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B cratbe 00006111eHbI MHOTOJIETHUE JaHHBIE aBTOPA T10 JIBYM CIIOCO0aM pa3BUTUSI TPYIMITbI TOTOMKOB Oec-
XBOCTBIX aM(puOMii — pa3BUTHIO ¢ 3(PHEeKTOM HOPMEI IPU3HAKOB U Pa3BUTHIO ¢ 3 (PEKTOM MacCOBBIX aHO-
MaJIMii psiia IpU3HaKoB. MaccoBble aHOMaJIMM KOHEYHOCTEH MOJTIydyeHbl B 1Ta00paTOpUM Y LIMOPLIEBOM JIsI-
rywmiku Xenopus laevis (6e3 IpuMeHeHUsI CIIeIMAIbHBIX BO3AeicTBUIT). OHM MpPencTaBisiioT cOO0H CUH-
JIPOM, TIPU KOTOPOM KOPPEISATUBHO MEHSIETCS CTPOEHUE KOHEYHOCTEM M UX TOsICOB, a TaKXe CTpOeHue
KPECTIIOBOTO OT/ea MO3BOHOYHMKA. CUHIPOM UMeeT HECKOIbKO CTaIui MPOsSBIACHMS (10 CTETICHU YCH -
JIEHUsI OTKJIOHEHU# OT HOpMBI). [1pn MaKCHMaIbHOM MPOSIBJIEHUN CUHAPOMa IMTPOUCXOIUT CMEHA HOPMBbI
CTPOEHMUST KPECTILIOBOTO oTAeaa. [Toka3zaHo, 4TO cMeHe HOPMbI CTPOEHUST KPeCTIia MPeaIIecTByeT U3MeHe-
HUe MpaBujia ero u3MeHYMBOCTU. He nMest BO3MOXKHOCTH NIPSIMO HaOII0AaTh MTPOLECC BOMIOLMU (CMEHY
HOPM B KPYITHOM MacliTabe BpeMeHU), Mbl BBIHYXKJI€HBI MCITOJIb30BaTh JIIOObIEe JaHHbIE (ITYCTh 1aXe KOC-
BEHHbIE), KOTOPbIE MOTYT AaTh UH(GOPMALIMIO O TOM, KaK MPOUCXOAUT CMEHA HOPMBI U YTO NTPOUCXOIUT C

N3MCHYHNBOCTBHIO B 3TO BPEMHI.

Buonornyeckyto 3BOJIOLMIO B CAMOM OOILLIEM BUE
MOXKHO OITPEICITUTh KaK N3MEHIeMOCTb (M HETIOCTO-
SIHCTBO) OMOJIOTMYECKUX OOBEKTOB B MacIlTabax reo-
JIOTM4ecKoro BpeMeHu. HblHe pealbHOCTh CaMOTro SIB-
JIEHWST SBOJTIOLINH y3Ke He BBI3bIBaeT COMHeHMIA. biaro-
mapst ycriexaMm MaJICOHTOJIOTHH SIBJIEHHE TTOCTOSTHHOM
M3MEHSIEMOCTH >KMBOTO MPU3HAHO HayYHBIM (DAaKTOM U
He HYXXIaeTcsl B ClieIMaJIbHON apryMeHTallu.

dakTnyeckue TaHHbIE MAIEOHTOJIOTUYECKOM JIeTO-
MMCHU TTOKA3bIBAIOT U TO, YTO U3MEHSIEMOCTh OpraHU3-
MOB He abco0THA (BUIBI MEHSIFOTCSI HE B KaXKIbIIA MO-
MEHT BpeMeHU, He BCe BUIbI OMHOBPEMEHHO, a U3MEHe-
HUSI UAYT HE BO BCEX BO3MOXKHBIX HAIPABIICHUSIX).
KpoMe Toro, u3aMeHsIeMOCTh PETUCTPUPYETCST B KPYII-
HOM MacIlTabe BpeMeHHU, TOra Kak Ha 0oyiee METKUX
OTpe3Kax BpeMeHU HaOJIogaeTcsl OTHOCUTEIbHOE T10-
CTOSIHCTBO OTHEJIbHBIX BUIOB U JaXKe UX KOMIUIEKCOB.
WHpIMM clioBaMU, KpOME M3MEHYMBOCTU HAOTIOMaeTCsI
SIBJIEHUE HOPMbI — JIOCTAaTOYHO JIJTUTEIbHOE BOCIIPOU3-
BeJIcHUE OTHOTO M TOTO 3Ke BaphaHTa ¢ GOJIBIIIEH 4acTo-
TOI, YeM BCE OCTATIbHbIC BO3MOXKHBIE JIJISI JAHHOTO 00b-
€KTa BapMaHThI CTpoeHUsI (CM. moapooHee KoBajieHKo,
2003). [Tpruem ogHa U Ta 3kKe HOpMa BOCITIPON3BOIUTCS
TaK JOJITO, YTO MBI YCIIEBaeM 3apeTUCTPUPOBATE ee Cy-
1LIECTBOBAHUE I10 JaHHBIM MaJCOHTOJIOTMYECKOI JIeTO-
M1CH, a B Heli, KaK U3BECTHO, OCTAIOTCSI CJICbI JaIeKO
He BCeX CYIIEeCTB, XXUBIIMX Ha 3emite. [1o 3akoHaM Ta-
doHOMUM HAMOOJBIIYIO BEPOSTHOCTH COXpaHEHUS
NMECIOT CaMbI€ MHOI'OYMCJICHHBIC ITPpCACTaBUTCIN (I/l
HOpMAa CTPOCHMSI MMEET 3HAUUTEILHO OOJIbIIIE IIIAHCOB
COXPaHUTBCSI, YeM OTKJIOHEHUs oT Hee). To ecTb 3BO-
JIIOLIMIO MbI PETUCTPUPYEM KaK CMEHY HOPM CTPOCHUSI

BO BPEMEHU U UMCHHO C 3TOU MO3ULIU €€ cJjIenyer 00b-
SACHATD.

TlepBocTeneHHOI 3amayeii 3BOJIIOIIMOHHOIO Yy4Ye-
HYISI SIBIISIETCS] YCTAHOBJIEHUE MEXaHM3MOB ITOCTOSTHHOM
M3MEHSIeMOCTH (CMEHBI HOPM) OMOJIOTMYECKNX OOBEK-
TOB. Bce ocTanbHbIe aCleKThI BOIIOLMU PEIAIOTCS OT-
HOCUTEJIbHO OTBETa Ha 3TOT MIaBHbIM Borpoc. Co0-
CTBEHHO, BOBHUKHOBEHUE TaKOM 3a1a4il 1 MapKUpPyeT
Hayajo B3BOJIOLMOHM3MA, U CTABUT TPAHUILY MEXIY
HUM U TIPEALIECTBYIOLINM eMY TPaHC(HOPMU3MOM. DTO
JIETKO BUIEThb U3 KOHTEKCTA UCTOPUUIECKIX 0030pPOB Ha
aTy TeMy (cM. Hampumep: Mcropusi 6uonoruu, 1972;
Yaiikosckuii, 2003; Boponios, 2004; Hazapos, 2005).
Co BpeMeHH BO3HUKHOBEHUS MEPBBIX SBOIIOLIMOHHBIX
yaenuii (Jlamapk, 1809, uut. mo 1955; HapBuH, 1859,
uT. 110 1907), OBLIO MPEMIOKEHO MHOXKECTBO BEPCHIA,
OOBSICHSIONIMX (WIM OIKMCHIBAIOIINX) 3TOT IIpOLIecC.
TToka He cylecTByeT MX OOILIETIPUHSTON KiaccupuKa-
LIMA — BEPCUU aJBTEPHATUBHBI 10 CIIMIIIKOM MHOTUM
nosunysiM. K Tomy ke, Besikast KiaccubUKalys 3aBy-
CUT OT LIEJIM, Py KOTOPOI OHA CO3/IaeTCs, U NMOTOMY
TaKUX Kjaccu(UKaLUU MOXET ObITh HeCKOIbKO. [enn
HaTIpaBJICHUS HALIIMX UCCIIEAOBAHUI — POJIb U3MEHYM-
BOCTH B BBOJTIOLIMM U BOBMOXKHbBIE COOTHOIIICHUST MEXK-
JIy HOPMOI 1 UIBMEHYMBOCTBIO. B CBSI3U ¢ 3TUM $1 Tipe-
Jlararo cliefylolee JejaeHue W3BECTHBIX OObsICHEHUI
CMEHBI HOpM GMOJIOTMYECKUX OOBEKTOB BO BpEMEHU:

1. Ha ocHoBe mnaeu TBopeHus (KpeallMOHU3M U ero
IIPOM3BOIHBIE).

W nest mogpasyMeBaeT co3naHre HOBbIX HOPM U3 HU-
4ero, B pe3yJsibTaTte akToB TBOpeHUsI Briciiero Pazyma.
OTa cructeMa OOBbSICHEHUH JIEXKUT 32 paMKaMU HayYHbIX
METOIOB M MOoAXoA0B (cM., HaripumMmep: B Tenu lapBu-
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Hus3Ma, 2005). EctecTBeHHBIE MEXaHU3MBI, B TOM YMCIIE
N 3aKOHOMEPHOCTH COOTHOILICHWA HOPMbI 1 UBMCHYM -
BOCTH, B 3TOi1 CICTeMEe HEe UMEIOT 3HAYCHUSI. YUUTHIBASI
LIeJIb CTAaTbU, 3[IeCh HE MMEET CMbICIA pacCMaTpUBAaTh
3TU BEPCUMU.

2. EcTecTBEeHHOE MPOMCXOXKICHE HOBO HOPMBI 113
MMEIOIIErocsl OMOJIOrMYECKOro MaTepraiia (Bce BEpCUm
B paMKax 3BOJIIOLIMOHU3MA).

a) IIpssmMoe mipeBpallieHre OIHOK HOPMBI B JIPYTYIO
(J1aMapKu3M U ero MPOU3BOIHBIE).

Wpes, kak n3BecTHO, MpuHamiexuT 2Kany batucrty
Jlamapky (1809, mutr. o 1955). OHa mompa3ymMmeBacr,
YTO OpPraHU3M MOXET MPSIMO CMEHSITbh ONWH BapvaHT
CTPOEHMSI HA APYTOM B XOJ€ MHAVUBUIYAJIbHOM JKU3HU U
rnepenaBaTh IPUOOPETEHHBIC CBOMCTBA ITOTOMKAM (3a-
KPEIUISITh X B CJICAYIOIINX MOKOJIeHUsIx). OcTaBisis B
CTOPOHE BOIIPOC O IPUHLMNHAAIBHOM BO3MOXHOCTH
TaKMX SIBJICHUI U MX BO3MOXHOM POJIM B KAYECTBE OC-
HOBHBIX MEXaHU3MOB M3MEHSIEMOCTH, 3aMETHUM, YTO
dakT MTHINBUAYAJIFHON N3MEHUMBOCTH B 3TOU CUCTEME
OOBSICHEHUI MPUHLIMIIWAIBHOIO 3HAYEHUSI HE MMEET.
CrenoBaTeIbHO, IPUBIEKATh 3TY CUCTEMY K BOIIPOCY O
COOTHOIIIEHUU MEXIY HOPMOMA U M3MEHUYMBOCTBHIO HE
MMeEEeT CMBICTIA.

0) HoBasg HopMa BO3HMKaeT M3 YKC/Ia BapHMaHTOB
M3MEHYMBOCTH.

JlaBHO M3BECTHO, YTO Ha psIIy JaXe ¢ SIPKO BbIpa-
JKEHHOM HOPMOW BMII BCETaa BOCIIPOM3BOAUT HEKOTO-
po€ YKUCIO BApUAHTOB U3MEHYMBOCTU (BapUaHTOB,
0oJiee penKux I10 4acToTe). DTU BapUAHTHI U SIBJISI-
I0TCSI UICTOYHUKOM HOBBIX HOpM. M es1, Kak u3BecT-
HO, BIEpBBIE HE3aBUCHUMO BBICKA3aHa IBYMS aBTO-
pamu — A. Yomiecom n Y. JlapBuHBIM (11 OITyOIMKO-
BaHa B 1858 r). BrociaeacTBum oHa CTaHOBUTCS
HauboJiee MOMyJISIPHO Cpeir BEPCUL O BO3MOXKHBIX
MeXaHU3Max 3BOJIOLMU. Ee UCTTONb3yIOT He TOJIBKO
B KJIACCUYECKOM JTapBUHU3ME U €ro IMPOU3BOIHBIX
(Hanpumep, B CTD), HO U B TeUEHMUSIX, aJibTepHa-
TUBHBIX JAPBUHU3MY 1O CAMBIM Pa3HbLIM ITO3ULUASIM.
MOXHO ¢ YyBEpEHHOCTBIO CKa3aTh, YTO OOJBIINH-
CTBO U3BECTHBIX BEpCUI O MEXaHU3Max U3MEHSIeMO-
CTH TTOJIaTaeT, YTO NCTOUYHUKOM HOBOTO B 3BOJIIOLIAN
SIBJISICTCSI UMEHHO UHAWBUAYaIbHAS U3MEHYUBOCTb.

Ecim 510 BepHO, TO HE MOXET HE YIUBJISATH, YTO BO-
npocaM o cBorictBax HopMbI (cM. KoBasienko, 2003),
n3meHunBocTH (cM. KoBanenko, ITonos, 1997) u nx
COOTHOIIICHUIO JIOJITO€ BpeMsI He YIEISUIOCh JO/DKHOTO
BHMMAaHMSI, BO BCSIKOM CJlyyae, B TEOPETUYECKOM ac-
nekrte. PaHee Obuto mokaszaHo (Kosanenko, Iloros,
1997), yTO B OTHOLIEHUU M3MEHUYMBOCTU TOMY ObLIU
OOBEKTUBHBIE UICTOPHUUCCKIE TTIPUIMHBI. OTHAKO ITOJIO-
JKEHUE TI0 ceil IeHb He M3MEHWIOCh. B CBsI3M ¢ 3TUM,
Le/Ib JaHHOM CTaTb — OOpaTUTh BHUMAHNE Ha BaK-
HOCTb BOIIPOCa O CBOMCTBAaX HOPMBI Y U3MEHUYMBOCTU
JIJISI aHAJIM3a CO3JaHHbIX WM CO3IaHUsI HOBBIX BEPCUIA
0 MexaHu3Max 3BOJIOLMU. 3amadell CTaTbu SIBJISIETCS
oKa3aTh, YTO TaKie BOIIPOCHI MOXKHO peliaTh Ha CO-
BpEMEHHOM Marepuayie (Ha MOAEIbHBIX 00beKTax). B

KOBAJIEHKO

YACTHOCTH, B CTAaThe OYAYT MPeICTaBIeHbl YHUKATbHbIC
JIAaHHBIE 10 CBOMCTBAM M3MEHYMBOCTH B YCIIOBUSIX CME-
HbI HOPMbI CTPOEHMSI.

OCHOBHOE BHMMaHUE B CTaThe yaeaeHO (haKTHhde-
CKUM JTaHHBIM IT0 CTPOSHUIO KPECTIIa Y JIAGopaTOpHOI

LITTOPLIEBOM JISITYLLIKU Xenopus laevis. BHUMaHWe UMEH-

1
HO 3TOMY BULY OOBSICHSIETCSI TEM, UTO B XOI€ €Io pa3-

BeIeHUsI ObLT 3aperucTpupoBaH 3(h@EeKT MacCOBBIX
aHOMAaJIMIi KOHEYHOCTEM, HE CIIPOBOLIMPOBAHHBIN HU-
KaKWMU CIielIMaIbHbIMU BO3AEUCTBUSIMU (CM. TTOAPOO-
Hee KoBanenko, Kpyxkona, 2000). MaccoBble aHOMa-
JIUU — 3TO SIBJIEHUE, TIPU KOTOPOM PE3KO MaaeT 4YacTo-
Ta OBIBILIEl HOPMbI U BO3PACTaIOT YaCTOTHI BApUaHTOB
WHAWBUIYaJIbHON U3MEHUMBOCTU; @ B HEKOTOPBIX CITy-
yasgx OAWH W3 BapUaHTOB MU3MEHUYUBOCTU CTAHOBUTCS
MpeodIaIaoIIM T10 YacToTe BCcTpeyaeMocTU. To ecTh
MPOUCXOJUT CYILIECTBEHHOE CHIKEHUE YacTOThbl HOP-
Mbl CTPOEHMUS 11 OTIPENIEJIEHHOTO BUJa 1 JaXe CMEHA
€r0 HOPMBI 110 PsIAY Npu3HaKoB. CrieiMaIbHBIN aHAIN3
surepatyphbl (KoBasieHko, 2000a) rokasaj, 4To Macco-
Bble aHOMAJIMU, B YACTHOCTU, KOHEYHOCTEN Y OECXBO-
CThIX aM(UOUIA, TIPEACTABIISIIOT COOOI XOTS U pelKoe,
HO peryJisipHoe SIBJIEHUE B TPUPOIHBIX MOIMYJISIIUSIX.
Ho naxe HampaBieHHbIE U MHOTOJIETHHUE UCCIEN0-
BaHMS 3TOTO siBJeHUs B mpupojae (cM. Dubois, 1979)
He JaroT TakKou MmoapoOHoW nHdopMaluu, Kak Impu
HUCClIeOBAaHWM €T0 B yCJIIOBUSX JabopaTopuu, Koraa
WU3BECTHBI MPOU3BOAUTENU U UX PEHOTUI, UX TLJIO-
JOBUTOCTb, YCJIOBUSI Pa3BUTHUSI TTOTOMKOB, CMepT-
HOCTb BO BpeMsl Pa3BUTUSI, CPOKMU MPOXOXICHUS
MeTamopdo3a U MH. JIp.

He nmest BO3MOXXHOCTU MpsiMO HabJTI0IaTh MPOoLIece
3BOJTIOLIMU (CMEHY HOPM B KPYITHOM MacliiTabe Bpeme-
HU1), Mbl BBIHYKJEHbI MCMOJb30BaTh JIIOObIE JaHHbIC
(ITycTh Jaxke KOCBEHHBIE ), KOTOPhIe MOTYT 1aTh MH(OP-
MallMio O TOM, KaK MPOMCXOAUT CMEHA HOPMBbI U YTO
MPOUCXOIUT C UBMEHYMBOCTBIO B 3TO Bpemsl. JlaHHbIe
o “HOBEACHUIO” HOPMBI I U3BMEHYMBOCTU B YCJIOBUSIX
MAacCOBBIX aHOMAJIM TeM 0oJiee aKTyallbHbI, YTO YacTh
KOHIIETILIMIA 3BOJIIOLIMU MperiogaracT UMeHHO TaKoi
XapakTep BO3HMKHOBEHMSI HOBBIX HOPM (KpaTkoe U
OypHoe BuUIooOpa3zoBaHue). Hampumep, pa3Hble Bapu-
aHTBI caJITallMOHM3Ma (CM. 0030pkI: TatapuHoB, 1987;
Yaitkosckuii, 2003; Hazapos, 2005; Iumkux, 2006
U 1p.), a Takke nyHkTyanu3Mm (Gould, Eldredge, 1993).

MarepuaJi, METOIbI ¥ TEPMUHOIOTHS
Mamepuan

OCHOBHBIM MOJIEJIbBHBIM OOBEKTOM HCCIIeTOBAaHUIA
CITY>KUT TIOCTKpaHUAJIbHBIN CKeJIeT 6eCXBOCThIX aM(U-
ouit (Amphibia, Anura). OH oka3aJicsl yToOHBIM cpa3y B
HECKOJIbKUX OTHOULIEHMSIX: BBICOKAas MEXBUIOBas U

! Ipynna mopdosoros Hameit Kadenpsl B TeUCHHE MHOTHUX JIET
MMPOBOIMIIA PA3MHOXEHHE LIEJIOTO Psiia BUIOB OECXBOCTBIX aM-
bubuit 11 moayYeHUsT MaTepyaia Mo pa3BUTHIO U MHIAWBUIY-
aJIbHOM M3MEHYMBOCTH.
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CBOMCTBA HOPMbI U UBMEHUYMBOCTHU

WHIUBUIYaJIbHAS M3MEHYMBOCTD, BHICOKAsI IJIOJOBH-
TOCTh MHOTUX BUJIOB, JIETKOCTh pa3BeICHUS U BhIpAII-
BaHUS B JIAOOPATOPUH, 3HAUNMOCTh IIPU3HAKOB CKeJle-
Ta IJI CUCTEMAaTUKU OTpsiga. B CBA3M € IOCIEIHUM —
OOJIBIIION 0OBEM JIUTEPATYPHBIX JaHHBIX B BUE OIMCA-
HUI1 HOPMBI CTPOCHUSI M OTKJIOHEeHUI oT Hee. HaumHas
¢ 1979 . Ha kadenpe 3000ruu nNo3BoHouUHbIX CIIOIY
YCWIMSIMM aBTOpA M €ro CTYJIEHTOB CO37aBajlach KOJI-
JIEKLIYSI HOPM CTPOEHUSI Y MHAUBUAYATbHOM U3MEHY M-
BOCTH cKeJleTa Anura (Matepyajibl U3 IPUPOIHBIX ITO-
MHyJISIIAI U TIOJIydeHHbIE B pe3yJibrare JIJabopaTOpHOIo
BBIpAIIMBaHMs]); K HACTOSILIEMY MOMEHTY KOJIICKIIMS
HacuuThIBaeT Oosee 10 ThIC. SK3eMILISIPOB.

Kpome Toro, cozmaHa mHpopMaroHHass 0a3a Ha
OCHOBE COOCTBEHHBIX 1 JIMTEPATYPHBIX JAHHBIX O HOP-
Max CTPOEHMSI U UHAVMBUAYAIbHON M3MEHUMBOCTU MO-
JIeJIbHOTO 00beKTa. MaKcuMaibHbIi 00beM UH(OpMa-
LMK COOpaH MO CTPOCHUIO KPECTLIOBO-YPOCTUIHHOTO
otaena (I KpaTKocTu — KpecTia). O0bearmHeHHAas
6a3a BKJIIOUaeT JaHHbIe 110 260 BUmaM (COBpeMEHHBIM 1
BBIMEPILIMM), IpruHamiexammuM K 131 pony u3 26 ce-
MEHCTB (00 MCTOYHMKAX (DAKTUIECKUX JAHHBIEC CM. IT0-
npobnee Kosanenko, Januios, 2006). DTor Mateprai
MOCTY>KWUJT OCHOBOM JIJTsI pacyeTa Auarna3oHa U3MeH4U-
BOCTHU KpeCTIia OTpsiia B LIEJIOM (CM. HITXe).

Mamepuan no arabopamopHoil wnopuesoii as2yuiKe

WnnuBuayanbHass 'BMEHUYMBOCTD CKEJIETa UCCTIEI0-
BaHa y JUYMHOK, MPOXOAAIINX MeTaMOP(dO3 U paHHUX
cerojieTok. MarepuaJ rojiydeH aBTOPOM U €T0 CTY/IeH-
TaMu TIpU BbIpalllMBaHUM JIMYMHOK B JabopaTopuu.
Jnsa 1iomydeHusT Marepuaiia ObUIM  MCITOJIb30BaHBI
28 BHEIIIHE HOPMaJIbHBIX CaMIIOB U caMOK X. laevis
(OOMBIIMHCTBO — WHAWBUIYATLHO MeUeHble OCOOM),
MPOBEJCHO 28 CITapUBaHUI C UCITOIb30BAHUEM ITPOU3-
BOIMUTEIeld B pa3HbIX COYETaHUSIX. Pa3mMHoOXeHUue
X laevis n BbIpallliBaHUe JUYUHOK ITPOBOIMIOCH
(1989—1996 1T.) cormacHO cTaHOAPTHBIM PEeKOMeHIa-
uusim (Hetnad, Pynnesa, 1975), 6e3 npuMeHeHuUs Ka-
KUX-JIM0O0 3KCMEPUMEHTAIbHBIX BO3ACHCTBUI Ha 3TU
nporuecchl. OIIOOOTBOPEHHBIE Siilia, IMOJTyJYeHHEBIEC B
pe3yJIbTaTe OAHOTO CIapUBaHUSI OMHOM TTaphl IIPOU3BO-
JIUTeNIeid, pa3Mellaanuch B HECKOJIBKO KIOBET (00beMOM
8—12 n.) nnst co3maHusT ONTUMAIBHOM TUTOTHOCTH JIM-
ynHOK. boJjee mmonpooHass mHdopMalms 00 yYCIOBUSIX
cojiepKaHusI U clapyMBaHUsI TTPOU3BOAUTENICH, a TAKKE
BBIPALLIMBAHUST X TTOTOMCTBA JaHA B TIPEABIAYIINX pa-
ootax (Kosanenko, 2000, 2000a; Koanenko, Kpy:kko-
Ba, 2000). BeIpalyBaauch Bce ITOTOMKU, MOTyYEeHHBIS
OT OJHOW maphbl MpousBoauTesieii. Tak co3gaBaIucCh
clenylomye cepuu: 1) 111 aHaaM3a U3MEHYUBOCTU (B
3TOM cJIy4yae Bce JIMUMHKU TOBOAWIUCH A0 CTaIAUU TTOJI-
Horo Metamopdo3sa, mocjie 4yero (hpuKCUpOBAINCE); 2)
IIJIST aHaIM3a Xoda pasBUTUST (JIMUMHKUA (PUKCUpOBa-
JINCh HEOOJIBIIIMMU TIAPTUSIMU 10 Mepe AOCTWKEHUSI
orpeAesIeHHbIX CTaauii oHToreHe3a). CTpoeHue cKeJle-
Ta WCCIIEAOBAHO Ha TOTAJIBHBLIX MpernapaTax, mudde-
PEHILIMPOBAHHO OKPAIIIEHHBIX Ha XPSII K KOCTh U MPO-
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Marepwuai 1Mo MIopLeBOM JISITYIITKE

Tyrre; | TECTIO OCOOE, MCCIIENOBAHHbIX HA CTPOEHUE KPECTLA
cepui HOpMa U3MEHYMBOCTD™ BCEro

NK 620%* 60 680

AK 780%** 237 1017

BCETO 1400 297 1697

NK — rpynna pa3BuBajach ¢ 3(p¢eKToM HOPMBI BCEX OCHOBHBIX
MPU3HAKOB;

AK — rpynna pa3BuBaiach ¢ 3(p¢heKToM MacCOBBIX aHOMAaJMIA
KOHEUYHOCTE;

* — M3MEHYMBOCTDH KpecTtiua OTHOCUTEJIbHO €ro0 HOPMBbI IJIA
TAaHHOU Ipyninbl ITIOTOMKOB;

** — HopMa KpecTtia, oobraHas 1151 X. laevis;

*#*¥% _— HopMa KpecTlLa B YCJIOBUSIX MACCOBBIX aHOMAJIMIA KOHEeY-
HOCTel (HoBasi IJIs1 BUJla HOpMa KPeCTLa).

CBeTJIeHHBIX B TuiepuHe (Wassersug, 1976), a Takxke
Ha TMCTOJIOTMYECKUX mperaparax (cM. noapooHee Ko-
BaJIeHKO, 1992).

3a HECKOJIBKO JIET IOIyYeHO 0K0s10 6000 MOTOMKOB
IIaJKOM IITTOPLICBOM JISITYIIIKU, U3 HUX (Ha HACTOSIIIUIA
MOMEHT) Ha CTpO€HHE KOHEYHOCTEH HCCIIEIOBAHO —
3880, B Tom umcire 6osee 1150 ocobeit ¢ aHoMaTUsIMHA
KOHEUHOCTe! (Cpeau HUX U MOrvOlIre B XOAe pa3Bu-
Tus1). Ha ctpoeHme Kpecrtia ucciaenoBaHo: 12 cepwmii ¢
HOPMAJIBHBIM Pa3BUTHEM KOHEUYHOCTel u 29 cepuii C
MacCOBbIMU aHOMAJIMSIMU KOHEYHOCTE U MX MOSICOB;
Bcero 1700 2k3., 3 HuUXx — 299 5K3. ¢ aHOMaIUSIMU
KpecTia (Tadauia).

Tepmunonoeus u memoo chekmpoe

Cepus — rpymnra MoTOMKOB, MOJIyYeHHBIX OT OAHOM
Hapbl TPOM3BOAUTENEH (OT OOHOTO CIIAapMUBaHMs) U BBI-
pallleHHBIX B OJHO KIOBETe (B OMMHAKOBBIX YCJIOBUSIX).
Hopma — BapuaHT, peobJiagarolinii o 4actoTe BCTpe-
YaeMOCTU B OaHHOWN cepuu. HMzmenuusocms — Bce
OCTaJIbHbIE, BO3MOXKHBIE JUISI JAHHOTO BUIA BAPUAHTHI
CTpOEHMSI MOACIBHOIO 00beKTa, Oojiee peaKKre Mo Ja-
CTOTE, YeM HopMa (CUHOHUMBI — AHOMAAUU, OMKAOHEe-
HUS1 OM HOPpMbL).

AHaIM3 MOJy4eHHBIX JAHHBIX IIPOBOIMIICSI METO-
noM criektpoB (KoBaneHko, 1996), cyTh KOTOPOTO CBO-
JINTCS K aHAJIN3Y U3MEHYMBOCTH OTHOCUTEIBHO KaKOM-
TO TOYKM OTcyeTa. Hampumep, aHaimm3 peajbHOM M3-
MEHYMBOCTU TPYMITBI OTHOCUTEJIBHO IMOTEHIIUATBHBIX
BO3MOXKHOCTEI JaHHOTO TaKCOHA, WJIM aHaJIU3 TTOTECH-
[UAJIBHBIX BO3MOXKHOCTEl W3MEHYMBOCTH JAHHOTO
TaKCOHA OTHOCUTEIHLHO TEOPETUIECKU OKMIAEMBIX €TO
BO3MOXKHOCTEM. DTa NPOLIeTypa ITO3BOJIAET YCTAHAB/IN -
BaTh 3aIIpeThl Ha OIpeAc/ICHHbIC KOMOMHAIIAY ITPU3HA-
KOB U BBISIBIISITh 3aKOHOMEPHOCTH U3MEHYMBOCTU Ha
MEXBUIOBOM U BHYTPUBUIOBOM YPOBHE.

AJITOPUTM COCTaBJICHUST CIIEKTPOB  CIIEIYIOIITHIA.
YCTaHOBUTH TIPU3HAKU CTPOCHUS (B JTaHHOM Ciydae
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Puc. 1. CnekTpbl UBMEHYMBOCTHU KpecTiia Anura.
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a — TIOJTHBIT HA0Op KOMOMHALIMI WJTU TEOPETUUECKH OXKUIaeMbIil cieKTp (St Anura); 6 — KOMOMHALIMU, PEaTbHO BCTPEYEHHbIE
y npesicTaBuTelNield Anura (3akpaueHsl); St Anura B Sp (B CIIeKTpe MOTeHLIMATbHBIX BO3MOXHOCTE Anura); @ — CIIEKTp MOTEH-
LIMaJIbHBIX BOBMOXHOCTEH KpecTLa oTpsiia (OYepyeH KUPHOU JIMHUE) U B HEM YaCTOThl U3BECTHBIX HOPM CTPOEHMSI KPecTLa;
2 — TloJIoXeHue peakux (n) u Haubosnee yactoit (N) HOpM cTpoeHUs KpecTiia B Sp Anura.

MPU3HAKU KPECTHA), BApbUPYIOIIE B MEXBUIAOBOI 1
VHAWBUIYAJTbHON U3MEHYMBOCTA BHIOPAHHOIO TAKCO-
Ha (B JAHHOM CJIydae — OTpsiaa). YCTaHOBUTH BO3MOXK-
HbIE JIJISI TAKCOHA COCTOSTHMST KasKIOTO M3 3TUX IPU3HA-
KoB. [lepeKOMOMHUPOBATH COCTOSIHUSI ITPU3HAKOB
MEXIy co0Oi 1 MOIYyYUTh MAaKCUMaJIbHO BO3MOXKHBINA
Habop BapUaHTOB CTPOEHMSI, KOTOPbIA MOXHO Mpe/-
CTaBUTh B BUIIC CETKU, KaxKaasl styeiika KOTOpoi mpe/-
cTaBjisieT co0Oi oOIpeAesIeHHbI BapUaHT CTPOCHMS
(ompeneneHHOe coUueTaHUE U3 COCTOSTHUI MTPU3HAKOB).
To ecTh MOJYYUTHh MaKCHMAaJIbHO BO3MOKHBIM HAOOp
BapUaHTOB CTpOeHUsI. TaK OBLT MOJTyYeH CIIEKTP Teope-

TUYECKN OXHUAAEMBbIX BapHMaHTOB MW3MEHUYUBOCTHU
KpecTtia oTpsiaa B 1ejioM (St Anura; puc. 1a), cocTosi-
1mii u3 288 BapuaHTOB CTPOEHMUSI.

3areM ciieyeT BHECTU B TEOPETUUECKU OKUIAEMBbI
CIIEKTP T€ BapMaHTHI, YTO PealbHO BCTPEUCHBI ¥ BCEX
WUCCIIeOBAHHBIX TIPe/ICTaBUTEIeli TaKCOHA, — COBME-
CTUTbh CIEKTP peaibHO M3MEHUYMBOCTU (ST) CO CIeK-
TPOM TEOPETUYECKM OXMAAeMOM M3MeHYMBOCTHU (St).
J17151 9TOr0 HY>KHO 3aTIOJIHUTB STYSHKU CIIeKTpa (Harpu-
Mep, IPOCTO OTMETUTH 1X B St; puc. 16). Bcero ormeue-
HO 45 Takux BapraHToB. Ha ocHoBaHMU xapakTepa 3a-
TMOJTHEHMST St TAKCOHA peayTbHBIMU BapUaHTaMU CTPOe-
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CBOMCTBA HOPMbI U UBMEHUYMBOCTHU

HUS, BBISIBUTH 3amlpeThl (OrpaHMYEHMSI) Ha Teope-
TUUYECKU OXHMAacMble KOMOWHALIMY 13 YKCJia He3aroJl-
HEHHBIX sTueeK. B mepByro odyepenb NCKIIOUEHUIO IO -
JIeXKaT MOJTHOCTHIO He3arOJIHEHHbBIE CTOJIOLIBI Y CTPOKM,
BO BTOPYIO — KPYITHbIE OJI0KM CTOJI01I0B WK cTpok. Ec-
JIM CO BpeMeHeM (CKaxKeM, MTPpHU YBEeITMUEHUU YKCJIa VC-
CJIENOBAaHHBIX BUIOB, YBEJIWYCHUM OOBEeMa BBIOOPOK
WJIN JPYTHUX OOCTOSITENIbCTBAX) OOHAPYXKATCsl HOBBIC Ba-
pbUpYIOILINE IIPU3HAKU, MJIA HOBbIE COCTOSIHUS Y3K€ 13-
BECTHBIX IIPU3HAKOB, VI 3aIIOJIHUTCS 9acTh paHee Mmy-
CTBIX sTY€EK, TO IS JabHEHIIIero aHaaum3a Bceraa MoxK-
HO YBEJIMYUTb, KAK TEOPETUIECKU OXKUIAEMBbI CIIEKTP,
TaK U CIIEKTP ITOTEHIIMAIbHBIX BOZMOXHOCTEIA.

Tak wu nHave, mpy cCoBMeleHMH St 1 St orpene-
JISIIOTCSI OTpaHWYEHUs] — HauMMEHee BEPOSITHBIE LIS
JaHHOTIO TaKCoHa KoMOMHaLuu. M B pe3ysisTaTe ocTa-
€TCSl CIIEKTP NOTEHIIMAIBHBIX BO3MOXHOCTEH TaK-
coHa — Sp TakcoHa (WJIM CIIEKTP €ro MOTeHIIUAIbHOM
M3MEHYMBOCTU) — IMAIa30H BO3MOXHOCTEM (Sp KpecT-
a Anura, puc. 10). DTOT CITIEKTp CITy>KUT TOYKOI OTCUe-
Ta U151 CpaBHEHMST UBMEHYMBOCTH TAKCOHOB 00Jiee HU3-
KOIO paHra, aHaJIu3a ITOJIOXKEHUSI U3BECTHBIX HOPM B
JIMaIta30He BO3MOXKHOCTEM, CBSI3M MEXIY OIpeaeIcH-
HOM HOPMOM M XapakKTepOM M3MEHYMBOCTU U JIp. BO-
MPOCOB.

Ha cnekrpax, mpeactaBieHHBIX B cTaTbe, LUGPHI B
sTYEKaX — 3TO a0COJIIOTHOE YMCJIO SK3EMIUISIPOB (MIN
BUIOB), Y KOTOPBIX BCTpeYeHa AaHHAs KOMOMHALIUs
MIPU3HAKOB; LIM(PHI CIeBa 1 CBEPXY OT CIIEKTPa — KOJIbI
CTPOK U CTOJIOIOB (COOTBETCTBEHHO), KOTOPHIC BMECTE
00pa3yIoT KoJ KOHKPETHOTO BapuaHTa; NPl CIIpaBa
U CHMU3Y OT CIIEKTpa — CyMMHPOBaHUE KOJIMYECTBEH-
HBIX JAHHBIX 10 CTPOKaM 1 CTOJIOAM (COOTBETCTBEH-
HO), a uudpa B mpaBOM HIZKHEM YIJIy — OOIIee Y1CIIO
MCCJIENOBAHHBIX 3K3EeMIUISIPOB (00BEM BBIOOPKM) WIIU
BunoB. I1o umdpaM B sTueiiKax JISTKO OIPEAE/INTD IIpe-
001aMaIoIIMiA IT0 YaCTOTE BApMAHT CTPOCHUST — HOPMY
JIJIsI JAaHHOTO BYaa (WJIM HauOoJIee YacTo BCTPeUaroLIni
BapMaHT HOPMBbI Cpeu BUAOB oTpsifa). [TockonbKy 3a-
JTayM TaHHOU CTaThM OTPaAaHUYEHBI aHAJIM30M JIUIIb
caMbIX OOIIMX TEHACHUMN M3MEHYUBOCTU, TO HET
CMBbICJIa 3[IeCh JaBaTh paclIM(pPOBKY KOJIOB BCEX Ba-
puanToB (cM. o komax Kosanenko, 1996, 2000). B
COOTBETCTBYIOIIMX MECTaxX TeKCTa OyayT JaHbI HEOO-
XOJAMMBbIe KOMMEHTApUU K TOMY, UTO 3HA4YaT OTAE/Ib-
HBIE YaCTH CHEKTpa.

AHaM3 N3MEHUYNBOCTY METOIIOM CIIEKTPOB, TIPEKIIE
BCEro, IIO3BOJISIET YCTAHOBUTH 3aKOHOMEPHOCTH €€
MPOSIBJICHUSI, KOTOPBIE (POPMYIUPYIOTCS B BUIE NPAGU-
G CheKmpa uzmMeH4ueocmuy JijTs JAHHOTO TaKCOHa (TIpa-
BIJIO MIBMEHYMBOCTH, TIPABUJIO CIIEKTpa). DTO MPaBUJIO
yCTaHaBJIMBAET TI0JI0KEHNE HOPMBI (MpeobIaaaroliero
10 YacTOTe BapMaHTa) B MHAMa30HE BO3MOXHOCTEM
TaKCOHa, a TAaKKe COOTHOIICHWE MEXIY YacTOTaMM
OCTaJIbHBIX BapMaHTOB auana3oHa (Kakue KOMOWHa-
1LIMU 6oJiee BEPOSITHBI J1s1 JTAaHHOTO TAKCOHA, a KaKue —
MeHee BepOSTHBI). Cnekmp (MI3MEHUMBOCTU) CUMMEM -
PUteH, acuMMempuyer 81e60, adcuMMempu1er npago —
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TEPMUHBI, OIMMCBHIBAIOIIME KAaKME YaCTU CIICKTpa Hau-
Ooee BEPOATHBI JIsI JaHHOI'O TaKCOHaA.

BDpdexm nadenus nopmwur npusnaxos (KoBaneHKo,
2000) — TepMHH, KOTOPBIM 00O3HAYAET PEAKYIO IS
TaKCOHAa CUTYalIMIO, TTPXU KOTOPOIi B TPYIIIE TTOTOMKOB
pe3Ko ManaeT yactoTa ObIBIlIeii HOPMBbI psifa MpU3Ha-
KOB (MMPU3HAKOB, KOPPEISTUBHO CBSI3aHHBIX MEXITY CO-
0oii B xone pazButusi). [Ipu mageHUM 4acTOTHI ObIB-
11Ieif HOPMBbI PE3KO BO3paCTaIOT YaCTOThl BAPUAHTOB
WHAWBUAYAJIbHOW M3MEHUYMBOCTU (4aCTOTHl aHOMAa-
JINi1), 4YTO, COOTBETCTBEHHO, BEIET K YBEJIMUYCHUIO B
rpyrnmne 10Ju ocobeil, OTKIOHSIIOIIUXCS OT HOPMbI
(maccosbie anomanuu).

OBLIME JAHHBIE O CBOMCTBAX HOPMbI
N USMEHYMBOCTU

Hopmbl KpecTia Anura B IMana3oHe MOTeHIMAIbHBIX
BO3MOKHOCTE# 0Tpsaa

Cama npolierypa BblIJI€JIEHUS CIIEKTPa MOTEHLIUATb-
HBIX BOBMOXKHOCTE MOKa3bIBAET, UTO B 3BOJIIOLIMU OT-
psioa peajn30BaHbI TAJIEKO HE BCE TEOPETUUCCKU OXKI-
naemble BapuaHThI (45 u3 288). IIpuuem peanuzoBaH-
Hble BapMaHTbl PACMOJIAralOTCsI B TEOPETUYECKU
OXMIAeMOM CIIEKTpe HE paBHOMEPHO, a OYeHb KOM-
MaKTHO — 3aIlOJIHSIIOT Bcero 2 cekTopa (puc. 16, 3akpa-
IIeHHbIE sTyeiiku B St). Eciu ObI criekTp ObLT 3aoJITHEH
paBHOMEPHO (IIYCTh JIa’Ke MO3aM9IHO), TO MOXKHO OBLITO
OBl IPEMNOJIOKUTD, YTO BCE BAPUAHThI UMEIOT IIpUMEp-
HO OJIMHAKOBYIO BEPOSITHOCTD peainu3alivu (T.e. COCTO-
SIHUSI TIPU3HAKOB KOMOMHUPYIOTCS 0€3 OrpaHUYeHUIT),
a JIJ1s1 BBISIBJICHUSI BCEX PeaIbHBIX BO3MOXKHOCTEI OTpsI-
Jla Hy>KeH MpOoCTo OoJbINi 00beM MaTtepuaia. Hemos-
HOe, HO KOMIIaKTHOE 3aroJIHEHWE St TOBOPUT O TOM,
9TO YaCTh BApMAHTOB NMEET OOJIBIITYIO BEPOSITHOCT pe-
aJM3alldy TT0 CPAaBHEHUIO C OCTAJIbHBIMU, CJICIOBATE b~
HO, CYIIECTBYIOT 3aIipeThl (OrpaHMYeHNsI) Ha OIpeIe-
JICHHbIE KOMOMHAIIMK MIPMU3HAKOB. SIBHO BhIpaXKEHHEIE
3aMpeThl ¥ MOMOTalOT OYEPTUTh CIIEKTP MOTEHIIMAIb-
HBIX BO3MOXKHOCTeI — Sp oTpsiia.

Ecmm B stueiiku Sp Anura BHeCTH aOCOJIIOTHBIE Ya-
CTOTBI BCTPEYAaEMOCTH BapUMaHTOB HOPMHKI (puc. 1B), TO
MbI HE TOJIBLKO TTOJIyYMM KapTHUHY TOJOXEHUST U3BECT-
HBIX HOPM CTPOEHUS B OOIIIEM CIIEKTPE BO3ZMOXHOCTEM
otpsana (puc. 1r), HO CMOXeEM OLIEHUTb COOTHOILIIEHUE
MEXIy 4YacToTaMy BCTPEYaeMOCTH BapUaHTOB HOPM.
I1pexxne Bcero, BUOHO, YTO HOPMEI pacIipeae/ieHbl B Sp
HepaBHOMepHO. To ecTh JajieKo He BCce BapUaHTHI U3
quciaa BO3MOXHBIX TSI 6€CXBOCThIX ampuoOnii pean-
30BaHbBI B BUJIE HOPM CTPOEHMUS (B CIIEKTPE €CTh, Ha-
MIpUMEDP, ITOJHOCTBIO HE3aNOJHEHHbBIE CTOJIOLBI MJIN
crpoku). Kpome Toro, BUgHO, 4To siueiika CrekTpa C
BBICOKOI1 YaCTOTOI BCTPEYaeMOCTH MOXET OBITh OKPY-
JK€Ha ITyCThIMU STYeUMKaMU; HalIpUMeEp, sSTYeiiKa C 4acTo-
Toit 209 (BapuaHT BcTpeueH y 209 BUIOB), a coceqHUE
BapHaHThI B KAYeCTBE HOPMBI HE BCTPEYSHBI HU Y OHO-
ro Buaa (He3aIoJIHEHHBIC T9eiiki). Mexxay TeM cocell-
HHE SIYEKU B CIIEKTPE O3HAYAlOT, YTO COOTBETCTBYIO-
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L€ UM BapyUaHThl OTIMYAIOTCS TI0 COCTOSIHUIO BCETO
JIMIITb OTHOTO M3 MPU3HAKOB, UTO e11Ie pa3 MOATBepKIa-
€T CYIIEeCTBOBaHWE OrpaHMYEHNII UMEHHO HAa KOMOU-
HalUU MPU3HaKOB. MHBIMU CJIOBaMU, I€JI0 HE B He-
JIOCTaTKe MCCJIeIOBAaHHOTO HaMM MaTepuaia, a B
TOM, YTO KOMOWHALIMU UMEIOT pa3Hble BEPOSITHOCTHU
peanu3aluu.

DTO 03HAYaeT, YTO MOTeHLIMaIbHAsE U3BMEHYUBOCTh
OrpaHMYeHa 1 YK€ MO3TOMY €€ MOXKHO MCCJIeIOBaTh.
Eiiie o1HO 0OCTOSITENILCTBO MPUBJIEKAET BHUMaHUE —
3TO CYILIECTBEHHOE YaCTOTHOE IIpeo0ialaHue OTHOIO
W3 peaIbHBIX BAPMAHTOB HOPM Hajl BCEMU OCTaJIbHBIMU
(siueiika ¢ yactotoit 209). DTO HEe camMblii TIPUMUTHUB-
HbI X HE CaMblil ITPOJABUHYTBINA C TOUYKU 3PEHUSI CUCTE-
MAaTHKOB BapUaHT CTpoeHMs KpecTia. OH NOSIBISIETCS B
3BOJTIOLIMM OECXBOCTBHIX amMm(puOUii O4YeHb paHO, PaHO
HaYyMHAEeT YaCTOTHO JOMUHMPOBATh U JOMUHUPYET 0
cnx nop (cMm. moapobHee Kosanenko, Janunos, 2006a).

bonee monpoOHbBIT aHATN3 3aKOHOMEPHOCTEN MEX-
BHIIOBOI M3MEHYMBOCTHA HE BXOIWT B 3adadd JaHHOM
CTaThM, HO TIPUBEACHHBIX TAHHBIX TOCTATOYHO, YTOOBI
ceNnaTh BbIBOJ, O €€ OTpaHUYEHUSIX U HAJIMYUU Pa3pbl-
BOB MEXIY U3BECTHBIMU HOPMaMHU CTPOCHYIS.

JIBa BapuaHTa pa3BUTHSA rPyNIbl IOTOMKOB
0ecxBOCTBIX aM(puOmii

PR N1

ITonsiTHS “HOpMa cTpoeHUs”, “HOpMaJTbHOE Pa3BU-
THE”, “HOpPMAaJIbHBIC YCIOBUSI Pa3BUTUSI” W Jp. CTOJIb
JTAaBHO 1 CTOJIb IIPOYHO BOIIUIM B 00MXO0H OMOJIOTUM, YTO
OOBIYHO MBI HE YTPYKIaeM ce0s1 pa3bsiCHEHUSIMU TOTO,
YTO 3TO 3HAUUT. /17151 MOAEIbHBIX TaO0OpaTOPHBIX BUIOB
OHU OMpeneSieHbl OIBITHBIM ITyTeM (CM., HalpuMmep,
“O0beKThl Orooruy pasputus”, 1975) u cuurarorcs
atajjoHoM. OIHAKO Ha MpaKTUKe BCe He TaK IPOCTO,
0COOEHHO, €CJIM B 3aJa4yr MCCIIeIOBAaHMS BXOOAUT aHa-
JIN3 COOTHOIIECHUST MEXXIY HOPMOI Y MU3BMEHYMBOCTHIO,
KOTOpbI moapa3yMeBaeT He BbIOOp 0co0eii, COOTBET-
CTBYIOIIIX HOPME, a aHaJIM3 COCTaBa IPYIbl (Kakoe
YHCJIO OCO0OEei U3 TPYMIIbl COOTBETCTBYET HOPME, a Ka-
KO€ — OTKJIOHSIETCSI OT HeEe).

Bo-mepBbIX, BceM, KTO 3aHMMAaJICS pa3MHOKEHUEM
MOJIETbHBIX XKMBOTHBIX, XOPOIIIO U3BECTHO, YTO IMara-
30H YCJIOBHIA, TIPH KOTOPBIX B TPYIIITE YCTIEIITHO BOCITPO-
W3BOIUTCS HOpMa (TI0 KpaitHei Mepe, TSI OTIpeneieH-
HBIX IPU3HAKOB), 3HAYUTEJILHO IIIMPE AMara3oHa “or-
TUMaJIbHOTO”. BO-BTOpBIX, TIpaHUIly MEXIy HOp-
MaJIbHBIM M HEHOPMATTLHBIM pazeumuem TPYTIbl TaH-
HOT'O BUJAa TeM OoJiee TPYIHO ITPOBECTH, UTO CYIIIECTBY-
et “mapamokc HopMbl” (KoBanenko, 2003) — Ha ypoBHe
OTIENTBHBIX TIPM3HAKOB HOPMA BBIIENISIETCS JIETKO, a Ha
YPOBHE KOMIUIEKCa MPU3HAKOB (CTPOSHUE BCEro opra-
HU3Ma, TEMITbI Pa3BUTHS TPYITITEI 0COOEH 1 Ip.) BhIIe-
JIUTBH €€ MOKHO TOJIbKO TeopeTndecKu. PaHee 310 ObLTO
MOKa3aHOo Ha (haKTUYECKOM MaTepuaie 1o CTPOSHUIO U
Pa3BUTUIO MOCTKpaHUaabHOro ckejiera Anura (Kosa-
nenko, 2003), 3mech JauIb KpaTKo chOpMyIMpPYeM OC-
HOBHBIE TE3UCHI.

HopMmy cTpoeHnst 00bIYHO TOHMMAKOT, KaK KOMOM-
HAIMIO M3 HOPMAJbHBIX COCTOSIHUII BCEX MPU3HAKOB,
MPUBJIEUEHHBIX K aHAIU3Y (AMarHOCTUYECKUX MPpU3Ha-
KoB). Hepenko 1momararot, 4To Takoil BapuaHT JTOJDKEH
KOJIMYECTBEHHO JOMUHUPOBATh Hall OCTAaJIbHBIMU Ba-
pMaHTaMM, 3a YTO OH U Ha3bIBAETCSI HOPMOI1 CTPOEHUS.
OmHako 9eM OoJTbIlle TIPU3HAKOB MBI BO3BMEM B aHa-
JIN3, TeM HIKe Oy[eT 4acToTa BCTPeUYaeMOCTU MPEIIo-
JlaraeMoit “HOpMBbI CTpoeHMs1” B TpyIine (B BbiOopke). U
3TO JIETKO OOBSICHUMO — BEPOSITHOCTH BOCITPOM3BEIC-
HUS KOMOMHAIIMU paBHa IPOM3BENICHUIO BEPOSITHO-
CTell ee COCTaB/ISIIONIMX. DJIeMEHTapHbIM MaTeMaTHJe-
CKUIf aHaJTN3 TIOKa3bIBAET, YTO TIPH YBEJTMICHUH YHCIIA
aHAJIM3UPYEMBIX TIPU3HAKOB BEPOSTHOCTH KOMOWHA-
LIMU U3 MX HOPMaJIbHBIX cocTosIHMI manaeT (KoBaneH-
Ko, 2003).

W, HakoHell, OMHO JeJI0 ONPEeTIUTh IT0 KPUTEPUIO
“HopMaJIbHOE pa3BUTHE” OTHEIBHBIX OCOOCH, Ipyroe —
OIPENICJIUTD I10 3TOMY XK€ KPUTEPUIO IPYIIIYy [TIOTOMKOB
OIHOIT maphbl MIPOUBOAUTENEH (HaXKe eCI OHA Pa3BU-
BajlaCh OMHOBPEMEHHO B OIMHAKOBBIX YCIOBUSIX). B Ta-
KOM Tpyrrie (ecii oHa AJOCTaTOYHO BeJMKa) Bceraa Oy-
JIyT 0COOM, HE COOTBETCTBYIOILVE TUTIOBOMY OITCAHUIO
CTPOEHUS WJIN OTKJIOHSIIOLIMECS TI0 TEMITAM Pa3BUTHSI.
W yem Gosbliie 00bEeM IPYIIIbI (YMCJIO UCCICTOBAHHBIX
0co0¢ii 13 3TOi TPYIIIIEL), TeM OOJIbIIIE OYIET adcoaom-
Hoe uuca0 0cobeil, OTKIIOHSIIOLIMXCS OT 3TAJIOHA.

A TIOCKOJBKY JUISI aHallM3a MU3MEHUYMBOCTH BCETIa
TpeOyeTcs UMEHHO IpyTiia (TpuyeM, Jydile He caydaii-
HO coOpaHHasl, a pa3BUBIIASICS OTHOBPEMEHHO U B
OIMHAKOBBIX YCIIOBUSIX), TO ObLI0 npeaioxeHo (Kosa-
JieHko, 2000) pa3ianyaTh 1Ba BapMaHTa pa3BUTHS TaKOM
TPYIIIBI OCOOE.

1. Pazsumue epynnol ¢ aghgpekmom HopmbL NPUSHAK OB

BTO BapuaHT, Koraa Ipy OAHOBPEMEHHOM Pa3BUTHUH
TpyMIibl 0cO0eil OMHOTO BUAA B OMMHAKOBBIX YCIOBUSIX
(HanmpuMep, MOTOMKOB, TTOJYY€HHBIX OT OIHOM Mapbl
TIPOU3BOIUTENIE M BBIPAILICHHBIX B OMHOU KIOBETE),
Habmonaercst “adeKT HOpMbI” I OTAEAbHbBIX MTPU-
3HAKOB (CKaxKeM, NIMarHOCTUYECKMX). DTO O3HaJaer,
YTO KaXIblid U3 aHAIU3UPYEMbIX MPU3HAKOB y OOJb-
LIIMHCTBA 0CO0El 3TOi rPyMITIbl AEMOHCTPUPYET OMHA-
KOBOE COCTOsIHME (TO €CTh OJTHO COCTOSIHUE TIpU3HaKa
W3 YMClIa BO3MOXHBIX JIJIS BUJIa CYLLIECTBEHHO MpPeo0-
JagaeT no yactore). OObBIYHO HOpMAa MpU3HaKa CTOJb
SIPKO BbIpaXKeHa, UYTO He TpeOyeTCcsl HUKaKUX crielaib-
HBIX CTATUCTUYECKUX METOIOB VIS €€ YCTAHOBJICHUS —
ee yacrorta Ha 1—2 (1 6oJtee) TmopsiiKa MMpeBOCXOIUT Ya-
CTOTY KaXKJOrO M3 OCTAIbHBIX BOBMOXKHbBIX BAPUAHTOB.
OTO MOXXHO BUAETh Ha CIIEKTPE UBMEHYMBOCTU KPECTIIA
mropueBo aarymiku (puc. 2a). CToaOuLpl ceKTpa
pa3IMyaroTCcsl MeXIy coOoi 1o Mpu3HaKaM, Ha KaKoM
MO3BOHKE C(OPMUPOBAHBI KPECTLIOBbIE OTPOCTKU U
cKoJIbKO ux. Ctosbelr ¢ kogoM “020” o3HayaerT, 4yTo Ta-
KHe OTPOCTKU pacriojiokeHbl Ha IX Mo3BOHKE 1 TOJIBKO
Ha HeM, 1 ux aBa. CymMMapHas yactoTa BApUaHTOB 3TO-
ro croyi6na (623 u3 680 nucciiefoBaHHBIX) HE OCTABJISIET
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a

Cepuu NK
220 200 210 120 110 020 011 021 012 002 022
+3 2| 1 1 4
+2n 0
+23] 1 7 620 7|11 1] 653
+0 2| 5| 2 5| 8] 1§ 23
+0 0
+23 0
I 0 0 9 1 62312 13 9 10 2 680
I JleBast yacTpb I OCH I [TpaBast yacTb |
Cepuu AIIK + AII3K
220 200 210 120 110 020 011 021 012 002 022
+3 5 3 8
+2n 0
+234 5 21 17] 5] 220| 2| 1 252
+0 1 1 2
+0 0
+23 0
5 0 2 22 52233 1 1 0 0 2062

369
)
Cepun AIIK
220 200 210 120 110 020 011 021 012 002 022
+3 0
+2n 0
+23] 1 10 7] 520 2| 2 542
+0 1] 1 2
+0 0
+23 0
1 0 0 10 7 520 2 2 0O 1 1 544
I JleBast yacTp I OCH I IMpaBas yactb I
r
Cepun AITI3K
220 200 210 120 110 020 011 021 012 002 022
+3 0
+2n 0
EARRNEN RN 43
+0 0
+0 0
+23 0
o 1 1 0 1 4 0 0O 0O 0 0 43

Puc. 2. CriekTpbl U3MEHYMBOCTH IBYXCTOPOHHETO KpecTla X. laevis pa3HbIX CEpHIA.

a—B, [l — CIIEKTPbI COCTABJICHbI IO JAHHBIM BCEX UCCIICIOBAHHBIX B 9TUX CEPUSIX OCOOEH; T — CIIEKTP COCTABJIEH TOJIBKO IO 0CO-
OsIM, UMEIOIITM JBYXCTOPOHHUM KPECTEI; € — CIIEKTP COCTABJIEH TOJILKO IS BHEIITHE HOPMAJIBHBIX OCOOEH 3TUX CepUid.

OCH — OCHOBHOM cTOJ10e11 crieKTpa (OH COAePKUT HaruboJiee MOIyIsIpHbII BapruaHT HOPMbI CTPOSHUSI KPECTIIa); CIIpaBa U cieBa
OT HEro — mpasasl 1 JieBasi YaCTH CIeKTpa (COOTBETCTBEHHO). OObSICHEHUsI IPYTUX 0003HAUYEHUI B CTIEKTpaX JAaHbI B pa3jesie

“Marepuayn U METOIbI”.

COMHEHMIT B TOM, YTO UMEHHO 3TO COCTOSTHUE MPU3Ha-
KOB SIBJISIETCSI HOpMOM (HamOoJjiee 4YacTo BCTpedalo-
mmMcs BapuadnToM). CTpoku criekTpa (puc. 2a) pa3im-
YaloTCST — 10 TIPU3HAKY, MOABIKHO WIIM HETTOABMIKHO
COEIMHEHBI MEXTy COOOI MO3BOHKHU (KaKre UMEHHO U
CKOJIBKO TIO3BOHKOB CIMTHI). OHM TIOKA3bIBAIOT, YTO
crpoka “+23” (IX mo3BOHOK CJIUT C YPOCTUIEM) UMEET
CYIIIECTBEHHO 00Jiee BHICOKYIO BEpOSITHOCTb, IO CPaB-
HEHUIO C ApYyruMu BapuaHTtamu (653 u3 680 uccnemo-
BaHHBIX). OMHAKO BEPOSITHOCTh KOMOMHALIMHN U3 HOP-
MaJIbHBIX COCTOSIHUI BCEX YYTEHHBIX MPU3HAKOB YXKE
nMeeT 6osiee HU3KYIO YacTOTY, YeM IT0 KaXKIOMY TIpH-
3HAKy B oTAeJIbHOCTH (620 13 680 uccieToBaHHBIX).

Takoit xapakrtep pa3BuUTus (C KOJIMYECTBEHHBIM
npeobiagaHueM Yy TTOTOMKOB OJHOTO M3 BO3MOXKHBIX
COCTOSTHU Kaxc0oeo npu3Haka) Mbl TIpejiaraeM mpu-
HUMAaTb KaK HOpMAAbHOe pazsumiie 2pynnbl 0Co0eit maH-
HOro Buaa (T.e. HauboJjiee YacTo BCTpevarolIniics Xa-
pakTep pa3Butus). I3 HOpM CTpoeHUsI TI0 KaKIoMY
MPU3HAKY B OTIEJIBHOCTUA M COCTABJISICTCSI IUarHO3 BU-
J1a, KOTOPBIiA UCTIOIB3YeTCsl B CUCTEMaTUKe 1 (huiore-
HETUYECKMX ITOCTPOCHUSIX. AHOMaIMHU (OTKJIOHEHUS OT
HOPMBEI 110 KaXKIOMY 13 IIPU3HAKOB), IIPOSIBIISTIOIINECS
MIPY HOPMaJILHOM Pa3BUTHUU IPYIIILI Y YACTH €€ YJICHOB,
ObLTM HaMy Ha3BaHbl “(OHOBOM WM3MEHUYMBOCTHIO”
4 OHTOTEHE3 Ne 5
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(Kosanenko, 2000; puc. 36) — yto o3HayaeT 3PheKT
HOPMbI MPU3HAKOB Ha (hOHE HEKOTOPOro JuariazoHa
n3MeHYMBOCTH. YacToTa Kaxk/Ioro n3 BapuaHToB (DOHO-
BOI MIBMEHYMBOCTA MHOTO HIKE YaCTOThl HOPMBI, HO
MX YaCTOThI TOXKE He paBHBI (pYC. 2a) — OJHU BapUaHTbI
BCTpEYaloTCs B HECKOJIBKO pa3 yallle, uem apyrue. Kak
0Ka3aJloCh, CMEKTPbl U3BMEHYMBOCTU KPECTIAa pa3HbIX
BUJIOB TP HOPMAJIBHOM Pa3BUTUM TPYMIIbl pas3idya-
IOTCS1 HE TOJIbKO MOJIOXXEHUEM HOPMBI CTPOEHUS U TI0-
JIOXKEHHMEM 3aIlpeToB B 00ILIEM JIs1 OTpsiaa Sp, HO U CO-
OTHOLIIEHUEM YacTOT BCTPEYaEMOCTHM BapHMaHTOB U3
¢onoBoii m3meHunBoctu (Kopanenko, 2000). Coot-
BETCTBEHHO, OT 00beMa UCCJIeIOBAHHOW BHIOOPKU 3a-
BUCHUT, KAKOBa BEPOSITHOCTD 3apEeTUCTPUPOBATh TOT WU
WHOW BapyMaHT U3MEHUYUBOCTU (UYEM HUKE BEPOSITHOCTh
€ro BCTPEYaeMOCTH y AAHHOIO BUAA, TeM OOJIbIIUIA
00BbEM BEIOOPKI HY>KHO B3SITh JIJIsI aHAIN34).

2. Pazeumue epynnoi ¢ sghgpexmom nomepu Hopmol psioa
NPUBHAK08 (unu 3ghgheKm maccovix aHomauii)

Bo BTOpOM citydae B pe3yibraTe OIHOBPEMEHHOIO
Pa3BUTUSI TPYIIIBI IOTOMKOB, MOJTYYEHHBIX OT BHEIIIHE
HOPMAaJIbHBIX MPOU3BOAUTENECHA M pPa3BUBABIIMXCS B
OIMHAKOBBIX YCIOBUSIX, HAOMIOOAETCS MCYC3HOBEHME
a3 dexTa HOpMBI 0 OTASIBHBIM IMTPU3HAKaM (OOBIMHO



370 KOBAJIEHKO

Puc. 3. CtpoeHune oceBOro ckejera y moctMeraMmopdo3HbIX ocobeit X. laevis.
a — HOpMa CTPOEHMSI KpecTiia; 6 — HEKOTOpbIe BApMaHThl UHAMBUIYATbHOM U3MEHYMBOCTH.
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cpasy 10 HECKOJIbKMM, KOPPEISTUBHO U3MEHSIOIIIUM-
cs1 B xone pa3Butus). ITpexxHsiss HopMa 3TUX IMTPU3HAKOB
(xapakTepHasi U151 BUJa) TiepecTaeT ObITh JOMUHUPYIO-
MM BapraHToM. OHa BCTpeyaeTcs He vallie, Yem JIpy-
rMe BO3MOXHBIE BapyUaHThI, PeXKe WU BOBCE HE BOC-
npousBoAuTcs. YacToTa HOPMBI TAgaeT U, OJTHOBpE-
MEHHO, BO3pacTaeT 4yacToTa BapyMaHTOB U3 (POHOBOK
M3MEHUYMBOCTH — BapMaHThI, paHee ObIBIIIME PEIKUMU,
CTaHOBSITCS HACTOJIKO 00Jiee YaCThIMU, UYTO MX JIETKO
3aperucTprMpoBaTh Jaxe B HEOOJbIION BbIOOPKE (CM.
nonpooHee, Kopanenko, Kpyxkosa, 2001).

Ecnu Hopma y naHHOTO BUa paHee McCenoBajlach
npu 3pdexTe HOPMBI TIPU3HAKOB, Aa €IIe U C TTOMO-
1IbI0 MaJIEHbKUX BBIOOPOK, HE MO3BOJISIIOIINX 3aperu-
CTPUPOBATh HU3KOYACTOTHbIE KOMOMHAIIMU, TO PE3KOE
MOBBIIIIEHNE YaCTOT BCTPEYAeMOCTH MOCJICTHUX CO3Ia-
€T BrieyarjieHUe, YTO OHU BO3ZHUKIIM HUOTKYAA (BO BCSI-
KOM ciydae, sIKOObl He M3 (DOHOBOII M3MEHUYMBOCTH).
Bo3MoXXHO, UMEHHO TaKue CJIydau CJTy>KaT OCHOBaHM-
eM JUISl CaJIbTallMOHUCTKMX B3MJISIAOB HA MEXaHU3MbI
9BOJTIOLIUM.

SIBeHne MaccoBBIX aHOMAJIMU B IIOTOMCTBE OT
BHEIITHE HOPMaJIbHBIX TPOM3BOAUTESIEN OOBIYHO OIIpe-
nensieTcs, Kak “BHe3arHoe” U 3acTaBlIsIeT HaOJroaare-
JIell MCKaTh €ro BHEIIHIO IPUYMHY, KOTOPYIO Jalle
BCET0 BUIAT WIX B HAPYLLUEHMHU YCJIOBU pPa3BUTUS, WA
B TOM, YTO IIPOU3BOIUTEIIN SIBJISIMCH CKPBITHIMU HOCH-
TeJISIMU TIOpPOKa TeHeTU4IeCKoi nHGpopMaim (CM. 00-
3opnl Dubois, 1979, KoBanenko, 2000). Ho Hamm naH-
HblE 1O aHAJIU3y 3TOrO SIBJICHUS 3acCTaB/ISIIOT MHa4de
B3IJISIHYTh Ha 3TOT BOIIPOC.

ITpexxae Bcero, BaXKHO, 4TO MPU SIBICHUHA MAaCCOBBIX
aHOMAJIMIA HMKAKOM Npyroil BapUaHT (KOMOMHALIMS
MPU3HAKOB) HE 3aMelllaeT ObIBIIIYI0O HOPMY IO YacTOTe
BCTPEYaEMOCTH, HE IOCTUTAET e OBbIBIIE YaCTOTHI (CM.
nonpobHee Kosanenko, 2000; Kosanenko, Kpykkona,
2001). M&I ripeariojiaraeM, 4To MePBOIIPUIMHONA 3TOT0
SIBJISIETCS] UMEHHO NaaeHue “agdekra HopMbl” (Mane-
HIE BEPOSITHOCTU €€ BOCIIPOM3BEICHMS), BCJICH 3a KO-
TOPBIM HEMEJICHHO BO3pPACTalOT YaCTOTHBIE BO3MOXK-
HOCTU Cpa3y HeCKOAbKUX BapUaHTOB W3MEHYUBOCTU.
[1pu ananmm3e qrana3oHa NU3MEHUYMBOCTH TAKOM IPYIIIThI
MHOTIIA CTAHOBUTCS HEBO3MOXHBIM IIPUMEHUTH TTOHSI-
TUE HOpMa HU K OTHOMY M3 BCTPEUEHHBIX BapUaHTOB
CTPOECHWUSI.

OddekT “nmageHrss HOpMbl” MOXHO TTOJYYUTh WC-
KYCCTBEHHO, HAMEPEHHO CO3[1aBasi 9KCTpeMaJIbHEIE (I10
OTAENBHBIM TIapamMeTpaM) YCJIOBUSI Pa3BUTUS TPYIIIHIL.
Hanpumep, npu co3naHuy BEICOKOM IIOTHOCTY JIMUK-
HoK (Kosanenko, Hdanunesckast, 1991; KosaneHko,
1996a), npu TeMniepaTypHOM IIIOKE HAa pAHHUX CTAIUSIX
WX Pa3BUTUSI, @ TAKXKE ITyTeM CO3AaHUS DKCTPEMATbHBIX
3HAUYEHWII MHOTWX APYIMX BHEIIHUX (PakTOpoB (CM.
Fowler, 1970; KoBanenko, 1992). MsI nipearioiaraem,
YTO TaKoil 3(PeKT MOKeT BOZHUKATh U CIIOHTAHHO B
Jarna3oHe “ONTUMabHbIX YCIIOBUI™ pa3BUTUS, O YEM
KOCBEHHO TOBOPST JaHHBIE aHAIN3a COOCTBEHHOIO U
JIMTEpaTypHOro Marepuajia Mo MacCOBBIM aHOMAaJIUSIM
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KoHeuyHocTei Anura (cMm. Kosanenko, 2000). Takoe co-
OTHOILIEHUE MEXIy HOPMOI U M3MEHYMBOCTBIO (aHO-
MaJIUSIMU) B TIOTOMCTBE OT OIHOI Tapbl MPOU3BOIUTE-
JIeli MBI TIpeyiaraeM Has3bIBaTh “3(h@MEKTOM ITameHUS
HOPMBI ITPU3HAKOB”. DTO Ha3BaHUE ITOAYEPKUBAET, UYTO
JIeJ10 He B BOBHUKHOBEHUU aHOMAJTUiA (MOBBILLIEHUU MX
4acToThl), a UMEHHO B TOM, UTO MPEXHSST HOpMa MOXKET
PEe3KO TepsITh BEPOSITHOCTh CBOETO BOCITPOU3BEICHUSI;
BCe ocTaJbHOE (BO3pacTaHUe BEPOSITHOCTU (hOHOBBIX
QHOMAaJIMI1) — JIUIIIb CJIECTBUSI 3TOTO COOBITUSI.

Wtak, B pe3ynsraTe pa3BeAecHUS psiIa BUIOB 6ECXBO-
CTBIX aM(puOMi1 B JabopaTOpuM, B MX YKUCJIC U TJIAAKOMN
IIITOPLIEBOM JISATYIIKW, Mbl MOJYYWIM ABAa BapuaHTa
PAa3BUTHS TTOCIIETHETO BUIA:

1) pazButne ¢ 3(p(peKTOM HOPMBI CTPOCHMST TUATHO-
CTUYECKHMX MPU3HAKOB MOCTKPAHUAJIBHOTO CKEJIETa, B
TOM YMCJIe TTAapHBIX KOHEUHOCTEH 1 UX TMOSICOB (Cepyum
NK — HOopMaJIbHBIE KOHEYHOCTH);

2) pazButHe ¢ 3(pPeKTOM MaCCOBBIX aHOMAJIHIL IIap-
HBIX KOHEYHOCTe! 1 ux 1osicoB (cepun AK — cunapom
aHOMaJIMi KOHEYHOCTE); B 3TOM BapUaHTe Pa3BUTUSI
Ha (poHEe MacCOBBIX aHOMAaJIMIA KOHEYHOCTE OTMeUeHa
CMeHa HOPMBI CTPOCHUS KPECTIa U UBMEHEHNE CIeK-
Tpa ero U3MEeHUYMBOCTH.

DakTHYecKue JaHHbIE TI0 COOTHOUIEHUI) HOPMbI
Y U3MEHYMBOCTH MOCTKPAHUAJILHOTO CKeJleTa
y GecxBoCTbIX aM(puOuUii mpu pa3BuTu ¢ 3¢ dhekTom
HOPMBI NPU3HAKOB

[Ipasuno uzmenuugocmu Kpecmuya npu pazeumuu
¢ “aghghexmom HopmbL npuzHaKos”

AHaIM3 TIPOSIBIICHUST HOPMBI M WHIWBUIYATLHOMN
M3MEHYMBOCTU KpeCTIia y pa3HbIX BUIIOB Anura B yCJIO-
BUSIX “a¢h¢eKTa HOpMBI IIPU3HAKOB” TTOKA3aJI CIIEIyIO-
e 3akoHoMepHocty (Kopanenko, 2000).

1. Hopma cTpoeHUsT KpecTiia SIpKO BhIpaxkeHa y Bcex
HUCCJICNOBAaHHBIX BUIOB. Y OIHUX BUIOB OHAa MMEET
O4YEeHb BBICOKYIO BEPOSITHOCTb — 110 97% (Hampumep, y
Rana temporaria; KoBaneHko, 1996a), a y npyrux HopMa
MeHee ycToiunBa — ot 75% (Harnpumep, y Xenopus lae-
vis, KoBanenko, 2003a; puc. 3a). OcraBiuecs 3—25%
MIPUXOISTCS Ha IOJIIO BCEX OCTAIBHBIX BAPUAHTOB, 1A~
Ma30H KOTOPBIX CrielrYeH I BUIA.

2. Crietnuuka BHyTPUBUAOBOM N3MEHUMBOCTHU BhI-
paxkaeTcs B CJICIyIOLLIEM:

— BUJ YMEET OIpeAe/IeHHbIe OrpaHUYeHs Ha A1a-
Ma30H U3MEHUYMBOCTU U3 YMCJIa BO3MOXKHOTO JUISI OTPSI-
Jla B 1IeJIOM; BO BCSIKOM cJlydyae, MOoKa He HalaeH HU
OIVH BWJ, CIIOCOOHBIN pealn30BaTh B WHINBUIYATb-
HOI MI3BMEHYMBOCTH BCE BO3MOXHOCTH OTPSIZA;

— [IMara3oH IMOTEHLMAJIbHBIX BO3MOXHOCTEN BUIA
(4MCI0 BO3MOXHBIX BApMAHTOB MHAWBUIYaJIbHON W3-
MCHUMBOCTHM) HE CBsI3aH IIPSIMOM KOPpEJISILMEA C
YCTOMYMBOCTBIO HOPMBI;, HAIIpUMep, He HaOIIomaeTcs
CBSI3U — YeM OOJIblIIE 1011 0COO€Eii, OTKJIOHSIIOIIMNXCSI OT

e
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HOPMBbI, TeM OOJIbllIe BApPUAHTOB U3MEHYMBOCTHU AOITY-
CTHUMO JIJIsI BUIIA; VI HA000pOT;

— JUTSI BUJa XapaKTepHO OIpeNesIeHHOe COOTHOIIIEe-
HUE MEXTy 4acTOTaMM BapHMaHTOB U3 €r0 WHAWBUIY-
aJTbHOM M3MEHUYMBOCTH, KOTOPOE COXpaHSIETCSl A0 TeX
nop, noka 3MdeKT HOPMbI MPU3HAKOB BOCITPOM3BO-
JIATCS B €TO MOTOMCTBE (= Npasun0 CheKkmpa U3MeH4UE0-
cmu);

— TIPaBWJIO CIIEKTPa M3MEHUYMBOCTH TIPOSIBIISIETCST B
YACTHOCTHU B TOM, UTO IO Mepe YBEeIMYEeHNN 0ObeMa 1C-
CJIeIOBAaHHOM BBIOOPKM OIpPeIeIeHHOTO BUAA, CIICKTP
M3MEHYMBOCTU 3aITOJIHSIETCS COITIACHO IIPaBUITY, Xa-
pakTepHOMY [IJISI 3TOTO BUaa (IIEPBBIMU IPOSIBIISTIOTCS
BBICOKOYACTOTHBIE BAPUAHTHI, JIajieeé — COIVIACHO YObI-
BaHUIO BEPOSITHOCTU BOCIIPOM3BEACHUSI BADUAHTOB).

B pesysbrare BBISIBIISIETCS] CBS3b MEXKIY YCTOMUMBO-
CTBbIO HOPMBI (€€ YaCTOTOI) M MpaBUJIOM CIEKTpa U3-
meHunBoct (KoBanenko, 2000). MHBIMM cioBamu,
JIUISI TOrO, YTOOBI YCTAHOBUTb MUHUMAJIBHBEIA OO0BEM
BBIOOpKM, HEOOXOOWMBIA IUISI aHalnM3a WMMEHHO
CBOICTB M3MEHYMBOCTH, HY>KHO YYUTHIBATH IPABUIO
M3MEHUYMBOCTH KOHKPETHOIO BUIa. 10 eCTh, IIs1 OMo-
JIOTMYECKNX OOBEKTOB HE MOXKET CYIIIECTBOBATH BEIOOP-
KM YHUBEPCaJILHOro oobeMa (0IMHAKOBO JIJIsT BCEX BU-
JIOB U BCEX CTPYKTYP), C TIOMOIIBIO KOTOPOH MOXKHO
ObLIO OBl aHAJIM3UPOBAaTb 3aKOHOMEPHOCTU IIPOSIBIIC-
HUSI U3BMEHYMBOCTH Y CaMbIX pa3HbIX BUIOB. [1oHsTHE
“penpe3eHTaTUBHAsI BEIOOPKA”, C YCIIEXOM IPUMEHSIIO-
1meecs: B OMOJIOTAM, TOMUTCS TOJIBKO IIJIsS yCTAHOBJICHUS
BapraHTa HOPMBI CTPOSHUSI (HOPMbI (PYHKIIMOHUPOBA-
HUS U TIP.) B TOM CJIy4dae, €CIv 3Ta HopMa sSIpKO BbIpa-
KeHa 1 He Oojiee Toro. Tak, Ipu peBU3NU BapHMaHTOB
CTpPOEHUSI KpecTiia B cemelicTBe kab (Bufonidae), Mbl
CTOJIKHYJIMCh C OITMCAHNEM BUAOB, Y KOTOPbIX MHAVNBH-
JIyayibHast U3MEHYMBOCTh TaK BBICOKA, YTO YCTAHOBUTH
HOPMY CTPOEHUS Y 3THX BUIOB IIOKA HE yIaIoCh, T.K.
HCCIIeIOBaHHbBIC BEIOOPKM ObUIM cimiikoM Maibl (Ko-
BaJieHKo, Jlanuios, 2006).

[IpuBeneHHBIE TaHHBIE B CBOE BpeMsI [IOPA3UIN MOE
BOOOpaKeH1Ee — eCJT MU3BMEHUYMBOCTh OTPaHUYeHA 1 3a-
KOHOMEpHAa HaCTOJIBKO, YTO MOXKHO BbIIEIUTH ITPABUIIO
ee MPOSBJICHUS IJIs1 BUAa (MMEIOTCS TaXKe ONpeacIeH-
HbI€ YACTOTHBIE COOTHOIIIEHMS MEXKTY U3BECTHLIMM Ba-
puaHTaMM), TO OTKYy/Ia TOraa OepyTcsl HOBbIE BApUAHThI
HOPM B 3BOJIIOLINM, €CJIA UX UICTOUHUKOM SIBJISICTCSI 13-
MEHYUBOCTL?

Bo3MoXHBII BapyuaHT OTBETa Ha 3TOT BOITPOC JIalOT
HaIllM TaHHBIE TI0 CPAaBHUTEIFHOMY aHAJIN3Y “TIOBeIe-
HUST” HOPMBI M U3MEHUYMBOCTHU B YCIOBMAX “aeKkTa
HOPMBI” M B YCJIOBMSIX “MaCCOBBIX aHOMAaJIMii”.

JlanbHeitiee n3noxeHre (pakTMIeCKNX JaHHBIX 0a-
3UpyeTCs] Ha TaHHBIX O HOPME W M3MEHYMBOCTH ITOCT-
KpaHMAJIBHOIO CKejleTa y JabopaTOpHOM TJIamKoOi
IITTOPLICBOM JISTYIIIKH.

KOBAJIEHKO

IIpasuno uzmenuusocmu Kpecmua
6 cepusix NK wnopuesoii asieyuxu

Hanmomuum, yto cepun NK (HopMalbHBIE KOHEY-
HOCTM) — IIPUMeEP pa3BUTHSI TPYTIITHI 0cobeit ¢ “addek-
TOM HOPMBI”” OCHOBHBIX IPU3HAKOB (B TOM YHCJIC, TTap-
HBIX KOHEYHOCTEM 1 UX osicoB). To ecTh OOIIIMIA XapaK-
Tep opraHoreHe3a TUITMYEH JIJIsT JaHHOTO Buaa. B atnx
cepusiX OTMeUeHO (Kak Oy/IeT MoKa3aHo aajiee) He TOJb-
KO SIPKO BBIpAXKEHHOE HOPMAJILHOE CTPOEHUE KpecTLia
(puc. 3a), HO U OIpeAeIeHHOE MPABUJIO €r0 U3MEHYU-
BOCTU; U OHO OJMHAKOBO JIJIs BCEX TAKUX CEPUIA.

BTO MpaBUJIO XOPOILIO MPOPHCOBBIBACTCS] B CyMMap-
HOM CITeKTpe M3MEHYMBOCTH KpecTiia Bcex ceprii NK
X. laevis (puc. 2a). BunHo, uto Kpome HOpMEI (620 3K3.
13 680-TH MCCIIEIOBAHHBIX) B CIIEKTPE 3aITOJTHEHHI eIl
16 sTaeex, TIPeaCTaBIIAIONINE BApUAHTH MHIUBUIYATh-
HOM M3MEHYMBOCTH 1 TTOKA3bIBAIOIIINE UX YaCTOTHI. To
€CTb, HECMOTpsI Ha IOBOJIbHO BBICOKYIO MI3BMEHYMBOCTD
TI0 TIOKA3aTelTo “HOJIsT aHOMAJTbHBIX 0cobeit” (9%), 11o-
TeHLMAJIbHbIE BO3MOXHOCTU (Sp) 3TOro Buaa MHOTO
MEHBIIIe, YeM TaKoBbie oTpsiaa (Sp X.1. = 23 BapuaHTa,
Sp Anura = 46 BapuaHToB). MHTEepeCHO, YTO OTEHIIA-
albHAsT NI3MEHYMBOCTD 3TOTO BUIIA CYIITIECTBEHHO MEHb-
111e, YeM BO3MOXKHOCTU Apyrux BuaoB. Hampumep, Sp
R.t. (Rana temporaria) = 40 BapuaHTOB U3 TeX Xe 46-Tu
Bo3MOXxHBIX (KoBaneHnko, 1996a, 2000). [Tpu aToM 110-
KazaTesb “IoJIsi aHOMAaJIbHBIX 0COOEi™ y TpaBsSTHOM JIsI-
TYIIKY CYIIECTBEHHO HIKE, YeM Yy IITTOPLIeBOM JIATYIII -
ku (3—4%).

CrexTp NOTeHLMATBHBIX BO3MOXHOCTEH IIITOPLIe-
BOI1 JIATYIIIKA JIETKO BBIYMCIIUTD, TAK KaK XOPOIIIO BbI-
paXkeHbl OrpaHUYEHMsI Ha 3aloJIHCHUE LIEIBIX CTPOK
WIN KPYIHBIX OJIOKOB STYeEK B IIPaBOi1 1 JIEBOI YacTsIX
cnekTpa (puc. 2a). DM KOMOMHALIMM BBIBOMSTCS 3a
paMK/ NOTEHLUAIbHBIX BO3MOXHOCTE M3MEHYMBO-
cti gaHHoro Bupa. “Ilycteie” s4eiiku, 0COOEHHO BO
BCEI CTPOKE WJIM BO BCEM CTOJIOIIE, pacCCMaTpUBAIOTCS
KakK 3arpeThl Ha KOMOMHALMU (WJIM KaK BapuaHTHI C
O4YCHb HM3KOM BEPOSITHOCTBIO BOCIPOU3BEACHNSA).
Jpyrue CTpoK#M CIIeKTpa 3aII0JIHEHBI B Pa3HOU CTETICHU:
OIHM TIOJIHOCTBIO, APYIMe YacTMYHO. He MoJIHOCThIO
3aIOJIHEHHbBIC CTPOKH WJTU CTOJIOLIBI (STYSMKM 3aKpallie-
HBI, HO B HUX HE IPOCTAaBJIEHBI YaCTOTHI) BKJIIOYAIOTCS B
CHEKTP MOTEHLUAIbHOW W3MEHYMBOCTU Buia. Ilpen-
M0JIaraeTCs, YTO 3TU BapUaHThl MOTYT IIPOSIBUTHCS IIPU
YBEJIMYCHUM BBIOOPKU (3TO ITOTCHIIMATIBHBIE BO3MOXK-
HocTu Buaa). Mtak, ImycThle S’MeiKM — 3arpeThl (orpa-
HUYEHMST), SIYeKU ¢ LMPpaMu — pealbHO BCTPEUEH-
HBIE BApMaHTHI, BCE 3aKpallleHHbIE STYEKI — MOTCHII-
aJIbHbIEe BO3MOXKHOCTH BUA.

IIpexne Bcero, ciemyeT YCTAaHOBUTD ITPABUIIO CITEK-
Tpa U3MEHYMBOCTH JAHHOT'O BUAAa — IIPaBWJIO 3aIl0IHE-
HUSI CIIEKTpa €ro MOTCHIUAIHLHON M3MEHYUBOCTU pe-
aTbHbIMM BapuaHTamu. CieKTp ImoKa3bIBaeT (puc. 2a),
YTO ero IpaBasi YacTh 3arojiHeHa 6oJiee MOJIHO, YeM Jie-
Basi. YacTOTHI BCTpeY4aeMOCTH MHOTMX BapUAaHTOB IIpa-
BOI1 YaCTH CYIIECTBEHHO BBIIIIE, YeM BAPHUAHTOB JICBOM
yactu. MHBIMU clIOBaMU, CIIEKTP pe3KO aCUMMETPUYEH
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BITPaBo. /IJIT OCHOBHO 1IEJIM CTAaTBU 3TOTO OITpeieiie-
HUSI IOCTaTOYHO, HO MOXKHO 3Ty MH(MOPpMAIIIO HEMHO-
IO pa3BepPHYTh, YTOOBI ITOKA3aTh, YTO 3TO 3HAYMT.

Y storo BHUA sApKO BbIpa’k€Ha TCHACHLMA K CMCILIC-
HUIO KpecTla Ha3aa OT o0bluHOro IX mo3BoHKa (TeH-
JIEHIIMS K 3allOJTHeHUIO MpaBoil yactu crnekrpa). [1pu
9TOM XOPOIIO BbIpaxKeHbI 3aIlpeThl Ha MOIBUXKHOE CO-
YJeHeHUe KayldaJIbHbIX 3JIEMEHTOB OCEBOIO CKeJjieTa
(IBe HY>KHME CTPOKM MPABOM 4aCTU CIIEKTpa COBCEM HE
3arojIHEHbI). BapuaHThl CMeEIleHUsT KpecTla BIepen
(Ha VIII-o0if To3BOHOK 1 60Jee mepeTHNE MTO3BOHKN) —
penxu (JeBast yacTh criektpa). [1pu 3ToM Xopo1Io Bbl-
paXeHbl 3arpeTbl Ha TOABMXKHOE COUYJIEHEHUE C ypo-
cTtuieM (2 He3aroJHeHHbIE CTPOKU JIEBOI YacTU CIEK-
Tpa). bojiee moapoOHbIi aHaIU3 CIIEKTpa AaeT U APYTYIO
nHdopmMmaiuio (cM. Kosasienko, 2003a).

Wrtak, criekTp peanbHOI U3MEHUYMBOCTU KpPecTLa y
3TOoro BuAa B HopMme (cepun NK) acuMmeTpryeH Bripa-
Bo (puc. 2a). 1 yTo 0cOOEHHO Ba*KHO — 3TO TPABUJIO
coxpaHsieTcsl ISl BceX ucciienoBaHHbIX cepuit NK
(Bcero 10 cepwmii; Tabmmiia). MckmodeHe COCTaBIsIeT
Bcero onuH cirydait — cepust Ne I-11-92 (puc. 21), KOoTO-
PbI MOKA3bIBAET CUMMETPUYHBINA CIIEKTP U3MEHUYMBO-
ctu kpectua. MHTeprniperanus atoro ¢akra OyaeT JaHa
nanblie. bonee Toro, UBMEHYMBOCTb KPECTLIA U Yy dpyeux
UCCAe008AHHBIX 6U006 TIPY PA3BUTUM TPYHIIBI ¢ 3P dek-
TOM HOPMbI MPU3HAKOB TOKa3blBajla CTAOMJIBHOCTh
npaswia criekrpa (Kopanenko, 2000) — mist mnoTOMCTBa
OT pa3HBIX IPOU3BOAMTEJICH B JJaOOpaTOpUH, JIJIsI BEIOO-
POK U3 pa3HbIX TIPUPOAHBIX TTOIMYJISILUIA, IS pa3HbIX
BO3PACTHBIX TPYIIIL.

I1o aTuM maHHBIM HaIlpallBaJICsl BBIBOI 00 orpa-
HUYEHHOCTH U OaXe IIOCTOSHCTBE M3MEHYMBOCTU B
YCJIOBHUSIX HOPMAJILHOTO (CaMOI0 pacipoCTPaHeHHOTO)
JUIs1 BuAa xoaa pa3Butusa. Ho aToT BBIBOI IIpOTHUBOpE-
YUJI OMHOMY M3 BaXKHEWIINX TOJOXEHUMN JapBUHU3MA
(1 ero Gosiee TTIO3MHUM MPOM3BOAHBIM) — O HEOTPAHU-
YEeHHOH M HEe3aKOHOMEpPHOIl M3MEeHYMBOCTU. Kpome
TOT0, BO3HUKAJI LIEJIBII PSII BOIIPOCOB, HA KOTOPBIE TEO-
PEeTHYECKM OTBETUTh OMHO3HAYHO OBLIO HeJb3s. Kak
MEHSIETCSI HOpMa, €CIM M3MEHYMBOCTHb OrpaHudyeHa?
Kak r1pu cMeHe HOpMBI BeZIeT ce0sT ITpaBMIIO NM3MEHY M-
BocTH? YTO paHbllle MEHSIETCSI — HOpMA WJIM TIPaBUIIO
n3MeHynBoctH? Ho mosydeHue sMmmMprUYecKux JaH-
HBIX JIJTI aHAJIN3a 3TUX BOIIPOCOB Ka3aJIOCh HEBO3MOXK-
HEIM. Kak 3apukcrupoBaTh MOMEHT Mepexona OT OMHOM
HOPMBEI K apyroi? Jla eie mpemycMOTpeTh HOIydeHHUe
MaTtepuajga 1o (pOHOBOM M3MEHYMBOCTA B 3TOT MO-
MeHT? Benpb MbI He MOXKEM MPSIMO HAOJIoAaTh TIPOLIECC
SBOJIIOIIUU. A TIAJICOHTOJIOTMYECKasl JIETOIUCh HE MO-
XKET MpPeIOCTaBUTh AaHHBIE TaKOH TOYHOCTU (B HEM
¢duKcupyeTrcss B OCHOBHOM HOpMa CTPOCHUS Ha IaH-
HBIII MOMEHT BpeMeHM). /laHHbIe 111 aHaaM3a MMOCTy-
MM CO CTOPOHBI SIBJIEHMSI MACCOBBIX aHOMAJIU (SIB-
nenue MA).
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@DakTHYECKHE TAHHbIE TI0 COOTHONIEHHIO HOPMBI
1 U3MEHYHBOCTH MOCTKPAHUAJILHOTO CKeJleTa
y 0ecxBocTbIX amMtuOMii PH PA3BUTHM IPYTIIIBI
¢ 3¢hpeKTOM MaCCOBBIX AHOMAIHIA

Ilpasuno uzmenuusocmu Kpecmuya 6 yca08UsIX MACCOBbIX
anomanuii (abeppanmHoeo pazeumusi KOHeHOCmeil)

Camo sBireHre MA u3BeCTHO JaBHO (M B IIPUPOM-
HBIX TIOIYJISILIUSX, U KaK Pe3yJIbTaT 3KCIIEPUMEHTOB),
HO JI0JITO€ BpeMsl OHO MHTEPECOBAJIO YYEHBIX TOJIBKO B
OTHOIIIEHUY €ro MPUYUH, B YaCTHOCTU, €ro Haclemd-
ctBeHHOI Tipuponbl (cMm. Kopamenko, 2000a). Mpl,
CTOJIKHYBILIMCH C TAKUM SIBJICHUEM B Jlaboparopuu (6e3
MPUMEHEHMST CIELNAIbHBIX BO3OCHCTBUIL), COCPEIO-
TOYMJIM CBOE BHUMAaHME Ha €TO CJICACTBUSX.

SIBIeHE MACCOBBIX aHOMAIMII KOHEUHOCTEH Y
1IropleBoi Jirymku (cuHapom AK — aHomaniu Ko-
HEYHOCTei1) ObLIO 3aperMcTpMpOBaHO B MOTOMCTBE OT
BHEIIIHE HOPMAIbHbBIX MPOU3BOAMTENEH U TMPOSIBIIS-
JIOCh CJICAYIOLIMM 00pa3oM. JInOo B HapyllIeHUU CTPO-
€HUSI TOJIbKO TepeHUX KOHEYHOCTeN 1 UX Tosica (0co-
ou AIIK-N — axHomammu IiepegHUX KOHEYHOCTEM
Y/VIJIM X Mosica, TIpY HOPMaJIbHOM CTPOSHUH 3aHUX),
JIMOO B HApYyIIEHUU CTPOSHUS U TIEPEAHUX, U 3aTHUX
koHeuyHocreit (ocoou AITK-A3K). O6o3HaumnM ocobeit
C BHEIIIHE HOPMAJIbHBIM CTPOEHUEM BCEX KOHEYHOCTEM
M UX MOSICOB, KakK ocobeid N-N.

Bce mccnenoBaHHBIE cepur ObUIM pa3Ae/ieHBI 110
CTETIeHU MPosIBIIcHUsT cuHApoMa AK, 1 T Kaskaoi n3
HUX OBIJT IIPOBEJEH aHAJIM3 HOPMBI KPECTLIA U ITpaBuia
€ro NU3MEHYNBOCTH.

1. Cepuun NK (HOopMaabHOE CTpOe€HUE KOHEUHO-
CTeif) — TPYNITBI, B KOTOPBIX BCTPEUYAIOTCS TOIBLKO OCO-
6u N-N (puc. 4a). B rpymnmne sipko BbIpakeHa HOpMa
CTPOEHUSI KpecTila, TUITMYHAsI 1151 BUa, a TakXKe Ipa-
BWJIO M3MEHUYMBOCTU KpPECTLA, OIMMCAHHOE BBIIIIE.
CrieKTp MU3MEHUMBOCTU MX KPECTIIA BCETIA PE3KO aCUM-
METpHYeH BIIpaBo (puc. 2a).

2. Cepum AITK (1-ast ctanusi posiBACHUS] CUHAPO-
Ma) — IpyMIibl, B KOTOPbIX 3HAYUTEJIbHAsI 4acTh 0coOei
JIEMOHCTPUPYET HAPYLIEHUS] CTPOESHUS TOJIBKO Tepe-
HUX KOHeyHocTelt u wmx mnosica (ocoou AITK-N;
puc. 40—m), HO 4acTh MOTOMKOB MOIYT OBITh BHEIIIHE
HopMajibHbIMU (0ocoOou N-N; puc. 4a). B Takux cepusix
y BceX 0co0eil coxpaHsieTCsl HOpMa CTPOSHUSI 3aTHUX
KOHEUYHOCTE! 1 Ta3a, XOpOIlIo BbIpakeHa HoOpMa CTpoe-
HUS KpecTua (TUIMMYHAs I BUAa), HO TIPaBUJIO U3-
MEHUYMBOCTHU KpeCTLa 3TUX cepuil MeHsieTcs (puc. 20).
Junamna3oH M3MEHYMBOCTH KpecTiia COKpalliaeTrcsi (3a
CYET BapUAHTOB IPaBOIi YaCTH CIIEKTpa) U CIIEKTP CTa-
HOBMTCSI 00JIe€ CUMMETPHUYHBIM.

3. Cepum AITIK + ATT3K (2-as1 cragusi cMHApOMA) —
TPYMIIbI, B KOTOPBIX 00JIbIIIAsl YACTh aHOMAaJIbHBIX MTPe/I-
craBieHa ocobsimu AITK-N (puc. 46—1), 4acTb — oco-
ossmu ATTK-A3K (puc. 4e) u HebobIIIast 4YacTh 0CO0ei
BHEIITHE HOPMAJTbHBIMU MOTOMKaMu — ocoou N-N. B
3TUX CEPUSIX HOpMa CTPOEHUS Ta3a U 3aIHUX KOHEUHO-
CTeil Bce ellle COOTBETCTBYET TUIIMYHOMY ISl BUIA
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KOBAJIEHKO

Puc. 4. BHeniHuii Bua moctMeTaMopdo3HbIX 0cobeit X. laevis 13 pa3HBIX CEpUIA.
a — 0cobb N-N; 6—1 — ocoou AITK-N; e — ocoon ATTK-A3K.

CTPOCHUIO; OCOOU ¢ pemyKlueil Taza U aHOMAaIUusSIMU
3aHUX KOHEYHOCTEH ellle peaku. TumdHas Il Buaa
HopMa KpecTia (puc. 3a) ellie BeIpakeHa, XOTsI 4acToTa
ee HEMHOTO TafaeT. A BOT IPaBUJIO U3MEHUYUBOCTH YXKe
CYIIIECTBEHHO OTJIMYAETCS OT TOro, KOTOpoe Habona-
ercs B cepusix NK (puc. 2B). CrieKTp 3THUX CEpHii cTa-
HOBUTCS SIBHO aCUMMETPHUYHBIM BJICBO (T.€. OOJIBIITYIO
BEPOSITHOCTh UMEIOT BAPUAHTHI CO CMEIIIEHEM KPeCT-
11a BIIepe).

4. Cepuu AII3K (MakcumasbHasi cTaaus IposiBiie-
HUSI CUHApPOMa) — TPYIIIbI, B KOTOPBIX BCE OCOOU MMe-
[OT HapYIIEHMS B CTPOSHUY MEePETHUX 1 3aTHUX KOHEY -
Hoctel (u/wiu ux mnosicoB). IIpeoGnamaroT ocobu
ATTK-A3K (puc. 4e), B yacTu cepuii BCTpeyaroTcs
ToJIbKO equHnYHEBIe ocoou AITK-N (puc. 40—m), a oco-
O ¢ HOpMaJIbHBIM CTpoeHMeM KoHedHocTel (N-N;
puc. 4a) He BCTpevyaloTcs BoBce. 1o €CTh B 3TUX CEPHUSIX
ncye3aeT ObIBIIAas HoOpMa CTPOSHUsI, KaK ITePeTHNX, TaK
M 33JHUX KOHEYHOCTE U MX MOsICOB (CM. MoApoOHee
Koganenko, Kpyxkona, 2000). Kpome Toro, nusmeHs-
€TCs1 HOpMa CTPOEHMUST KpecTLia — MpeodiagarolvM Ba-
pUAHTOM CTAaHOBUTCSI PEeAyLIMPOBAaHHBIN KpecTell
(puc. 5T) — KpeCTILOBbIE OTPOCTKH OTCYTCTBYIOT (OOBIY-
HO C JIByX CTOPOH TeJia, PeIKO — C OAHOI CTOPOHbI). Ba-
PUAHTHI ABYXCTOPOHHETO KPECTIIa CTAHOBSITCS BapHaH-
TaMW WHIWBUIYaTbHON M3MEeHYMBOCTU. Bcero mccire-
noBaHO 128 3K3., U TOJNBKO 43 M3 HUX MMENIU IBYX-
CTOpOHHMI KpecTell. [1paBUiIo crieKTpa ABYXCTOPOH-
HEro KpecTia 3TUX cepuii (puc. 2r) MEHSIETCSl Ha MPSIMO
MPOTUBOITOJIOXKHOE 0 CPAaBHEHUIO C TAKOBBIM B CEpUSIX

NK (puc. 2a) — crieKTp 3TUX cepuii CTAaHOBUTCSI PE3KO
aCIMMETPUIHBIM BJICBO.

M3 31001 Kilaccudukalmm ceprii BbIragaeT MmoTOM-
CTBO OJHO ITaphbl IPOM3BOAUTEIEH (BHEIIIHE HOPMAaJb-
HbIX TTpousBoauTeeii) — cepust Ne I-11-92. Bce nmotom-
KU 3TOM Mapbl (OT JTaHHOTO CITapUBaHUSI) TOXE JTEMOH-
CTPUPOBIM  BHEIIHE  HOPMaJIbHOE  CTPOEHUE
KOHEUHOCTell U MX T0osICOB (Bce OoHM ocobou N-N;
puc. 4a), T.e. opMabHO OTHOCSITCS K cepusiMm NK.
OnHako psi OCOOEHHOCTE! MPUOAMXKAET ITY IPYIITY K
cepusim AK. Bo-TiepBbIX, B TOM IpyIIIie OTMEYEHBI Cpa3y
3 ocobu (3.3%), y KOTOPBIX KpecTell PeaylipoBaH: y
JIBOUX €CThb TOJIBKO OAMH KPECTLUOBBIA OTPOCTOK
(puc. 5B), y OTHOM — OTCYTCTBYIOT 00a (puc. 50). Takoe
CTpPOEHHE KpecTla paHee OTMEeYaloCh HaMU TOJIbKO B
CB$I3U C HapyllIEHUEM CTPOEHUS 33 JHUX KOHEUHOCTE! 1
Ta3a: 1) B coctaBe cuHapoMa AK — B KauecTBe nmpaBuiia
cTpoeHus (puc. 51); 2) py pa3BUTUU IPYMITHI € 3 dek-
TOM HOPMBbI ITPU3HAKOB — KaK UCKIIIOUUTESILHO PEIKOe
sapieHne — MeHee 0.01% (Kovalenko, Danilevskaya,
1994). Bo-BTOpBIX, TIPaBUJIO CHEKTpa U3MEHUYUBOCTU
KPECTILIA 3TOU IPYTIIbl 3aMETHO OTJIMYAETCSl OT TAKOBO-
ro m1s1 Bcex octaibHbIX cepuii NK (cpaBHUTH puc. 2a u
211), HO CXOJTHO C TIPaBUJIOM, XapaKTEPHbBIM JIJIs1 TIEPBbIX
craguii cuHapoma AK (cpaBHUTE puc. 20, B 1 21), —
CIIEKTP CUMMETPHYEH.

DT (aKThl HATAJIKWBAIIM Ha 3aKJTIIOYEHUE, YTO TIpa-
BWJIO M3MEHUMBOCTU MOXET MEHSThCS €llie 0 TOro,
KaKk M3MEHWIach HOpMa CTpoeHus. TeopeTuyecku,
CKOpee MOXKHO ObIJIO OXKHIATH APYroe — CHavasia 10K~
Ha MEHSITbCSI HOpMa, M TOJIBKO BCJIEH 3a Heil TOJDKEeH
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Puc. 5. BapuaHTbI cTpoeHMsI KPECTIIOBOTO OTAEa Y IIOCTMEeTaMOP(O3HBIX ocobeit X. laevis.
a — u3 cepuit NK; 6 — u3 cepum [-11-92; B — u3 cepuii c MakcuManbHOl cTagueil mposiBineHus cuHapoma AK.

MEHSITBCSI XapaKTep U3MEHYMBOCTU (€CJIM OH BOOOILE
MOXeT MeHsIThcs1). [ToaToMy HaMu ObLIT TTPOBE/IEH CIie-
LIMTbHBIN aHAIM3 — aHAJIU3 XapaKTepa U3MEHYMBOCTHU
Kkpectua y ocodeit N-N u3 pasHbix TUIOB cepuii (NK,
AIIK, ATIK + A3K; B cepusax AII3K — Takux ocobeit
HeT). HamomuauMm, yto N-N — 3T0 0cobu, y KOTOPBIX 1
rnepeaHue, U 3aHUe KOHEYHOCTHU (a TakKe MX Tosica)
BHEIIIHE Pa3BUThl HOPMaJIbHO. Pe3yJibTaThl 3TOro cpas-
HEHWSI MOKAa3aJIM, YTO MPABUIIO0 UBMEHYMBOCTU KPECTLia
ocobeit N-N 13 pasHBIX TUIIOB CepUii 3aKOHOMEPHO
MEHSIETCS — B 3aBUCUMOCTH OT TOTO, U3 KaKUX Cepuii
OHU TIpoUCcXOIT. Yem OoJibliie cama rpyrina OTKIOHSI-
€TCs OT HOPMAJIbHOTO Pa3BUTHUS, TEM OOJIbIIIE CIIEKTP
U3MEHYMBOCTHU €€ BHEIITHE HOPMaJIbHBIX MpeACTaBUTe-
JIel OTKJIOHSIETCSI OT TUTIMYHOTO 1 ee Buaa. CrnekTp
M3MEHUYMBOCTH TPYIIbl CHaYajga CTAHOBUTCSI CUMMET-
puaHbM (st cepuii AIIK; puc. 2e), a 3aTeM — SIBHO
acuMMeTpuuHbIM BripaBo (s cepuii AITK + ATI3K;
puc. 2B). To ecTb IpymIibl BHEIIHE OAWHAKOBO HOP-
MAaJIBHBIX 0COOE M3 pa3HbBIX CEpUiA TTOKA3BIBAIOT pa3-
Hble TEHACHLIMYA U3MEHUYMBOCTU KPECTIIA B 3aBUCUMO-
CTHU OT CTEIeHU TMPOsIBIIEHUs] CUHIpOMA B CEpUM, K KO-
TOPOM OHM NPUHALJIEXKAT.

OO6paTtuM BHUMaHME, 4YTO (haKT CBSI3U MEXKITY CTpOe-
HUEM KpecTlia U CTPOSHUEM 3aJHUX KOHEUYHOCTeil (1
Ta3a) HE BBI3bIBAeT ynubjieHUs. Benb pasButue 3TmX
CTPYKTYP MPOUCXOIUT B HEMOCPEACTBEHHOM OJIM30CTU
JIPYT OT Apyra (B IIOCJIEIHEM TYJIOBUIIHOM CETMEHTE).
CBs13b MeXIIy HOPMOI CTpOEHUsI KpecTilia U XapaKTe-
POM €Tr0 U3MEHYMBOCTU TOXKE MOXKHO OBbUIO MpeIroia-
raTb, XOTS 3TO Y IIPOTUBOPEYMUT IIPEAITOIaracMOMY
¢dbyHIaMEeHTaIbHOMY CBOMCTBY M3MEHUMBOCTU B paM-
Kax JapBUHM3MA (HEOrpaHUYEHHOCTDb 1 HEOIIpeAeIeH-
HocTb). Ho Koppensius MexXay XapakTepoM U3MEeHUY-
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BOCTH KPeCTIa M CTPOSHUEM MepeTHUX KOHEYHOCTeH (B
cepusix AITK u AITK + A3K) He MOXeT He yIUBJISITh.

PeanbHO HOpMa CTpOeHMSI KOHEYHOCTEM 1 MX TTOsI-
COB, a BCJIe/ 32 HUMM Y HOpMa KpecTIa MEHSIETCsI, Ka-
3aJ10Ch OBbI, PE3KO (Iaxke CKauKooOpa3HO), HO 3TOMY
MpeIIIeCTBYET OoJiee MOCTeNEHHOE U3MEHEHUE MPaBU-
Jla U3MEHYMBOCTU KpecTha. O4eBUAHO, YTO M3MEHEe-
HUIO HOPMBI CTPOCHMSI KOHEUHOCTEM UM UX IOSICOB
MIpEAIIeCTBYeT M3MEHEeHHEe OOIIEero XoJa OHTOIeHesa.
BosHukaer mpeamoioXeHWe, 4YTO M3MEHUMBOCTh
KpecTlA TIpekIe ero HOpPMbI (M Iaxke TIpekIe HOPMbI
KOHEYHOCTEI) pearupyeT Ha U3BMEHEHHE OOIIIEro Xoaa
OHTOICHE3a — IIPaBWIO M3MEHYMBOCTU MEHSIETCS IO
TOro, Kak MI3MEHUTCs MX HopMa (cMm. moapodHee KoBa-
Jienko, 2007). OTo mpUHLMITMAILHO HOBbIE (DaKThl O
CBOIICTBaX MI3BMEHUYMBOCTU. V1 OHU ITO3BOJISIIOT IIPEATIO-
JIOXXUTh, YTO U3MEHYMBOCTh MOXET CIYXXUTb BeChbMa
TOHKUM MHIWKATOPOM U3MEHEHUS CIIOC00a OHTOTeHEe-
3a, YTO, B CBOIO OYepe/b, SIBISIETCS MEPBBIM IIaroM K
W3MEHEHUIO HOPMBI B BOJTIOLINM (T.€. K BUI00Opa3oBa-
HUIO).

SAKIIIOYEHUE

CYMMI/IPYSI ITIOJIYYEHHBIC JaHHBbIC MOXKHO CO€JIaTb
CJICOYIOIINEC 3aKITIOYCHMA:

1. Hopma cTpoeHmst (BaxKHeIIIasi XapaKTepUCTUKA
BUIOB, 1 00Jiee BBICOKMX TAKCOHOB) MPEICTABISIET CO-
0oi1 HauboJiee BEpOSITHBIN, HO HE €AMHCTBEHHBIN U3
BO3MOXHBIX Pe3YyJIbTaTOB HOPMAAbHO20 PA3GUMUS epYN-
not. Ee BbICOKast 4aCcTOTa IPU OrPaHMYEHHOM TUIOIOBY-
TOCTHU He MO3BOJISIET PealM30BaThCsl BCEM MOTEHIIAb-
HBIM BO3MOXHOCTSIM OJHOBPEMEHHO U MacCKMUpPYeT OT
HaOIIoOIaTe s BECh BO3MOXHBIN AMANa30H MOTEHII-
aJibHOI M3MeHYMBOCTU. [ToaTOMY CTaBIlIME B OMOJIOTMU
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TPATULIMOHHBIMU “perpe3eHTaTUBHBIC BEIOOPKHN MO-
I'YT CJIIYXUTb TOJIBKO JUIS aHAIM3a YCTOMYMBOCTHA HOP-
MBbI (Y JaHHOTO BUA, TOJILKO B JAHHBIN MOMEHT U TOJIb-
KO B JaHHOM MecCTe).

2. Kak mHauBuayanbHasi, TaK U1 MEXBHUIOBAsT M3-
MEHYMBOCTb 3aKOHOMEPHbBI Y1 OrpaHUYEHbI — OHM MO/~
YMHSIOTCS OTIpeAeICHHOMY IIpaBWILy (npasuty chekmpa
UBMEHHYUBOCMU MEXBUIIOBON WINM WHIWBUIYAJIBHON).
[ToaToMy 17151 BBISIBJICHUS TTOJTHOTO IUarna3oHa WHIY-
BUAYaJIbHOI M3MEHYMBOCTU (IAaHHON CTPYKTYPHI U Y
JTAaHHOTO BUJIA) U aHAJIM3a €ro 3aKOHOMEPHOCTE He00-
XOJIVMMO HCMOJI30BaTh CIelMalbHbIE METOAbI cOopa
MaTepuraia (yCJIOBUS COCTABJICHMSI BEIOOPOK ST aHa-
JI3a), KOTOPhIE YYUTHIBAIOT NPABUL0 CHEKMPA U3MEHUU-
6ocmu.

3. Hopma cTpoeHHst MOXKET CMEHSITbCSI CKauKo00-
pa3Ho (WIM Iaxe 001cHa MEHSIThCSI UMEHHO Tak). DTO
O3HayYaeT, YTO HOpMa KOHCEpBaTMBHA W TPOAOJIKAET
BOCIIPOMU3BOJMTHCS KAKOe-TO BpeMsl yxKe Mocjie TOro,
Kak napamMeTpbl OHTOTeHe3a WM3MeHWIUCh. WHbIMU
clloBaMu, pa3BUTHE C I(PEHEKTOM HOPMBI TTPU3HAKOB
ellle He SIBJISIeTCS rapaHTHell cTaOMILHOCTY BUaa (Ha-
npuMep, B JaHHOU NOMyJISALMY U B JAHHOE BpeEMS).

4. CMeHe HOpMBI (B JaHHOM CJTyyae KpecTlia) Ipe/I-
LIECTBYeT M3MEHEHME IIpaBWa €ro U3MEHUYMBOCTU.
IIpaBuno m3aMeHYMBOCTH OOJiee TOHKO pearnpyer Ha
M3MEHEHME OOILIETO XapaKTepa OHTOreHe3a, YeM HopMa
ctpoeHusl. [ToToMCTBO BHELLIHE HOPMAaIbHBIX IJIs1 BUIA
MIPOM3BOANTECH MOXKET ITOCTETIEHHO MEHSITh ITPaBUIO
W3MEHYMBOCTH, a 8¢ed 3a SMUM Pe3KO MEHSITh HOPMY
CTPOECHUSI.

5. MaccoBble aHOMAJIM MOTYT CITy>KMTb OTHUM U3
MOJEIBHBIX OOBEKTOB [T aHAJIM3a BO3MOXKHBIX OTHO-
LIEHUIA MeXITy HOPMOI M M3MEHYMBOCTBLIO B 3BOJIIO-
LUM.

CYMMI/IDYSI OTHU ITOJIOKCHMS, BBITCKAIOIIMEC M3 d)aK—
TUYECCKNX JaHHBbIX, MO>KHO npednwzowcumb, 4YTO 5BO-
JIOLUA €CTh CKaLIKOO6pa3HaH CMC€Ha HOPM CTPOCHMUAA,
KOTOpOfI peaAmECTBYECT IMOCTCIICHHOC NBMCHCHME XO-
Ja OHTOreHe3a M ITOCTCIICHHOC M3MECHCHMHE IIpaBUJia
u3MeH4YuBoCcTU. B TO BpE€MsA KaK B JapBUHMU3ME (I/I €ro
HpOI/I3BO,I[HBIX) TIOCTY/IMPYETCA OYCHDb ITOCTCIICHHAA
CME€Ha HOPM M TTOCTOAHHO HEOTpaHMYCHHas N3MCH-
YUBOCTbD.
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Properties of Norm and Variability

E. E. Kovalenko

Faculty of Soil Biology, St. Petersburg State University, St. Petersburg, 199034 Russia
e-mail: kovalenko i@mail.ru

Abstract—Data of the authors from many years on the two ways of development of a group of offspring of
tailless amphibians—development with the effect of the norm of characteristics and development with the
effect of mass anomalies of a number of characteristics—are summarized. Mass anomalies of limbs in the Af-
rican clawed frog Xenopus laevis were obtained in laboratory (without using any special influences). They rep-
resent a syndrome when the structure of limbs and their girdles, as well as the sacral part of the spine, change
correlatively. The syndrome has several stages of manifestation (according to the degree of intensification of
deviations from the norm). The maximum manifestation of the syndrome produces a change in the norm of
the structure of the sacral part. It was shown that change in the rule of its variability precedes change in the
norm of the structure of the sacrum. Not having an opportunity of observing the process of evolution directly
(change in norms on the large scale of time), we have to use any data (even indirect), which can give us infor-
mation on how the change in the norm takes place and what happens to the variability.
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