEILITYIIINM 1 TIOCJCAYIOIINM 3JIEMEHTOM).

ChexTtp (puc. 2), mpexae BCero, IoKa3bIBaeT, YTo
CYLIECTBYIOT OTPAaHUYEHMS HA COYETAaHUE STOTO IPU-
3HaKa C MPU3HAKOM “UYKCIIO TYJIOBUIIHBIX ITO3BOH-
KoB”. Bce BapuaHTHI TIOC/IEIHEr0 Mpu3HaKa (1o Bep-
TUKAJIM CHEKTpa) BCTPEUYAIOTCSI B MHIMBUAYAJTbHOI
W3MEHUYMBOCTH CEPOil XKabbl, HO 3aKpPeCTLOBBIN MO-
3BOHOK BCTpeYaeTcsl TOJILKO B COYeTaHUM C 9-10 U
OOJIBIIMM YHCJIOM TYJIOBUIIHBIX ITO3BOHKOB. Ham-
OOJIbIIYI0O BEPOSITHOCTh ITOKA3bIBaeT KOMOWHAIIUS
9 TyJIOBUIIIHBIX TMO3BOHKOB M  “3aKpeCTLOBBIN”
(32 9k3., 2%). M0OXHO ObLIO ObI MPEANOIOXKNUTh, YTO
3TO eCTh Pe3yJIETaT COUeTaHMsI IBYX HanboJjiee BEpOosIT-
HBIX COCTOSTHUIA MPU3HAKOB (BeIb CyMMapHasi BEpOSIT-
HOCTb paBHa ITPOU3BEIACHUIO BEPOSITHOCTEN OTIEIIb-
HBIX cocTapsolmx). OgHako IpyM BHUMAaTEIbHOM
paccMOTpPEeHUU BUIOHO, YTO 3TO He Tak. Hampumep,
CyMMapHasl BEpOSITHOCTh BOCIIPOU3BEIECHUSI 8 U
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8.5 Mo3BOHKOB y cepoii xkabsI (15 3k3., 0.92%) cyie-
CTBEHHO BbIIlIe, YeM BeposSITHOCTh 10 MO3BOHKOB
(8 9kx3., 0.49%). U, TeM He MeHee, TIpU TIEPBOM YCIJIO-
BUU 3aKPECTIOBbII MO3BOHOK HE BCTPEUEH HU pa3y, a
IIpU BTOPOM BCTpeueH y 5 a3k3. (0.3%), uro siBisieTcs
JIOBOJIbHO BBICOKUM TTOKa3aTesieM JJIsl BApUaHTOB UH-
JNUBUIYyAIbHOU U3MEHUMBOCTH.

DTy 3aKOHOMEPHOCTh MOATBEPKIAIOT U JaHHbIE IO
HOPMAaJIbHOMY CTPOEHUIO OCEBOro cKejeTa y 6ecXxBo-
CThIX aM(pubuii (OHU IPUBEASHBI BO BTOPOIl CTaThe).
3aKpecTIHOBLII MO3BOHOK B KauyeCTBE HOPMbI CTPOE-
HUS BCTpevaeTcs y IPUMUTUBHBIX Anura, MMEIOIIX
10 TynoBuiHBIX 1T03BOHKOB (Duellman, Trueb, 1994).
A B KavyecTBe MHAMBUIYaJTbHON M3MEHYMBOCTU Hau-
OoJiee xapakTepeH UIsl TIpeAcTaBUTeNeil apxeobaTpa-
xuii (Ritland, 1955; Madej, 1965; Lynch, 1973 u np.),
CKJIOHHBIX BOCITPOM3BOINUTD CPEIN BAPUAHTOB U3MEH-
YUBOCTU OOJIbIIIEE YMCIIO TYJIOBUIIIHBIX TO3BOHKOB.

[MpuBnedyeHne K aHaIM3y BapUaHTOB HELIEJIOrO
YKCIa TYJIOBUIIHBIX TTO3BOHKOB MOXET BHI3bIBATH 3a-
CJIy>KCHHOE€ COMHEHME — Be/lb IPUYMHBI TAKUX Bapy-
aHTOB CBSI3aHbI C CEPbE3HLIMM HAPYIIEHUSIMU Cer-
MEHTAlIMM Ha paHHUX cTaausix pa3sutus (KosajgeHko,
1983). [ToaTOMY MBI TPOBEJIU CIIELIMAILHBIN aHAINU3 —
HACKOJILKO CBSI3aHbI MEXAY COOOI MpH3HAKU “‘3a-
KpeCTLOBBIN cerMeHT” 1 “cuHapoM HA” (Hapacraio-
mast acummetpust). OpHako cnexkTp (puc. 3) mokasain,
4TO MPOSIBIICHNE IPU3HAKA “3aKpeCTLOBBII CErMeHT”
HE TOJIBKO He 3aBUCHUT OT cuHApoMa “HA”, Ho 6e3 He-
ro BCTpevaeTcs maxke vaiie (36 3k3., 2.2%), yeM npu
ero Hammyuu (11 3k3., 0.67%).

3. IIpu3HaK “HaMYMe COWIEHOBHBIX OTPOCTKOB” HA
TPAHUIIE TYJIOBHIIE—XBOCT

KpecTioBO-ypoCTUIBHBIM  OTAEN 0eCXBOCTBIX
aMpuoOMii MoKa3bIBaeT HaAMOOJIBIIYIO BapHabdesb-
HOCTb KaK CpeJIM HOpMaJiIbHbIX BADUAHTOB CTPOSHHUS
(B ToM uncie u 'y Bufonidae, KoBanenko, JlaHuios,
2006a, 6), Tak U cpeAy BApUAHTOB UHAVMBUAYAILHOMN
U3MeHYMBOCTU. Llenblii psim MpU3HAKOB 3TOTO OTAEJIA
SIBJISIIOTCSI TMarHoctTuiyeckumu. Hamuuume couneHoB-
HBIX OTPOCTKOB Ha TpaHMIIEe TYJTOBUIIIE — XBOCT BCTPE-
9JaeTcs TOJBKO B COCTaBe MHIMBUAYATBHON N3MEHUN-
BOCTU. DTOT MpU3HAK MHTEPEeCeH TeM, YTO OH, Kak
OynaTro OBI, KOCBEHHO yKa3bIBacT Ha aBTOHOMHOCTH
pPa3BUTHS TIEPBOTO 3aKPECTIIOBOro cermeHra. Komm-
YeCTBEHHBIE JaHHbIE 10 €T0 BCTPeYaeMOCTH IpUBe/Ie-
HBI BO BTOPOU cTaThe JaHHO# cepun. Ho Kpome 3Toro,
Hac MHTEPECOBAJIa KOPPEJSILUSL MEXIY DPA3BUTUEM
MOCT3UTaI0(130B KPECTLIOBOTO IMO3BOHKA M TIpe3ura-
MoGHU30B 3aKPECTIIOBOTO CETMEHTA.

CrekTtp (puc. 4) mOKa3bIBaeT, YTO M3 TEOPETUIECKU
BO3MOXHBIX 16 BapMaHTOB peajnM30BaHbI BCEro 8 Ba-
PYAHTOB U3MEHYMBOCTH U 1 BapuaHT HOpMBI. OcTajib-
HbIe SYEHKM He 3aIlOJIHEHbBI, YTO TTO3BOJISIET MPEIIOo-
JIOXKHWTh 3ampeT Ha (popMUpOBaHUE B OHTOIeHE3¢ Ta-
KMX coyeTaHM (WIM MX OYCHb HM3KYIO0 BEpOSIT-
HocTh — Huxe 0.06; Te. MeHblle 4YyeM 1 3K3. Ha
1633 uccinenosanubix). [IpuyeM cam xapakrep pacrio-

KOBAJIEHKO, KPY2>KKOBA

JIOXKEHMS “‘3ampeToB” B CIEKTpPe IOKA3bIBACT, UTO
MIPOITYCKU B CIIEKTPE COBCEM He CaydaiiHbl — (DOpMU-
pOBaHUE COUYJIEHOBHBIX OTPOCTKOB Ha TTOCEAHEM TY-
JIoBUIITHOM IT03BOHKe (IX) M Ha mepBoM XBOCTOBOM
(X) siBHO cBs13aHbl. OUYEeBUIHO, UTO BEAYILIUM IIPU3HA-
KOM SIBJISIETCSl HAJIMUME MOCT3UTranodus3oB (XOTsi Obl
ogHoro) Ha IX mo3BoHKe, T.K. IpU UX OTCYTCTBUH (IIO-
CJIEMHUI cTONOEL CreKTpa) Ipe3urarnodusbl Ha Mo-
CJIEAYIOIIMX CETMEHTaX He BCTpeuaroTcsl BOBCe. A mpu
OTCYTCTBUHU TIpe3urarnodu3oB Ha 3aKPECTILOBBIX CEr-
MeHTax (MOCJeIHSISI CTPOKa CIIEKTpa) MOCT3Urarnopu-
3bl Ha IX (KpecTLIOBOM) MO3BOHKE IMPOSIBISIOTCS 10~
BOJIBHO YacTo (JIJIsi BAPMAHTOB MU3MEHYMBOCTH).

4. IlpusHak “pyauMeHTapHble OTPOCTKH Ha ypoO-
cruae”

B HOpMe cTpoeHus 3TOT NMpU3HAK BCTpevaeTcs y
COBPEMEHHBIX U BBIMEPILIMX MTPEACTABUTENIEH TPUMU-
TuBHBIX ceMmelicTtB (Duellman, Trueb, 1994; Estes,
1977), cKJIOHHBIX K (hOPMUPOBAHUIO YBEJIUYEHHOTO
YyHcia TyJOBUIIIHBIX TIO3BOHKOB. B cocTtaBe MHAUBU-
JTyaJIbHOW M3MEHYMBOCTH OH BCTpevaeTcs KakK y Mmpe/i-
CTaBUTeJel MPOABUHYTHIX, TaK U TIPUMUTUBHBIX Ce-
MEWCTB, HO JJIs1 MocaeaHuX oH Oonee TunmyeH (Kosa-
JieHKo, 1992). Onupasich Ha 3TU JaHHbIC MOXXHO ObLIO
Obl OXWIIaTh, YTO PyAUMEHTapHbIC TOMEpeYHble OT-
POCTKM OYAyT KOppeaupoBaTh C YBEJIUUYEHUEM YuCa
TYJIOBUILIHBIX TTO3BOHKOB. AHAJIU3 METOJOM CIIEKTPOB
(puc. 5) He OOHAPYXWJI TAKOM SIBHOM CBSI3U. Y cepoit
>Kabbl HAMOOJIBIITYIO BEPOSITHOCTH 3TA aHOMAJIUST UMe-
€T TpM JEBSITM TYJOBMIIHBIX IMO3BOHKax (72 3K3.,
4.4%), 1 cyllleCTBEHHO 0ojiee HU3KYIO BEPOSITHOCTH
Ipyd YBEIWYCHHOM 4YHCIE TyJOBUIOHBIX (9.5 m 10;
7 5K3., 0.43%). Takue OTPOCTKM He 3aIpelleHbl U IIPU
YMEHBIIIEHHOM YHUCJIe TYJIOBUIIIHBIX TTO3BOHKOB (8 1
8.5; 2 9k3., 0.12%), XOTa cpemr HOpMAJTBEHBIX BapHraH-
TOB y Anura Takoe CTpOeHUEe He BCTpevaeTCsI.

5. IlpusHak “ciisHue NO3BOHKOB”

BapuaHThI CTMSTHUSI TIO3BOHKOB B YCIOBUSIX CUH-
JIipoMa “HapacTarolliasi aCMMMETpUs1” ObLIIM PacCMOT-
peHbl Boiliie (pasaen cuapom “HA”). OHu B moaasisi-
IoIlIeM OOJIBIIMHCTBE MPEICTABISIIOT COO0M 00heaM-
HEHHMEe HEeYETHOTO YK CJIa TTOJTyITIO3BOHKOB B pe3yJIbTaTe
001Iel MPUYMHBI — HApYIIEHUS MOPSIAKA MOJTOXKESHUS
3aKJIaJ0K, KOTOpPOE 3aTparuBaeT cCpasy BeCh MO3BO-
HOYHUK (MJ11 €ro OOJIBIIYIO YaCTh). Bhiliie ObL10 MoKa-
3aHO, UTO aHOMAaJIMM CUHIpOMa MPOSIBISIIOTCST KOppe-
JISTUBHO.

31ech OCTAaHOBUMCS Ha CIIMSIHUSIX, BCTPEUAIOIINX-

Ccsl B COCTaB€ WHIMBUIYaJIbHOW M3MEHUMBOCTU BHE
cuapoma “HA”. Cpeoy HHUX IpPeUMYIIECTBEHHO
BCTpeyaeTcsl MonapHoe OObeIUHEHUE COCENHUX MO-
3BOHOYHBIX CETMEHTOB (BTOpasi YaCThb JAaHHOTO CO00-
meHus). [TpuaemM cimMBaThCs MOTYT JIIOOBIE IBE ITaphl
MO3BOHKOB, a TaKXXe YPOCTWJIb C TIOCIAEAHUM TYJIO-
BUIIHBIM U Yepemn C MepBbIM MO3BOHKOM. Y cepoi
KaObI ITPaKTUYECKM BCE OHU M BCTPEUEHBI (KpoMe
nap VI + VII u VII + VIII). Kaxnpiit u3 aTux Bapu-
AHTOB MMeeT YacToTy HuXe 1% (mecsTble 1 1axe co-
OHTOTI'EHE3 Ne 4
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TBIE TOJIN %, TAOIMIIA) ¥ TIPOSIBJIEHUE WX SIBHO HE CBSI-
3aHO MeXIy co0oi. MBI He OOHAPYKMJIN HU OJHOTO
CJTyJast COBITaICHUS CIIMSTHUS Pa3HbBIX ITap TTO3BOHKOB
B OTHOM MO3BOHOYHUKE (y ofHOI ocobu). M a3To no-
HSITHO, T.K. BEPOSITHOCTh COBITAIICHUS aHOMAJIbHBIX
COCTOSIHUI JBYX, HE3aBUCUMO BapbUPYIOLIMX TIPU-
3HAKOB, PaBHO MPOM3BEAESHUIO BEPOSITHOCTEM KaXKI0-
ro u3 HUx. Ecay Mbl cOCTaBUM Takoe IMpOU3BeeHIEe
Jlaxke U3 JIByX CaMbIX BEpOSITHBIX BApMAHTOB CAUSIHUM
(VI +V,0.37% un VII + 1X, 0.18%), TO TTOJIy4nM BepO-
SITHOCTb MX COBITafeHMs, paBHyio 0.066% — T.e. Mak-
cuMyM 1 3K3. Ha 1633 vcclienoBaHHbBIX (Ta0IUIIA).

Kak He oueBHMIHO 3TO 3aKIIIOYEHUE, HO UCXOMS U3
MpEICTaBICHUIA O HEOTPaHMYECHHOM XapaKTepe W3-
MEHUYMBOCTU, MCCJIEAOBATEIN HEPEIKO JIETKO Teope-
TUYECKU JOCTPAUBAIOT PSIAbI ITEPEXOTHBIX HOPM C I10-
MOIIBIO M3BECTHBIX aHOMAaJbHBIX BApMAHTOB CTPOEC-
Hust (KoBanenko, 2000a). PekoHCTpyKIIUsI OOBIYHO
OCYILECTBJIIETCS MyTeM MNePEeKOMOMHALIMU YK€ W3-
BECTHBIX COCTOSIHMIA MprU3HAKoB. Ee aBTOphI, 0UeBU/I -
HO, IIPEAItojlaraloT, 4TO €CJIM COCTOsIHME MpU3HaKa
BOCITPOU3BOJIUTCSI B pPEabHOM W3MEHYMBOCTHU, TO
BITOJTHE MOXET OBbITh pealn30BaHa U €r0 KOMOWHAIINS
C TFOOBIM IPYTYM COCTOSTHMEM BTOPOTO Ipu3Haka. Ho
MPaBOMOYHOCTb TAKOTO MOAX0Ja HUKEM He ObLIa J0-
cratouHo aprymeHtupoBaHa (BopoOneBa, MeiieH,
1988), a HaiM JaHHBIE €ro CYIIECTBEHHO IUCKPEIM-
TUPYIOT (HacTosas cratbsi, KoBanenko, 2000a).

6. Ilpum3naku “OmcdypKamyss MomepeYHbIX OTPOCT-
KOB” U “C/IMsIHME JUCTAJbHBIX KOHIIOB MONEPEYHbIX OT-
POCTKOB”

CrexTp (puc. 6) BO3MOXHOCTe! TpOsSBICHUS OM-
dypKamm nornepevHbIX OTPOCTKOB Y CEPOii 3KaObl MO-
Ka3bIBaeT, UTO TAKOE COCTOSTHHUE MPU3HaKa BCTPEUYSCHO
toJibKo Ha I11 1 IV mo3BoHKax. BeposiTHOCTh mposiBiie-
HUSI 3TOrO COCTOSIHMSI cocTaBisieT 5.57% (91 9k3.).
KpomMe Toro, BUIHO, YTO aHOMAJIUST IIPOSIBIISIETCS] KaK
B YCJIOBUSIX HOpMaJIbHOM cerMeHTauuu (repBasi CTpo-
Ka CIIeKTpa), TaK U B ycI0BHUsIX cuHapoma “HA” (BTo-
pasi cTpoka crekrpa). [1IpidaeM B TIepBoM ciTydae Bepo-
SITHOCTD €€ peav3alliyl CYIIeCTBEHHO BHIIIE, YeM BO
BropoMm (5.14% — 84 95k3. n 0.43% — 7 3K3. COOTBET-
CTBEHHO). YUMTBHIBAsI 3aKOHOMEPHOCTH TIPOSIBIICHMS
cuHapoma “HA”, 310 He HOJLKHO BBI3BIBATH YAWBIIC-
Hus. [lepBble cCerMEHTBI MCKITIOUMTETBHO PEaKO TOo-
MMagaloT MO/ BIUSHUE 3TOTO CUHIpOMA.

CrrekTp (puc. 6) SICHO TTOKa3bIBaEeT, UYTO y CepOIi 3Ka-
OBl OMGypKaLUs AUCTAIBHBIX YacTeil IOIIepeUHbIX
OTPOCTKOB Haubosiee BeposTHa s III cermeHTa
no3BoHouHuKa (dactora B III cermenTe cocraB-
nsteT — 5.45% — 89 9k3., a B IV — Bcero 0.12% —
2 9K3.). B yem Xe npuynHa Takou crienupuIHOCTI?
ITonepeunble OTPOCTKU U pedpa OTHOCATCS K TPYIIIIe
centayibHBIX 251eMeHTOB (bopxsapar, 1982). Komnare-
HOBBIE BOJIOKHA CENT SIBJISIOTCSI KapKacoM, Ha KOTO-
POM CKaIlUIMBaeTCsl CKEJIETOreHHasl Me3eHxuma, (op-
MUpPYS 3a4aTKu 3TUX CTpyKTyp. ClenoBarebHO, Ha-
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mnpaBjieHHue pocTa U (opma TOCICIHUX JOJLKHBI BO
MHOTOM 3aBUCETh OT PACIIOJIOKEHUS CeNTaIbHBIX BO-
JIOKOH. Ecay my4oK BOJIOKOH CEeNThl MO KaKOH-TO
NpUYMHE pa3IBauBacTCcs (paclIernsieTcsi), TO U pa3-
BMBalOIIasCs Ha MX OCHOBE CTPYKTypa TOXe OyIeT
pas3aBoeHa.

HauGomnee BeposiTHOI NMPUYMHOM TaKMX JIOKAIb-
HBIX HApYIIEHUI CeTMEHTALIMW, Ha HAIIl B3IJISII, SIBJISI-
€TCSl HaJIn4Kre KaKoro-To MpemnsTCTBUS Ha MyTHU CEM-
Tel. Cyyan pa3gBOEHMSI CENT, a COOTBETCTBEHHO U
CTPYKTYP, Pa3BUBAIOIIMXCSI HAa UX OCHOBE, BCTPEYaloT-
Cs1 Y IO3BOHOYHbBIX U ITPU HOPMAILHOM Pa3BUTUM (CM.
bopxsapnar, 1982). Hanpumep, y MUHOT MeXCerMeH-
TapHBIE COCY/IbI, ICJISIT CENThI Ha Mpe- U MOCTCEITalb-
HbIE YacTU, B pe3y/IbTaTe Yero B OTHOM CerMEHTE TeJia
y 3THUX XUBOTHBIX (hopMHUpyeTcsl He O/Ha, a JBe
HeBpajabHble Ayru. [103BOHOYHBIE apTepuy NTUILL U
MJICKOIUTAIONINX Pa3aesIsIOT IIPOKCUMATbLHBIC yIacT-
KM CEIITAJIbHBIX CKOIICHUI MEe3eHXMMbI Ha BEpXHUE U
HIDKHME YacTu. B pesynbsrare Ha mpoKCUMalIbHBIX OT-
Iejlax pebep o0pas3yloTcsl IBE TOJIOBKM, KOTOPBIMH
OHU TIPUYWICHSIOTCS K MO3BOHKAM. Y IITHUII OOJIBIIYIO
poJb B (pOPMUPOBAHUM ABYXTOJIOBYATOCTU peOEp UT-
PaOT TAKKE CTBOJIBI CUMIIATUYECKOM HEPBHOM CUCTE-
Ml (bopxBapar, 1982). IlepBoiii XBocTOBOM nuanogu3
y gmepul “TIpUHMMAET CJIETKa BIIbYATYIo (OpMy Ha
CBOEM JUCTAILHOM Kpae, 00Xois Ta3oBoe JTUMdaT-
yeckoe cepaue” (Manammyes, 2003, c. 50).

B nepenHux mNpeakpecTUOBBIX cerMeHTax Anura
TaKUM TMOTEHLMAIbHBIM U HanboJiee BEPOSITHBIM TTpe-
MSTCTBYEM, JIEXKAIIIMM Ha IMYTHU CEIT, SIBJISIeTCS Tepe-
Hee nuMdaruueckoe cepaue. OHO pacrosaraercst Ha-
npotus I1I MmomMepa, Kak pa3 Ha ypOBHE IUCTAJIbHOTO
koH11a I1I momepeyHoro oTpocTka, a ero KaynajJibHbIA
Kpaii MOXET JOXOAUTh 10 TUCTaIbHOTO KoHIa IV nua-
noduza (Kpyxkona, 2008). budypkaius iMeHHO OT-
POCTKOB U BCTpeyaeTcsl B MHAWBUIYaTbHON U3MEHYM -
BoCcTU y Bufo bufo. Ins Anura xapakTepHbI 2 Tapbl
JuMdaTtndeckux cepaell. Ho Tonbko nepenHsist mapa
JIEXKUT Ha YPOBHE MOTEPEYHBIX OTPOCTKOB, B TO BpeMs
KaK 3aJHss Tapa y ToJI0BaCTMKOB HAXOAUTCS Topasio
HIXe (Ha ypOBHE CepeIMHbI XOP/Ibl) 1 HE MOXET BJIM-
aTh Ha pasputhe muanodusoB (Kpyxxosa, 2008).
OueBUIHO, YTO pacMoyiokeHue JUMEPaTUYECKOro
cepiua, v ornpenessieT BBICOKYIO BEpOSITHOCTh aHOMa-
Jmu “0MpypKamus IIonepedHbIX OTPOCTKOB” IS T1e-
PENHUX MPENKPECTLIOBBIX CETMEHTOB.

Ecnn HampaBieHne OOHON U3 CEeNT U3MEHEHO J0-
CTATOYHO CUJIBHO, TO €€ JUCTANbHBIM KOHEL MOXKET
mepeceubcsl C CENTOM COCeQHEro cerMeHTa. DTo B
CBOIO OYepelib, C BLICOKOI BEPOSITHOCTBIO ITPUBEAET K
00bEIMHEHUIO TUCTAIBHBIX KOHIIOB MOMEPEYHbBIX OT-
POCTKOB, pa3BUBAIOIINXCSI Ha X ocHOBe. Ha mpuMepe
cepoii 3kabbl BUIHO, YTO HAOIIONAETCS KOPPEISIINS
MexXny Omdypkaiuueil n1uarnodu3oB U CIUSHUEM HX
JMCTaJbHBIX KOHIIOB. BhIllle ObLIO TTOKa3aHO, YTO OU-
dypxaius HauboJiee BeposiTHA JUISI MOMEPEYHbIX OT-
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poctkos I1I mo3BoHKa (89 3k3., 5.3%; puc. 6) u cyie-
cTBeHHO HuxXe s IV nosBoHka (2 5k3., 0.12%). Ca-
MYIO BBICOKYIO YaCTOTY CIMSIHUM MO3BOHKOB 3a CUET
00BbENMHEHUST TIONEPEYHBbIX OTPOCTKOB IOKAa3bIBaET
rmapa II + III (puc. 7). Ilpu ycinoBum Oudypkaimu,
CJIMSTHUE 3TUX JBYX OTPOCTKOB OTMEUYEeHO y 81 39K3.
(4.96%), a 6udypkaiysg 6e3 00beIUHEHUSI OTPOCT-
KOB — Bcero y 22 9k3. (1.35%). O4eBUIHO, UTO 3TH CO-
OBITHSI HE TaK XKECTKO CBSI3aHbl MEXIy CO0OIi, Kak
aHoMasuu cuHapoMa “HA” (cm. Bbiliie). budypkanuus
III momepeYyHOro OTPOCTKAa C ABYX CTOPOH (IiepBas
CTpOKa CIIeKTpa) MOXET COMPOBOXAATLCS CIUSHUEM
COCEJIHMX OTPOCTKOB TOJILKO C OJJHOW CTOPOHBI (TOJIb-
KO C JIEBOU MJIM TOJIbKO C MPaBOii) WK AaXe He TTPUBO-
JINTb K UX CIIUSTHUIO BoBce (2 9K3., 0.12%). Kpome TO-
ro, oudypkalius ¢ 110001 CTOPOHBI TeJIa KOPPEIUPYET
U CO CJIMSTHUEM OTPOCTKOB TOM XK€ CTOPOHBI, XOTS U HE
00s13aTEIbHO MPUBOIUT K 3TOMY COOBITHIO (IOCTIEI-
HUl cToyoer crnekTpa). Ho oueBUIHO, UTO OCHOBHbBIE
COCTOSTHMSI IPU3HAKOB (OudypKaliys Mo BEpTUKAIU U
CJIUSIHUSI IO TOPU3OHTAIN) COBITAIAlOT 10 YaCTOTE pe-
aqu3ali, O YeM SICHO TOBOPUT JAMAroHajb CIIEKTpa

(puc. 7).

Kpome Toro, Ha CriekTpe siCHO O4epUYeHbI OrpaHU-
YeHUSsI B MOTCHLMAJIbHOM AWara3oHe U3MEHUYMBOCTU.
M3 16 BO3BMOXKXHBIX COYETAHUI peaTn30BaHbl 8 Bapu-
aHTOB M3MEHYMBOCTU U 1 BapuaHT HOpMEIL. BuaHO,
4TO BEAyIIUM (OIIPEACIISIIOIINM) TIPU3HAKOM SIBJISICT-
Cc1 MMEHHO OudypKalus IIOIepPeyYHOro OTPOCTKa
111 mo3BoHKa. YTO 1 MOHSATHO, T.K., BO-NIEPBBIX, 3TOT
Opu3HaK (GopMHUpYyeTCsI B OHTOICHE3€¢ paHbllle, 4YeM
CJIMSTHUE AVICTAIbHBIX OTIEIOB OTPOCTKOB. A, BO-BTO-
PBIX, CIUSTHUE TUCTAJIBHBIX KOHIIOB AUAITO(MU30B SIB-
JISIETCSI BO MHOTOM CJIEICTBUEM Pa3IBOSHUS CEIIThI, Ha
OCHOBE KOTOPOI1 1 (hOpMUpPYeTCs pa3IBOSHHbBIN ITOTIe-
PEYHBIN OTPOCTOK.

OO0ObearHeEHNE AUCTATbHBIX KOHIIOB TMOMNEPEYHbIX
OTPOCTKOB TIpEACTaBJsIET COO0OK OCOObIA BapuaHT
CIIVSTHMS TTO3BOHKOB. 371eCh BCTYITAIOT B CHITY MOP(QO-
reHeTuueckue (GakTopbl (POPMUPOBAHUS TTO3BOHOY-
HbIX cerMeHTOB. CBOOOIHBIN TMO3BOHOK (TIOABMXKHO
COUJICHEHHBIM C COCEIHMMM ITO3BOHKAMM) MOXKET
c(OopMUPOBAThCS MPU YCIOBUM, YTO BO BpeMsI pa3BU-
TUSI HUUTO HE TIPEMSATCTBYET ero TMOABUXKHOCTH OTHO-
CUTEJIbHO TMPEAIIECTBYIOIIETO U TOCJIEIYIONIEro mo-
3BOHOYHBIX CerMeHTOB. CaMbIMU OOBIYHBIMU MPETISIT-
CTBUEM JUISI 3TOrO SIBJsIeTCS OObemeHWe Ha
OIpeJIeSIEHHbIX CTaAMsIX OHTOTeHe3a 3a4aTKOB TeJl
W/WIN HEBPAJIbHBIX AYT (CM. BCe BapUaHTbI CAUSIHUM,
repeuyucaeHHble B COOTBETCTBYIOIIEM pasneie). Ho
KpOMe 3TOro, (GOPMUPOBAHUIO CYCTABOB MEXKITY IBYMSI
MO3BOHKAMH MOXET TPENsITCTBOBATh U OObeIUHEHE
WX TOTEPEYHbIX OTPOCTKOB, NaXe €CU CIMBAIOTCS
TOJIbKO MX JUCTalIbHbIE YacTu. KoHeuHo, Takoe yciio-
BUE OIPaHUWYMBAET TOABWXKHOCTb DPa3BUBAIOIIUXCS
MO3BOHKOB B MEHBIIIEW CTENEHU, YK€ MOTOMY, UTO B
XOJIe OHTOreHe3a JWCTAJIbHbIE YacTu Juanodu3oB

KOBAJIEHKO, KPY2>KKOBA

¢dopMuUpyIOTCS OTHOCUTENIHHO I1030HO (KpykKoBa,
2008).

7. YBeamueHue yuciaa KPECTHOBBIX lll/lal'lO(l)I/BOB

Buriire 0bUT10 1TOKa3aHO (BTOpast 4aCTh JAHHOIO CO-
OOIlIeHMsI), YTO B MHAWBUAYaJIbHOW M3MEHUYMBOCTU
0eCXBOCTBIX aM(PUOMii YNCIO KPECTILOBBIX IHAITO-
(huzoB MoxeT Kak cokpaiarbes (1o 1 unu 0), Tak u
yBeJIMuuBaThes (10 3-x mim 4-x). 3aech pacCMOTPUM
BapUaHThl YBEJIMYEHUSI 4YMCJia KPECTLOBBIX IUAIo-
¢u30B (BapuaHThl ABYXCTOPOHHEro Kpecrtua). s
aHaJM3a TaKuX BApUaHTOB CTPOSHUSI KpecTiia y Anura
panee (Kosanenko, 1996a, 2000a) Obln ITOCTpOEH
CHEKTP, KOTOPBI YYMUTHIBACT KOMOMHALIMKA BO3MOX-
HBIX COCTOSIHUI CeMU TTPU3HAKOB KPECTIIOBOTO OTIE-
Ja (B CKOOKax yKazaHbl COCTOSIHMSI IpHU3HaKa, BO3-
MOXKHBIE JIJTSI CEPOU >KaObl):

1) 9K CIO TYJIOBUIIIHBIX TTO3BOHKOB (3 COCTOSTHUS —
8,9, 10);

2) 4KMCIO MO3BOHKOB, HECYILIIMX KPECTLIOBBIC IMa-
nodussl (2 cocrosiHus — 1, 2);

3) oO1ee YKMCI0 KPeCTHOBBIX Auarodu3os (3 co-
cTosiHUS — 2, 3, 4);

4) HaiMYre CBOOOTHOrO 3aKPEeCTIIOBOTO MO3BOHKA
(2 COCTOSTHMST — HET, 11a);

5) cImMsiHrE KpecTLIOBOIO MO3BOHKA C MPEAKPeCT-
HOBBIM (2 COCTOSTHMSI — HET, [1a);

6) ciusiHUE KPECTLIOBOTO IMO3BOHKA C YPOCTUJIEM
(2 COCTOSIHMST — HET, 11a);

7) cavsiHue KpecTIOBOIO ITO3BOHKA CO CBOOOIHBIM
3aKpECTLOBBIM (2 COCTOSIHUSI — HET, 1a).

B cnektpe (puc. 8) KoMOMHAlLIMM IIEPBBIX TPEX
TIPU3HAKOB PacrojioxkeHbl 1o ropu3oHTanu. 1o Bep-
TUKaJIU B BEpXHE 4acTU CIIeKTpa (YEThIpe BEPXHUE
CTPOKM) PACIIOJIOKEHbI KOMOMHALIMM, B KOTOPBIX CBO-
OOMHBIN 3aKPECTIIOBBI CETMEHT HE y4acTBYeT. B HYXK-
HeU JacTu crnekTpa (IBe HUXKHUE CTPOKU) — KOMOU-
HaIlW y9aCTHUEM CBOOOTHOTO 3aKPECTIIOBOTO CETMEH -
Ta. OO03HAUYEHUSI CTPOK CIEKTpa:

— “+0” — CIMSIHUI MEXITY DJIEMEHTAMU HET;

— “423” — CJIMTHI ABa 3aAHUX 3JIeMeHTa (KpeCTLO-
BBIIA M1 COOTBETCTBYIOIIMI 3aKPECTIIOBBIN);

— “421m” — cUTHI ABa IIEpeTHUX 3JIeMeHTa (KpecT-
LOBBII 1 IIPEIKPECTLIOBDIN);

— “4+3” — canTHI BCe TPU yIeMeHTa (IMTPEeaKpPECTIO-
BbIi1, KPECTLIOBBI M 3aKPECTILIOBBIN).

CrieKTp ITOKa3bIBaeT, YTO JOTIOTHUTEIBHBIE KPECT-
LOBBIE THANIO(PU3bI MOTYT (DOPMHUPOBAThLCS JIMOO Ha
npeakpecTnoBoM 1mo3BoHoYHOM cermeHte (VIII mo-
3BOHKE — JIeBasI YacCThb CITEKTpa), JIMOO Ha 3aKPeCTIIO-
BOM (YpOCTHWJIE MJIM aBTOHOMHOM X TTO3BOHKE — TIpa-
Bas 9acTh CIlekTpa). Ml 3To mepBoe orpaHnyeHre Ha
BapMaHThl U3MEHYMBOCTHU UIST BCEX OECXBOCTHIX aM-
duomii (Kosaenko, 1996a, 2000a) — DOMOIHUTETb-
HbI€ KPECTIIOBbIE OTPOCTKU HE (POPMUPYIOTCS OIHO-
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BPEMEHHO 1 Ha IIPEAKPECTILIOBBIX, U HA 3aKPECTLOBBIX
CerMeHTax.

CerTKa CcIieKTpa ouepurBaeT Te KOMOMHAIINN, KOTO-
pbl€ BXOMST B IMAIa30H MOTEHIIMATbHBIX BO3MOXKHO-
creii otpsiga — 46 sBapuanTos. M3 aToro uncia B UHINU-
BUIyaJbHOM W3MEHYMBOCTU CEpPOMl Kabbl peabHO
BCTpeUeHbI Bcero 24 BapraHTa (3aroJIHEHHbIC STYSKU
CMeKTpa, St — CHeKTp pealbHOi U3MEeHYUBOCTH). J10-
MYCTUM, YTO YacTh BApUAHTOB HE BCTpeUeHa B peaib-
HOI UBMEHYMBOCTU U3-3a UX HU3KOM YaCTOThI, HO MO-
TEHLIMAJIbHO OHU MOTYT ObITh OOHAPYXXEHBI, CKaXKeM,
MpU YBEJIMYEHUU BBIOOPKU. DTO MPOMYCKU B HE TOJ-
HOCTBIO 3aMIOJIHEHHBIX CTPOKAX 1 CTOJIO1AX (B CIIEKTPe
TaKue S9eHKM 3aKpalleHbl, HO B HUX HeT udp). Bme-
CTe C peaJIbHbIMU BaprMaHTaMU CTPOESHUSI OHU 00pa3y-
IOT CHEKTpP MOTEHIIMAIbHOW M3MEHYMBOCTHU (Sp) JaH-
HOTO BUIA M OH o0beaUHSIET 32 BapMaHTa CTPOCHUS
KPECTIIOBOTO-YPOCTUIILHOTO OTHena u3 46 BO3MOX-
HBIX JIs1 OTpsiaa.

OcrayibHBIe BApUaHThI JIMOO 3arpelieHbl 1JIs1 3TOTO
BMIA, JIMOO MMEIOT MCKIIOUUTEIbHO HU3KYIO BEPOSIT-
HOCTbh peajn3auuu. Takue KOMOMHAIIMU JIETKO OIIpe-
JIEJISIETCSI METOAOM CITEKTPOB — 3TO IMOJIHOCTBIO He3a-
MOJIHEHHbIE CTPOKW WJIM CTOJIOUBI. [Ij1s1 cepoii »KaObl
3TO BEPXHSISI CTPOKa JICBOM YaCTHU CIEKTpa, BEPXHSIS
CTpOKa U IOCJIEAHUI CTOJIOCI IIPaBOil YaCcTH CIIEKTpa
(Bcero 14 BapuaHTOB). TakM 006pa3oM, IO, 3aIIPETOM
OKa3bIBAIOTCS BCE BApUAHTBI CTPOCHMSI, B KOTOPBIX:

— CJUTHI TIPEAKPECTIIOBBIM, KPECTIOBHIA W 3a-
KpEeCTLIOBbIE CETMEHTHI (CTpoKa “+37);

— CJIATBI KPECTILOBBII M 3aKPECTLIOBBINA CETMEHTHI
MIPU yCJIOBUU (POPMUPOBAHUST KPECTLIOBLIX OTPOCTKOB
Ha 3aKPECTLOBBIX CerMeHTax (CTpoka “+23” mpaBoii
YacTH);

— MMeeTcs IBa KPECTHOBBIX oTpocTKa Ha IX mo-
3BOHKE M JIBa — Ha 3aKPECTIIOBOM CETMEHTE.

SAKJITIOYEHUWE

OnHoit U3 3a1a4 TaHHOI PabOoThI SIBJISLIACh — JaTh
npeacTaBicHUe 00 O0leM xapaKTepe WHANBUIYaIb-
HOI U3MEHYMBOCTH, €€ 3aKOHOMEPHOCTSIX U OTPaHU-
YeHUsIX (€Cc/M TaKOBble HAWAyTCs) B IpyIIie He MOfI-
BEPTHYTOI eCTeCTBEHHOI anuMuHaunu. MHbIMU cJ10-
BaMU, PeYb MIET O IOTEHUMAJIbHBIX BO3MOXHOCTSIX
U3MEHUYMBOCTU BUJIa. A UMEHHO 3TOT MOKa3aTellb SIB-
JISIETCSl pellalollMM B CIIOPE O POJIU €CTECTBEHHOTO
orbopa (13 KaKkoro auarna3zoHa M3MEHYMBOCTU BbIOM-
paeT ot60p?). Tak, BUIBI, ITIOTEPSBIINE CITOCOOHOCTD K
peKoMOMHAIIMM, pacCMaTpUBAIOTCSI KaK HE CIOCO0-
HbIE K JajbHeuIei 3Bomonuu, “TynukoBbie” (Ipe-
oesbHBIi, 2008), T.K. BOBMOXHOCTU UX U3MEHUYMBOCTU
dakTrIecku cBoaSITcsa K MUHUMYMY. Ho 310 3akioue-
Hue OyJIeT BEpHO TOJIbKO B TOM cCllyyae, eciu 00beM
U3MEHUYMBOCTU 3aBUCUT MCKIIOYUTEBHO OT TOTEH-
1Maja reHetudeckoit mHdopManmu. IlpuBeneHHbIE B
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JAHHOM cTaThe (haKTUIeCK1e JaHHBIE ITO3BOJISIIOT YCO-
MHUTLCS B 3TOM MPEANOIOXEHUMN.

CyMMUpys TIOMyYeHHBIE pe3yJIbraThl, Mbl MOXKEM
chOpMyIMPOBATh HECKOJILKO TE€3MCOB B IOJIb3Y MPEI-
CTaBJIeHUIT 00 N3HAYAJIbHOM OrpaHMYECHUN U3MECHYM -
BOCTU (IO TOTO, KaK OHa OyJeT MOJABEpPrHyTa JI000M
dopMe >TMMUHALIMKM) Ha IIPUMEPE OCEBOrO CKeJleTa
0GecxXBOCTBHIX aM(UOUTA.

1. CocTosTHUS TIPU3HAKOB B OOJBIIIMHCTBE CIIyYyacB
He CBOOOIHO KOMOVMHUPYIOTCSI MEXIY COOOIA.

Hake eciii y4eCTh TOJIBKO T€ COCTOSTHUSI TIPU3HA-
KOB, KOTOpPbIE€ BCTPEUYEHBI B peaibHOM N3MEHYNBOCTH
JAHHOTO BUJA, TO CIIEKTP, COCTABJIEHHBIN 13 NX KOM-
OMHALIMIA peaIn3yeTcsl He TTOJIHOCThIO (puc. 1—8).

2. Cpenn orpaHMYECHU Ha TEOPETUISCKNA BO3MOXK-
HBIE KOMOMHAIIMA MOXHO BBIIEIUTH IBE OCHOBHbLIC
[PYIIIIbI:

a) BEPOSITHOCTHb COBMAIEHUS COCTOSTHUM IBYX (M
6oJiee) He3aBUCHMO BapbUPYIOIINX TPU3HAKOB, KaX-
JIBI 13 KOTOPBIX UMEET HU3KYIO BEPOSITHOCTD peau-
3aIIAH;

BEPOSITHOCTh WX COBITAICHUS paBHA MpPOU3BEIE-
HUIO UX BEPOSITHOCTEN

0) 3aBICHMMO BapbUPYIOIINEe TIPU3HAKK; KOPPEIIs-
TUBHBIE OTHOIIIEHUS MeXITy (POPMUPYIOILIUMUCS B XO-
Jie OHTOTeHe3a CTPYKTYpaMHu.

3. B muama3zoHe MHIMBUAYAILHONH M3MEHUYMBOCTHU
HU OIVH MNpU3HaK He nokasbiBaeT 100% yacToTy HOp-
MBI TIpU BBIOOPKE OIPEeneSICHHOIO U1 JAHHOTO BUIA
obbema.

O0BeM BBIOOPKU JUKTYETCSI BEPOSITHOCTBIO pean-
3allMA TOTO COCTOSTHUS TIPU3HAaKa, KOTOPBI MBI XO-
TUM 3apeTUCTPUPOBATh.

4. [Inana3zoH MHAMBUIYATbHOH U3MEHYUBOCTHU SIB-
HO MaJl JUIsl TOrO, YTOObl COOTBETCTBOBATh MPEICTAB-
JICHUIO O “HeorpaHUYeHHON U3MEHYMBOCTU, U3 KO-
TOPOIl €CTECTBEHHBIM OTOOp MpU HEOOXOAUMOCTH
YyepriaeT HOBbIe BADUAHTHI CTPOESHMUSI.

Ecnu “nipaBuiio” HeOrpaHUUYEHHOCTU U3MEHYMBO-
CTH UMEETCSI, TO OHO JOJIKHO MPOCTIEXKMBATHCS B U3-
MEHYMBOCTH JIFOOOTO BMIA, TIOCKOJIBKY 3TO YCIOBUE
CUNTAETCSI OCHOBHBIM LIS JaJbHEMIIIe MepCIIeKTUBbI
BUZIa — €TI0 BOJIIOLINH.

dakTrueckre AaHHBIE O KOPPEISLUSIX MEXIy
(hopMHupoBaHHEM MPU3HAKOB B OHTOT€HE3¢ MBI TIpU-
pogmi n paHee (Kopamenko, 2000a; KopameHko,
KpyxxkoBa, 2000; KpyxkoBa, 2008). 3nech MbI XOTeIN
elle pa3 MoAYePKHYTh, UTO B JAHHOM CTaThe BBICKA-
3aHHBIC paHee MPEINOJIOKECHUSI O CYIIECTBOBAHUU
OHTOT€HETMYECKMX 3aITPETOB (001aCTSIX OrpaHUYCHU
B O0I1IEM CITIEKTPE) CYLLIECTBEHHO MOAKPEIIJICHbI KOJIU -
YeCTBEHHBIMU JaHHBIMU, MIOJIyYeHHBIMHU B J1a0OpaTo-
pUM IIpU CBEACHUM K MUHUMYMY €CTECTBEHHOI 3711~
MUHAIAN.
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Individual Variation in the Development of the Common Toad, Bufo bufo (Anura,
Bufonidae): 3. Limitations of Individual Variation and Their Causes

E. E. Kovalenko® and Yu. I. Kruzhkova®
48t. Petersburg State University, Universitetskaya nab. 7/9, St. Petersburg, 199034 Russia
b Herzen State Pedagogical University, nab. reki Moiki 48, St. Petersburg, 191186 Russia
e-mail: kovalenko i@mail.ru

Abstract—The results of studies on the axial skeleton of the common toad (a model species) have been used
to analyze factual limitations of individual variations. The results show that the states of the studied characters
do not freely combine with each other but are subject to certain morphogenetic limitations. The causes of
most these limitations have been revealed during the study. Classification of the main factors limiting individ-
ual variation in the course of development is presented.

Keywords: Bufo bufo, postcranial skeleton, individual variation, morphogenetic limitations.
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