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IMocranuiiHblii aHATU3 U3MEHEHUS 3HaYeHN 1 Koo HUIIMeHTOB Bapralliy MPU3HAKOB, XapaKTePU3YIOIINX
JIMHEWHBIC pa3Mephl 3apojibiiiia oCTpoMopaoit asaryiku (Rana arvalis Nills.), TTO3BOJIW BBISIBUTh KPUTHYEC-
CKUe TIepuoibl B 9MOPUOHAJIBHOM Pa3BUTUM 3TOTO BUAA. DTU KPUTUYECKUE MIEPUOJIBI COOTBETCTBYIOT CTa-
IUSIM TT031HeM racTpysl (18—20 ctanuun), cTaiuu BbUIYIUIEHUS JUYMHOK U3 obosiovek (32—33 cranum) u,
MOo-BUIMMOMY, CTaAuM Hadana metamopdosa (39 cramgus). OnqHako Tipoiiecc (OpMUPOBAHUSI XBOCTOBOM
TUIACTUHBI, B YACTHOCTU, 3HAYMMOCTD €€ ILIMPUHbI, CTAHOBUTCS KPUTUYECKUM Ha 34-i1 cTaguu pa3BUTHS,
Korma HaOItoaaeTcsl mepexo/i roJ0BaCTUKOB OT MPUKPETUIEHHOTO K CBOOOIHOTUIaBaloIeMy 00pa3y KU3HU.
OTH AaHHbIE MMO3BOJISIIOT MPEATONOXUTh, YTO alalTUBHbIE MPEOOpPa30BaHUsI B 9MOPUOTEHE3E TPOUCXOASAT
KakK pa3 BO BpeMsl KpUTUYECKUX TTeproaoB pa3BuTus (B monumanuu [1.I. CBeTyioBa) Wiin Ha y3J10BBIX CTa-
nusix (B nonumanuu B.I. UepmaHiieBa) 1 MOTYT OolpeaesisiTh 9BOJIOIUIO HE TOJIBKO BCEro 3apoibliiia B 1ie-
JIOM, HO U €ro OTAEIbHBIX CTPYKTYP, HECYIIIMX CAMOCTOSITEIbHYIO (DyHKIIMOHAIbHYIO HAarpy3Ky. Ha Mexys-
JIOBBIX CTAJAUSIX PA3BUTUS Mbl HAOJIIOAAIN pa3INYMs B YPOBHE BapuaOeIbHOCTU SMOPUOTeHEe3a MEX1y paii-
OHaMU C pa3HbIM XapaKTepOM aHTPOIOTEHHON Harpy3KH.

Karoueeoie crosa: KPUTHUYECKUEC NMEPUOAbI pa3BUTHUA, USMCHUYNBOCTD, Rana arvalis.

Hcroprdeckn TepMUH U MOHSTUE “KPUTHYSCKUIA
nepuron”’ 3apoaniarch Ha pyoeske XIX 1 XX BeKOB B 9KC-
e PUMEHTAIBHO-3MOPHOJIOTMYECKNX padoTax I10 U3y-
YEeHUIO BIIMSTHUS TOBPEXKAAIONINX (DAKTOPOB OKPYXKalo-
IIeH cpeabl Ha pa3BUTHE. DTa ImpoodieMa IToJIydrIa -
poKoe pasBuTHe Omaromapsi padoram A. Beiicmana.
OKCHepMMEHTUPYS Ha JIMUYMHKAaX U KyKoJIKax 6ab0uKu
Chrysonomus phlaes, Beiicman (Weismann, 1894) roka-
3aJI, YTO JJIUTEJIbHbIC TeMIlepaTypHble BO3ICHCTBUSI,
OTKJIOHSIIOIINECSI OT (PM3MOJIOTUYECKOrO ONTMMYyMa,
MIPUBOISIT K U3MEHEHUIO psiia IIPU3HAKOB Y B3POCIIBIX
ocobeii. B nccnenosanmsx Ilranagdyca Ha HACEKOMBIX
OBIT BEISICHEH MHTEPECHBIN (haKT, a ”MeHHO: “B mpoBe-
JIEHHBIX SKCIIEPUMEHTAaX BBISIBJISIIOTCSI CTPOTO OIIpee-
JIeHHbIE (Da3bl Pa3BUTHUS, SIBJISIONIMECS YpPE3BBIYAHO
PeaKIIMOHHOCIIOCOOHBIMU 1O OTHOIICHUIO K TIpUMe-
HsieMbIM (pakTopam” (Standfuss, 1896, c. 324, ut. o
I1yukos, 1978).

TepmuH “kputndeckue repuonsl” B 1897 romy BBen
o6otanuk I1.U. BpoyHoB. OH roBopu o rieproaax Hau-
0oJIbIIIei YYBCTBUTEJIBHOCTH CESTHIIEB 371aKOB, BCXO/IOB
KapTodesisi U MUHbIX pacTeHUI, oTMevasi, 4YTO B 3MOpHO-

! Mpennaraemas craTest SIBASETCS TIEPBOIt YaCTBIO CEPUN CTATEIH.
Yactb 2 OymeT MoCBsIIeHa U3YYEHUIO KPUTHIECKUX MePUOI0B
B 5MOpHOTeHe3e OCTPOMOPION JISTYIIKMA Ha OCHOBE aHaau3a
pa3MepoB rOJIOBHBIX CTPYKTYP, & 4aCTh 3 — HA OCHOBE MPOIIOP-
LMOHAJIBHBIX XapaKTEPUCTHK.

HAJIbHOM ¥ MOCTAMOPUOHAILHOM Pa3BUTUU ITPOMCXO-
JUAT CMEHA TEPUOIOB, BO BPeMsI KOTOPBIX OPraHU3M
CTOEK K pa3IMYHBLIM BO3IEHCTBUAM, Ha IIEPUOMIbI, KO-
IJ1a OH YyBCTBUTEJIEH, B PABHOM CTEMEHU, K JICUCTBUIO
pas3muuHbix areHToB. Pabdoramu C.P. Crokkapna
(Stockard, 1907, 1921) n C. Kemmkora (Kellicot,
1916), mpoBeaeHHBIMU Ha SMOpHoHax Fundulus hetero-
clitis, OBUIO TIOJIOXXEHO HAYaJlo CEPMU KCCIIEIOBAaHUMA,
TaK Ha3bIBa€MbIX KPUTUUECKUX TIEPUOIOB B XONE pa3-
BUTHUSI SMOPHUOHOB ITO3BOHOUYHBIX. CTOKKapn (Stock-
ard, 1921) “kputrdyecKuMu neprojaMu’” Ha3bIBaJ Me-
PHOIBI, KOTA MPOVCXOIUT HapyIlIeHNEe TEMITOB Pa3BHU-
TUST OTACNIBHBIX 3aKJIaJI0K OPTaHOB Y SMOPHUOHOB. DTU
MpeacTaBIeHUS MOJYYMIN AaJIbHElIIee pa3BUTHS B pa-
ootax P. Jonpmiimura (Goldschmidt, 1938), coznaBiiie-
To MpeACcTaBIeHUE O KOOPAMHUPOBAHHOM CCTEMe CKO-
pocrTeii B iepeMellieHUH KJISTOYHOTo MaTepuaia, KOTo-
past 0COOEHHO JIETKO HapylllaeTcsl B MEPUO.l 3aKJIaaKU
OpraHoB.

Krnaccuueckumu paboTaMu 1o U3yYEHUIO KPUTUYE-
CKMX MIEPUOAO0B pa3BUTHUS TTpu3HaHbI Tpyas! [1.I. Ceet-
soBa (1960, 1978). OH mucarn: “IJTaBHBIM ITPU3HAKOM,
XapaKTEPU3YIOIIUM KPUTUYECKUE TTEPUOIBI PA3BUTUS,
ABJILICTCA BbICOKAsI YYBCTBUTCJIBHOCTD KJIETOK 3apOabl-
el K ASWCTBUIO BHEIIHMX areHTOB, OOYCJIOBJIEHHAS
TMOHMWKEHHOM PETYJISITUBHOM J1€ITEIbHOCTBIO B 9TU ME-
puonbl” (1ut. mo Ceemios, 1960, c. 281). DMOGpHoIOTK-
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YECKUI CMBIC]T KPUTUUECKUX IMEPUOJOB 3aKJII0YAETCS B
TOM, UTO B 3TO BPEeMsI TPOUCXOIUT ASTEPMUHALINSI TPO-
LIECCOB Pa3BUTHUS 0 KOHEUHOTO COCTOSTHUS, JOCTUTae-
MOTO TEMU WM UHBIMU €IMHUIIAMU pa3BUBAIOLLIEHUCS
CHUCTEeMBbI K KOHILY JaHHOTrO 3Tara oHToreHe3a. BHer-
HUe (pakTophl, K KOTOPbIM OCOOEHHO BeJIMKA YyBCTBU -
TEJILHOCTb B 3TU MEPUOIbI, MOTYT YCKOPSITh, 3aMEISITh
WA COBCEM MpHOCTaHaBIWBaTh pa3Butue (TokuH,
1987). IIpuHSATO CUUTATD, YTO Y HUBLLIUX TO3BOHOUHBIX
OIHWM U3 TaKUX KPUTUIECKUX TTEPUOIOB SIBJISIETCS CTa-
TSI TaCTPYJIbl, a Y MJIEKOMUTAIOIIMX — CTaaus 01acTo-
LIMCTBI, B TIEpUOJ €€ MMILUIAHTAIlMU B CTEHKY MaTKU
(CremnioB, 1978). OnHako BBISIBIEHUE 3TUX MEPUOIOB
MPOBOJAMJIOCH HA OCHOBE OLIEHKM YBEJIUYEHUS YMCIia
MPOSIBISIIONIIMXCS B (DeHOTUIIE HapyllleHUin Mopdore-
He3a B OTBET Ha BO3JENCTBUE (DAKTOPOB OKPYKAIOIIEH
cpenpl. MHOM Tonxomn 01 TipuMeHeH JlopdmaHoM 1
YepnaHiieBbIM, B paboTaX KOTOPBIX ObLT BBEACH Tep-
MUH “y3510BbIe cTaguu pa3sutusi”’ (Jopdpman, YepmaH-
ueB, 1977). 1 XxoTs1, 110 MHEHUIO aBTOPOB, “OHU (T.€. y3-
JIOBBIC CTaIMM) TOJKHBI COOTBETCTBOBATh TaK Ha3bIBa-
eMbIM “KpUTHMYECKUM TtepromaM pas3Butus” (c. 167),
WX BBbIJIEJIEHNE OCHOBAaHO Ha OlIEHKE BapuabeIbHOCTH
HOPMAJILHOTO Pa3BUTUSI 3apO/IbILLICH.

IMpoBeneHHBIE paHee UCCASIOBAHUS MO U3YYSHUIO
BJIUSIHUSI @aHTPOITIOTEHHOTO 3arpsi3HEHUST HEPECTOBBIX
BOJIOEMOB Ha SMOpHOreHe3 0€CXBOCTHIX aM(pHOMIA TT0-
Ka3aJiv, YTo MPpU aHaau3e MOphOMETPUU Pa3BUTHS 3a-
POIBIIIC MOXKHO BBISIBUTH CTaOyM, IJISI KOTOPBIX 3HA-
yeHUs1 KO3(MGUIMEHTOB Bapyallid  OKa3bIBAIOTCS
Om3KMMU 151 pa3HbIx Kianok (CeBepiiosa, 2002). Oto
COOTBETCTBYET TOHSITUIO “y3JIOBbIC CTAINU Pa3BUTHS”,
T.€. CTAIUM, TAC TPOMCXOAUT “CIIaKUBAHUE WHIUBU-
IyaJbHBIX Bapralrii MOP(OJIOTUHM U 3apOIBIIII ITIPHO0-
peraer Oojiee WIM MEHee CTaHAApTHOE CTpPOEHME...”
(dopdman, Yepnaniies, 1977, c. 167). Tem He MeHee,
BbIICICHE KPUTUUYECKUX TTIEPUOIOB MJIN Y3JIOBBIX CTa-
MU Ha TOCTTaCTPYJISIMOHHBIX 3TaraxX pa3BUTUSI He
MPOBOIVIIOCK.

3agaueii JaHHOTO MCCIIEAOBAHNS ObLUIO BBISIBJICHIE
KPUTUYECKUX TIEPUOAOB (MJIM y3JIOBBIX CTaauii) B pa3-
BUTUM ocTpomopaou jsaryiku (Rana arvalis Nills.) ¢
WCTIOIb30BaHUEM MeToJa OLIEHKU BapuabeIbHOCTU
MopdoreHe3a. KpoMe Toro, Hac MTHTEpeCcOBall BOIIPOC O
BJIUSIHUM TaKOTO BBOJIIOLMOHHO HOBOIO (hakTopa
OKpYyXalolllei cpefibl, KaK aHTPOIIOIeHHOE 3arpsi3He-
HUE HEPECTOBBIX BOAOEMOB, Ha XapaKTep IMHAMUKU
M3MEHYMBOCTH SMOpHOreHe3a.

MATEPHAJIBI 1 METO/IbI

UccaenoBanue IpoBOAMIIOCh HA SMOPHOHAX OCTPO-
Mopaou Jarymku Rana arvalis Nills., coOpaHHBIX Ha
HYJICBOM CTaIM Pa3BUTUS U3 BOIOEMOB JABYX PaiiOHOB
ropoma MocKBBI ¥ TTOIMOCKOBHOTO BogoeMa. B paiioHe
IOxHoe bytoBOo M3 BomoeMa, pacIlOJIOXKEHHOro Ha
okpauHe butiieBckoro napka, MpMMEpPHO B MOJTyKUJIO-
MeTpe OT BHelrHero Konbiia MKAJI, Obumi B3STHI IIpO-
OBl OT 6 KIanok. BomoeM mipencraBisieT coboii mryoo-
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KYIO SIMY, 3allOJIHIEMYIO TAJIOM BOOOW M COOCPXKALIYIO
0OJIbIIOE KOJUYECTBO OBITOBOIO M IMPOMBIIIJIEHHOTO
Mycopa (TTOJIMBTUICHOBBIE MaKeThl, aBTOMOOWJIbHbBIC
MOKPBILIKKA U T.I.). BTopoii BomoeM pacrionarajicsi B
paitone BocrtpsikoBo, B 200 MeTpax OT BHYTPEHHETO
Koibiia MKAJI, psimoM ¢ OeH303aI1paBKOii. DTOT BOIO-
€M SIBJISIETCSI IIOCTOSIHHBIM, TIOTIOJTHSIEMbBIM KaK 3a CUET
TaJIO BOJIBI, TaK 1 3a CYET BOJbI, TIOCTYITAIOIICH 13 CO-
CeHUX, OoJiee KPYINHbBIX MpynoB. M3 Hero O6b111 codpa-
HBI TIpOOBI OT 6 KIamoK. Tpetuii BogoeM, U3 KOTOPOTo
OCYIIECTBIISICSI COOp MPOO MKPBI OCTPOMOPIOI JIsi-
TYIIKA OT MSITH KJIAJI0K, pacIionoxeH B 50 KM K 3aramy
OoT MoCKBBI, Ha TEPPUTOPUU 3BEHUTOPOICKOI OHOJTO-
rudeckor craHuuu MI'Y, psimom ¢ aepeBHeit JIynyHO.
DTOT BogoeM IpeACTaBIIsIeT cO00it 3apacraroliee 00J10-
TO C JOCTAaTOYHO Kucioii Bogoii (pH 5.2).

I1po6sr ukpel, 00beMoM 0Kojio 100 MKpMHOK OT
KaKIOoW KJIaaKy, TTEpeHOCUIINCH B JJA00OPaTOPUIO U T10-
MEIIAINCh B KPUCTA/UIM3aTOPhl ¢ BOAOI M3 HAaTUBHBIX
BOIOEMOB. TemriepaTypa BoIbl NOAACPKUBAIACH B IIPe-
nenax 15—19°C. Craguu pa3BUTHST ONPENEsIUCh CO-
m1acHo Tabymiam abarsa n CaermoBoit (1975), pa3-
pabOTaHHBIM IS TPABSIHOM JISATYIIKKA, HO 9acTO IIpH-
MEHUMBIM U JUISI Pa3BUTUE OCTPOMOPHON JISATYILKM.
Kaxnpie 3—4 yaca nmo 10—15 3apoppliiieii, pa3BuBaio-
IIMXCS B KpUCTa/UIM3aTopax, ortorpadhupoBaid Mpu
oMoy (poToKaMepkl, YCTAHOBJICHHOIM Ha OMHOKYJISIpE
upmel Zeisse. Ha cragusix ot 33—34-i1 no 39-ii ronosa-
CTUKOB (pMKCUpOBaIM Kaxkablie 3—4 9 o 10—15 1mryk.
ITo noctrkeHuu 39-i1 craguuy 3KCIIepMMEHT MpeKpaliia-
Ji1 1 poTorpadrpoBasii GUKCUPOBAHHBIX 3aPOIbILIICH.

Ha ocHoBe nosryyeHHbIX (poTorpaduii, ¢ HOMOIIbIO
nporpaMmsbl Axio Vision (Zeisse) TpOBOOWIIUCH ITPOME-
PBI 3apOBIIIEi IO CIISAYIONIM npru3HakaM (puc. 1). Y
3apOMBIIIEN OO0 CTAAWUM MO3AHEN HEUPYJIbl U3MEPSIICS
anuMko-0a3aJIbHBIN TruaMeTp UKpuHKH (D1), 9T0 mo3Bo-
JISIZIO COTTOCTaBUTh 3TU TIPOMEPHI C ITpoMepaMu O0ILIeH
JUTMHHBI 3aponbiiia (Lo), MojydeHHBIMU il Oojiee
no3aHUX cTaauii. Ha cranusix, HauMHast co CTaauu XBO-
CTOBOW MOYKW, TTIOMUMO Lo, OTAEJNIbHO U3MeEpsiach
JITMHA Tena 3apoabina (Lb), oT Haubonee BHICTYIIAIO-
1€l YacTy TOJIOBBl O aHAJILHOIO OTBEPCTUS; JJIMHA
XBOCTOBOW IMJIaCTUHBI (LX), OT aHAJTbHOTO OTBEPCTHUSI 10
KOHIIa XBOCTOBOU TITACTWHBI, W IIMPUHA XBOCTOBOU
wiactuHEI (W), 110 HanbosIee IMPOKO YacTH cepea-
HbI XBOCTOBO! TLJIACTUHBI.

IMonyyeHHble JaHHBIE 00PabaTHIBAIUCH TP TIOMO-
mm nporpamMm Excel m Statistica 6.0. PaccuurbiBaics
KO2(PULIMEHT Bapraluy IJIs1 KasKI0W CTaguu KaxKI0i
Kianku. Ha ocHoBe ogHOMaKTOpHOTO AUCTIEPCUOHHO-
To aHajJM3a BBIYUCIIUICS KO3(pGUIIMEHT BHYTPUKIIAC-
coBoii Koppessimn 1o Puinepy (1?2 (%)), ¢ TOMOILBIO
KOTOPOTO OIpeAeisiach 051 (B %) BHYTPUKIIAIOYHOM
1 MEXKJIaI0UYHON NU3MEHUYMBOCTH.
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CEBEPLIOBA, CEBEPLIOB

21-s1 ctagug

32-9 cTanus

39-g cranus

Puc. 1. MopdomeTpudeckue Npu3HaKKW Ha IPUMEPE TPEX CTaIuid pa3BUTHSI OCTPOMOpPION JISATYIIKY (Rana arvalis). O603HaUYeHMST

IIPU3HAKOB CM. B TEKCTE.

PE3VIJIBTATbI

B xome sKcriepMMeHTATbHOM PadOTHI HAMU PETH-
CTPUPOBAIMCH CIy4ard BOSHUKHOBESHUSI aHOMAJIUIA pa3-
BUTUS U TMOEIM 3aponsblieii (puc. 2). JIBe Kiaaku u3
paitonos JlyrmHo (Ne 5) 1 byroso (Ne 6) moru6siu moJ-
HOCTBIO Ha CTaausaX MO3aHei ractpyiibl (16—19-ii cTa-
gy pa3Butusi). [TockoabKy aHOMaauM, KOTOPBIE MBI
(bUKCHUpOBaIM, B IPUPOIHBIX YCIOBUSIX HE COBMECTH-
MBI C XXU3HBIO, Mbl OObeIMHWIN UMEIOIIMEeCs JaHHbIE
B €OWHBII ITOKa3aTesb “cMepTHOCTh . Hanbonee BhI-
COKMIA IMOKa3aTeJIb TAKOM “CMepTHOCTH HaOIIomanacs
B KJ1aaKax u3 paiioHa bytoso. Tak, nuk “cMepTHOCTH”
HaOmrofaics Ha ctaausix 32—33 B yeThIpex KiaaKax 1
coctaBist oT 2 1o 30%. B manbHeitlieM pa3BUTHU
“CMEpPTHOCTRL” He BejnKa, MeHee 2%, U TOJIBKO K

39-1i ctaguu pa3BUTUS TIPUCYTCTBOBAJIA B TPEX KJTaaKax
M cocTabiisia oT 2 1o 5%. Cpenu 3apoabliiieii U3 paiioHa
JIyliHo “cMepTHOCTBR” HaOII0maIach B MEHBIIIEH CTe-
MeHU, HO, KaK W I 3apoiblllieil 3 paiioHa byroBo,
MNPOSIBIISIIaCh B OMpeIe/IeHHbIC TIePUOAbl Pa3BUTHSI.
Tak, B ximankax Ne 1 1 Ne 4 cmeptHOCTB Ha 17-11 cTanuu
pa3BUTHS COCTaBIsIa OKoIo 9—19%, a kmangka Ne 5 B
TEUEHHME IBYX CIIEAYIOLIMX CTAOUil ITOrvbjia IIOJIHO-
cTteio. Bropoit nepuon, korma HaOmogaercst “cMepT-
HOCTh” B KJIa[IKaX, — 3TO BbIIYIICHUE 3apOAbIIIeii 13
000JT04YeK, ¢ MAKCUMAJIbHBIM 3HauyeHneM Ha 30-i1 cra-
iy pa3Butust — 26.67%. Ha 38-it craguu pa3BuTust B
kianake No 1 HaGmogaeTcss HOBBIM MUK “CMEPTHOCTH”,
KOTOPBII cocTaBisIeT Beero 9%. B kimamkax m3 paiioHa
BocTpskoBO [10J11 MOrMOIIMX U aHOMAJIBHBIX 3apOJIbl-
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I

Puc. 2. [locTamuiiHast CMEpTHOCTB 3apOJIBIIICH B KJIaJIKaX OCTPOMOPAOM JISATYIIKK 13 paiioHa byroso (1), paiiona Jlyiuxo (11) u paii-
oHa BoctpsikoBo (I11). ITo ocu X — HOMep cTtanuu, 1o ocu Y — 10J1st MOruoIIMX 3apobiiieii (B %), o ocu Z — HoMepa KIaaok.
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H o> X <+ 0

AN NN —
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Puc. 3. A — nuHamuka 3HaueHuit Koadduunenros Bapyaumu (Cv) pu3Haka o61ias JyinHa 3apossiiia (Lo) us paiionos byroso (1),
Jlyuuno (I1) u Boctpsikoso (I11). [To ocu X — Homepa cranuii, o ocu Y — 3HaueHust Cv.

b — mocranuitHast AMHaMUKa 3HaUYeHUI Ko duImeHTa BHyTPUKIIacCOBOI Koppesiiuu o duiniepy npusHaka odliast TMHA 3a-
poneia (Lo) u3 paitonoB byroso (1), Jlytmnao (I1) m Boctpsikoso (111). o ocu X — HoMepa cranuii. B — nosist BHyTpUKIIamoYHOM

M3MEHYNBOCTH, I — H0JI5T MEXKIIaMOYHON N3MEHYNBOCTH.

IIeH BBIIIIe, YeM U3 palioHa JIYIIMHO, HO CYILIECTBEHHO
MeHbIIIe, yeM u3 paiioHa byroBo. Ha 18-i1 u ¢ 28-i1 mo
29-if cranuio pa3BUTH B Kitaake Ne 2 morubaer o 29%
SMOpPHUOHOB, a Ha craguu 34 — eme 19%. UurepecHo
OTMETUTb, YTO B OCTAJIbHBIX KjaaKax HaOIrogaeTCs

CMEPTHOCTh Ha 32—33-11 cTanusx pa3BUTHS, TIPU 3TOM
“CMEPTHOCTH” HEBBICOKA M cOCTaBIET OT 4 1o 23%.
Enre MeHbIIMI ypOBEHB “CMEPTHOCTH HAOJIIOAACTCS B
JBYX KjIankax Ha 39-if craguu pa3BUTHUSI U COCTABIISIET
or2 10 12%.
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AHam3 TMHAMWKI N3MEHEHNS 3HaYeHU I KO3 du-
LIMEHTOB BapMalliM IMpH3HaKa “o0I11asi JJIMHa 3apoIbl-
ma” (Lo) moka3bIBaeT, YTO UMEIOTCS JBa KPUTUUECKUX
MepHroaa B pa3BUTUM SMOPHMOHOB U3 parioHa byTtoso, Ha
KOTOPBIX YPOBEHb W3MEHYMBOCTH O3TOr0 IIpU3HAKA
MIpUHUMAET onpeneieHHbIe 3HaueHus (puc. 3A-1). 1o
M TIOCJIe 3TOTO 3Tala 3HaueHUs KOa(POUILIMEHTOB Bapy-
au (Cv) MOTYT OBITh KaK BhIIIE, TaK M HIKe. [1epBbIM
KPUTUYCCKUM IIEPUOAOM SIBJISIETCSI CTAAMSI ITO3IHEH Ta-
crpyibl (19—20-s1 ctanust pazButus). 3HadueHus Cv 11st
3apOJbIIICH 3TOU CTaANM B pa3HBIX KJIaJKaxX KOJICOIIOT-
cst oT 2.7 st knaaku Ne 1 mo 5.1 mst kiagku Ne 5 (B
cpenreM 3.8). Tonmbko mist kimagku Ne 6 K 20-i ctaguu
pa3BuTus 3Ha4YeHUs Cv 3HAYUTEIBLHO BO3PACTAIOT IO
3HadeHwui okoJjo 10.2, 1 Kitagka norndaet. Bropoii cta-
nueit, 3HaueHuss Cv OIS KOTOPOM Uit BCeX KIamoK
JIOJDKHBI  OBITh MPUMEPHO OJWHAKOBBIMM, SIBJIIETCS
cranust BbutytieHUus: (32—33-s1 cramusi). M3meHum-
BOCTB 3apOJbIIIIeii HA 3TOM CTAAWU B Pa3HBIX KJIaJKax
TaKkke KoJieOJieTcsT BOM3M 4, XOTS B pa3HbIX KJIagKax
OHa MOXeT BapbupoBaTh OT 3.1 10 4.9. TosbKo B KJaake
Ne 5 snauenus Cv paBHO 9.66 Ha 32-i1 cragun. Jlanblie
STOM CTaIMM KJIaJKa He pa3BuBajiach. PacueThbl Koa(d-
(GULIMEHTOB BHYTPHKJIIACCOBOM Koppesiiyu 1o Puiire-
py (n? (%)), npoBeAeHHbIE Ha OCHOBE OAHO(MAKTOPHOTO
JIMCIIEPCMOHHOIO aHaim3a 1o (akropy “kiamka”, Imo-
Ka3aJv, YTO BO BpeMsI KPUTUYECKOTO Tleproaa pa3Bu-
™Mo, T.e. Ha 19—20-i1 cramusax n Ha 32—33-i1 cTagusix
HabmomaeTcs mpuMepHoO 50%-1t BKITam BHYTPUKIIAI0d-
HOI B 00111y10 n3MeHUYMBOCTh (puc. 3b-1). Ha cranmsix
o 19-i1 3HaYeHUsT BHYTPUKIAIOYHON M3MEHYMBOCTU
BBICOKH, T.€. mpeBbIatoT 63% 1 goxonst gaxe 10 93%.
B nmpomexxyTok mexxny 20-i1 m 31-11 ctagussMu, Ha000-
POT, BHYTPUKJIaAO4YHasi U3MEHUYMBOCTh KpaliHe Majia 1
JIaxke MOXKET COCTaBIsATh Beero 5%. Iocne “mepexoma”
BTOPOTO KpUTHUYECKOTro repuona — 32—33-11 cTamuii,
JIOJIS1 BHYTPUTPYITIOBO# MU3MEHUYMBOCTH CHOBA BO3pac-
Taer 10 70—80%.

B pasBuTuu 3apoasiiieii U3 paiioHa JIyliiHO Tak-
K€ MPOCIEXUBAIOTCS JIBa KPUTUYECKUX Mepuoaa
(puc. 3A-II). Ha cranusix 18—20 cpenHee 3HaueHue Cv
cocCTaBJIsIeT 4, XOTsI B Pa3HBIX KITAIKAX MOXET KOJIeOaTh-
cs1 ot 3.23 mnst ximagku Ne 2 mo 5.52 most kimagku Ne 3.
s 3aponpiiieit Kinagku Ne 5 3HaueHue KoadduiimeH-
Ta Bapyanuu K 20-ii cTaguy pa3BUTHUS TPEBLIIIAIOT
12-n ximanka nmorm6aer. Bugymo, 3Ty cTagmio MOXKHO
paccMmaTpuBaTh, KaK KPUTUYECKYIO, TTOCKOJIBKY TOJIBKO
I 9TOW cTaguu Ko3(h@UIIMEHT BHYTPUKIACCOBOM
KOppESIUM Tpro0dpeTaeT 3HauyeHNe MPUOIM3UTETbHO
paBHoe 50% (puc. 3b-11). CommkeHne npeaesioB 3Ha-
yeHuii Cv HabOMogaeTcd Ha CTaAUsIX Pa3sBUTHS ITOCTIE
BBUIYILIEHUS: K 36-i1 craguu pa3sutus. [1pu aTom, u3-
MEHYMBOCTb OKa3bIBaeTcst HM3Koil (oT Cv = 1.93 no
Cv = 3.06). UHTepecHO OTMETHUTh, YTO Ha CTATUU BbI-
JIyIUIEHMST MBI MOXEM He HaOomarh “cOmmKeHus”’
KPMBBIX IUHAMMKM KO3((OUIIMEHTOB Bapualyy IO
MIpPUYMHE OOIIEi HEBEICOKOM N3MEHYMBOCTH PAa3BUTHSI:
K 32—33-i1 cragusim Cv TIpMHUMAET 3HaYeH1e, OJIM3KOoe
K 4. OTCyTCTBHE KPpUTUUECKUX CTAIMM TaKKe BUIHO U
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MIpY aHAJIM3€ 3HAYEeHUI KO3 DHUITMEeHTOB BHYTPHKIIAaC-
COBOM KOPpEJISALIMI, — Ha BCEX aHAIM3UPYEMBIX CTaIH-
SIX HAMOOJIBIIYIO POJIb UTPAeT MEXKKIaI0YHAsT N3MEH-
YUBOCTb.

Bricokast BapnaOeIbHOCTh pa3BUTHSI 3apOIBIIIEH 13
paiioHa BocTpsIKoBO cBsI3aHa ¢ KpaliHeil MHIMBUIya-
JIM3aleil MUHAMUKA U3MEHYMBOCTUA PAa3BUTUST KaxK-
moii ximanku (puc. 3A-11I). Tak, xmankm Ne 1, 3 u 4 xa-
PaKTEepU3YIOTCSI POBHBIM Pa3BUTHUEM, C KOJEOAHUSIMU
3HadyeHMii Cy B palioHe 4 Ha IPOTSKEHWUM BCETO IEpHUO-
na HabmoneHuit. OnHako B ki1agke Ne 2 oTMeYeH U3Ha-
YaJIbHO BBICOKMI YPOBEHb U3MEHUYUBOCTU, KOTOPBINA K
18—19-if craguy TOCTUTAET 3HAYEHUI 5.63 1 ocTaeTcs
MIPUMEPHO TAKMM K€ JI0 CTaduM, Ha KOTOPOil aHaIn3
OBIT IpekpamnieH. ObpaTHast KapTHAa HaOII0JaeTCs ISt
xiagky Ne 5. PoBHoe pa3BuTHE NPUOIU3UTENIHBHO JI0
26—27-ii CTaAuy CMEHSIETCS PE3KUM YBEIMUCHUEM W3-
MEHYMBOCTH MMpHU3HaKa Lo 10 3HaYeHNI KO3 PUITNEH-
Ta Bapuanuu 11.3 Ha 36-i1 cragun. Bumumo, peskoe
yYBEJIMUYCHNE U3MEHYMBOCTU IIPUBOAUT K TMOE/IN HaH-
HOM KiaaKu. 3HaYeHUsI KO3 DUIIMeHTOB BHYTPHKIIAC-
coBoi1 Koppessauuy Puiiiepa yKa3bIBalOT Ha JIBa KpU-
TUYECKHUX MepHoAa B Pa3BUTUN SMOPUOHOB OCTPOMOP-
oW JIarylnkyu u3 paitoHa BoctpsikoBo (puc. 3B-III).
OTH ITIEPUOIBI COOTBETCTBYIOT cTagusM 17—18 n 32—36,
49TO OJIN3KO K KPUTUYECKMM IepruoaaM B Pa3BUTUM M-
OpHUOHOB 13 paiioHa byToBo.

ClremyeT OTMETHTD, UTO TSI BCEX TpeX MCCIeI0BaH-
HBIX palilOHOB MOXHO BBIICIIUTDH €Ille OMHY KPUTHYE-
CKYIO CTaIMIO B pa3BUTUU — 39-10 CTaIMIO, HA KOTOPOW
TIPOVICXOIUT (POPMHUPOBAHKE TTOYKH 3aTHEN KOHEYHO-
ctu. K coxajeHnio, TOCKOJIBKY 3KCITEPUMEHT OBLT
TIpeKpallieH Ha 3TOi CTaauu, He TIPEACTaBIISIETCST BO3-
MOKHBIM TTPOCJICINUTD MPOIOKUTETBHOCTD 3TOTO TTe-
puoma. OmHako TOT (DaKT, YTO BHE 3aBUCUMOCTU OT
YCJIOBUIA U XapaKTepa pa3BUTHST SMOPHMOHOB U3 Pa3HBIX
paiioHOB MccienoBaHrsI Mbl HabonaeM (hopMrpoBa-
HUE Bapra0eJIbHOCTH Ha YPOBHE 3HAYeHUS KO DHUIIM-
eHTa Bapualun, 0JIM3Koro K 4, u npumMepHo 50% BKiIan
BHYTPUKJIAIOYHON M3MEHUMBOCTU, TOBOPUT O BaXKHO-
CTH, T.€. KPpUTUIHOCTH, 3TOTO IIepHoIa B SMOpHOTeHe3e
OCTPOMOPAOM JISATYLLKU.

AHanu3 npu3Haka “mimHa tena” (Lb) ObLT IIpoBe-
JIeH y 3apoIblllieil HayuHas ¢ 26—27-1 cTaauii pa3Bu-
THSI, KOTIa y SMOPHMOHOB pa3BMBACTCs XBOCTOBASI TIA-
ctuHa (puc. 4A-I). Y 3apompmieit u3 paitona byroBo
BaprabeIbHOCTh 3TOTO MpU3HAaKa HeBesMKa. TobKo B
nepuon 32—36-if ctamuii HaGMomaeTCs YBEIMYCHHE
3HayeHUir Cv, KOTOpoe B JaJIbHEMIIIEM CHIKAeTCs IO
ypoBHSI MeHee 4. AHanu3 3HadeHU KO3(pPUILIMEHTOB
BHYTPUKJIACCOBOM KOPPEJISIIMKA TTOKAa3bIBAaeT, YTO Ha
IBYX cTamusix, 36-if m 39-1, 3Ha4eHUsT 3TOr0 K03hdhu-
LMeHTa osii3ku K 50% (puc. 4b-1).

3HayeHns: Ko3(h(GUILMEHTOB Bapyallid Y 3apOibl-
1Ieil 13 paitoHa JIyIMHO Takke IMpakKTUYEeCKM Ha BCEX
aHAIM3UPYEMbIX CTaausIX He mpeBbnatoT 4. [Tpu sToMm,
He HaOMOmaeTcsT HY Ha OMHOM M3 aHAIM3UPYEMBIX CTa-
N CXOXKIEHUA JTMHUI tuHaMUuKy Cv 10 KaKOro-jauoo
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OIpeAeJICHHOIO 3HaYeHMS IJTs1 BeeX Knamok (puc. 4A-11).
Tem He MeHee, U3MEHEHUSI 1] TIPUOOPETAIOT 3HAYCHMUS,
omskue K 50% Ha cragusix 36 1 39, Kak 1 y 3apOAbIIIeii
u3 paitoHa bytogo.

B paitone BocTpsikoBo Takcke HaOJogaeTcsl ypo-
BeHb 3HaYeHU1 CV HIDKE 4 TIPaKTUIECKU Ha TTPOTSKE-
HUM Bcero aHaausupyemoro nepuopa (puc. 4A-III).
Tombko st aByx Kiamok, Ne 2 u No 6, sHauenust Cv
TIPEBBIIAIOT 3HAYEeHUS 4, W 3TH KJIaIKW TTOTHOIN 10
OKOHYaHMST 3MOproreHe3a, Ha 33-ii u 36-i cTagusx,
COOTBETCTBEHHO. 3HAYEHUS KOI(PDHUILIMEHTOB BHYTPU-
KJIacCOBOI Koppelsuyu no duliiepy 1eMOHCTPUPYIOT
JIBE CTaJu, HA KOTOPBIX 3HAYEHMST OIM3KU K 50%, —
3710 31-9 1 39-g cTamun.

AHam3 TMHAMUKU U3MEHEHUS 3HaYeHU I Koaddu-
LMEHTOB BapyallMy Mpr3HaKa Lxy 3apoabllilieit u3 paii-
oHa ByToBO moka3sbIBaeT, UTO BaprabeIbHOCTh JUIMHEI
XBOCTOBOM IIJIACTUHBI BBIIIIE, YEM JJISI IIPU3HAKOB Lo 1
Lb, u wMoxeT nocturatb 3HadeHMii Oojbiae 20
(puc. 5SA-hI). Ctob BbIcOKast BApMadeIbHOCTh, XapaK-
TepHas IS Kiaaky Ne 5, BUIUMo, 1 SIBUWIACh IPUYIU-
HOI Trbeu 3Toi Kiaaku. JIJIs OCTATbHBIX KJIAAOK IU-
HaMmuKka 3HayeHUi Cy UMeeT CXOXIEHU K 32—33-1 U K
36—37-i1 craguam. OmHAKO, B OTIMYKME OT MPU3HAKOB
“o0IIas miMHa 3apodplia” U “mmHa Tejia”, Bapra-
GEIBbHOCTD IJIMHBI XBOCTOBOM IJIACTUHBI HA CTAIUU BbI-
JIyIUIEHUsI B CpeIHEM B JBa pa3a BHIIIE, U COCTaBJISIET
okojio 8. K cragusim ke paciuieltus ¢ rauiepT Cv B
cpenHeM OnMM3KM K 4. AHanm3 Ko3POUIIMEHTOB BHYT-
puKIIaccoBoii Koppeisiuuu 1o @uiepy (puc. Sb-1) mo-
KasbIBaeT, 4To TpuMepHO 50% BHYTPUKIAHOYHOM W3-
MEHYMBOCTH ITPUXOIUTCSI Ha 3TH K€ CTaIUU Pa3BUTHSI.

PaszButue 3apoapiieii u3 JIylimHo nmeet 6oJiee 4eT-
KYIO KapTUHY IMHAMMWKY U3MEHYNBOCTY MIpr3HaKa Lx.
Bricokasi BapnabenbHOCTh Ha 3Tane (OpMUPOBAHUS
XBOCTOBOM IUTACTMHBI CMEHSIETCSI CHIDKCHHEM 3Hade-
Huit Cv K 36-ii ctaguy pa3BUTUS U, IO 3aBEPIIEHUU
3TOrO Mepuoa, IS BCeX NCCIeIOBAaHHbIX KJIAI0K PH-
HUMAaeT 3HaYeHMSI B auana3zoHe ot 4 1o 6 (puc. SA-II).
3HaueHUs K03 PUIIMEHTOB BHYTPUKIACCOBOM KOppe-
JISILIMM OKAa3BbIBAIOTCS MPUOIM3UTENBHO paBHBIMU 50%
Ha ctamusix 32 u 36 (puc. 5b-11), XoTst TOJIBKO ¢ Hava-
JIOM pacIUIbITUsI TrojloBacCTUKOB CV B MCCIeIOBaHHBIX
KJ1agKax, B cpeHeM, 01130k 4. Ha cramyuu BbUTYyTUIEHUST
OH BBIIIIE ¥ MOXET JOCTUTATh 3HAYCHUIA, OJIM3KUX K 9.
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OueHb CXOXYI0 KapTHHY Mbl HAaOIIOMaeM 1 IS 3a-
ponsiiiieit u3 paiioHa BoctpsikoBo (puc. SA-I11). Tosb-
KO B Ky1agke Ne 2 Ha craguu 33 3HaueHus1 Koahuim-
€HTOB Bapyalliyi CHUXXAIOTCS J0 2-X, TOCTIe Yero Kiiai-
Ka norudaert. st xoranky Ne 5 HabmomaeTcst oopaTHast
KapTUHa — TIpY aHaJIM3e AMHAMUKM 3HadYeHu Cv, st
3apoJibllIell XapakTepHO TMOCTaIUuiHOE YBeIUYeHUe
3HaYeHUil KO3 UIIMEHTOB Bapyuallii 10 3HAYEHUI,
oym3Kkux 18, 1 KiIagka morudaet Ha 36-i cTagum pa3Br-
Tus. B octanbHbIX Kilaakax 3HaueHus: Cv KoieboTes
ot 6 110 8.

M3mMmepeHne IMPUHBI XBOCTOBOM TU1acTUHBI (WX)
MPOBOIMJIOCH HE BO BCEX KJlaJIKax OAHOBPEMEHHO C 13-
MepeHUEM ee JUIMHbI — 3TUM O0YCIOBJIEHbI HETIOJHbIE
JaHHbIe IS BTOro MpHU3HaKa. TeM He MeHee, Ha
puc. 6A-1 BugHO, 4yTO HanuboJiee BapradeIbHBIM OKa-
3bIBAETCsl MPOLIECC YBEJUUEHUs IIUPUHBI XBOCTOBOI
TJIACTUHBI Y 3apopIiiieit n3 paiioHa byroBo. OcobeHHO
BbICOKA U3MEHYMBOCTb 3TOTO MPU3HAKA B MEPUOI, KO-
1A 3apObIIIN BbUTYITAIVMCH U CUIIST Ha Tajuieptax. Ha
ATUX CTAOUSIX SMOpHoreHe3a 3HadyeHUsT Cv MOTYT OBITh
okoino 10—17. C wHavamoMm pacIuibiTust, ¢ 34-ii 1o
38-10 cTanuu pa3BUTUSI, UBMEHYMBOCTD IITUPUHBI XBO-
CTOBOM TJTACTMHBI TIA/IA€T, a 3aTeM CHOBA BO3pacTaeT K
MOMEHTY Hauajaa (POpMMPOBAHUS TIOYKU 3aTHEN KO-
HEYHOCTU. BbruuciaeHue Koa(pdUIIMEeHTOB BHYTPHU-
KJ1aCCOBOM KOPPEJISILIMU JUTS1 KaXKI0W CTaAuY MOKa3aJio,
4qro Ha cTaauu 34 u 37 3HadeHUsI 3TOro KoadduieHra
npuMepHo paBHbI 50% (puc. 6b-1).

3aponpIIIi U3 Pa3HbBIX KIIAIOK JIYIIMHO pa3BMUBarOT-
sl TIO €IMHOM CXeMe: BBICOKAs U3BMEHYMBOCTh Ha Tep-
BBIX Tanax (popMUPOBaHMSI XBOCTOBOI IIACTUHBI CME-
HsSIeTCSl CHWXXeHMeM BapuabelbHOCcTH WX K craguu
pACIUIBIBAHUS U AKTUBHOM (DYHKILIMOHAJILHOM HArpy3-
Kku (puc. 6A-I1I). lanee M3MeHYMBOCTh 3TOTO MPU3HAKa
CHOBa BO3pacTaeT ¢ HavyaJioM (opMUPOBAHUS MOYKU
3aHeN KOHEYHOCTU. IMEHHO Ha cTagusX, Iae 3Haue-
HUS KO3(pGUILIMEHTOB BapUalliyi BO BCEX KJIaaKaxX MMe-
IOT MEHBIIINE 3HaYeHMsI, Habmonatotres u 50% 3Haue-
HUS KO3(MGUILMEHTOB BHYTPUKIIACCOBOM KOPPEISILIMU
(puc. 6b-11). Oro BuaHO Ha cragusix 34 u 36, e B cpea-
HeM 3HaueHus Cv paBHBI 5.5 1 4, COOTBETCTBEHHO.

bnuzkoil K kapTuHe, xapakTepHoil misi byToso,
SBJSIETCS AMHAMKKA Pa3BUTUS 3apoblllIeii U3 pai-
oHa BocTpsikoBo, ¢ TO JUIlb pa3HUIIEH, UTO Bapu-
abGeJTbHOCTh JAHHOTO MpHU3HaKa Hike (puc. 6A-111).

Puc. 4. A — nuHaMuKKa 3HayeHui KoahduimeHToB Bapuaiuu (Cv) mpu3Haka JIMHa Tena 3aponbiiia (Lb) us paiionos byroso (1),
Jlymmmro (I1) u Boctpsikoso (I11). [To ocu X — Homepa craguit, mo ocu Y — 3HaueHwmst Cv.

b — nocraguitHas n(MHaMKKa 3HaYeHU KoaddUImeHTa BHyTPUKIACCOBOM KoppesisiLivu o duiiepy npr3Haka [JUIMHaA Tejia 3apo-
npima (Lb) n3 paitonos byroso (1), Jlyumro (1) u Boctpsikoso (111). 1o ocu X — HoMepa ctanuii. B — nomnst BHyTpuKIIanogHoOM 13-

MCHYMBOCTH, I' — monst MexXKIamoYHO NU3MEHYUBOCTH.

5 OHTOI'EHE3 Ttom42 Ne5 2011
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KPUTHUYECKUME IMEPUOABLI B DMBPUOT'EHE3E R. arvalis. YACTD 1

Tem He MeHee, KoahduuueHT 1 (%) nMeeT 3HaYe-
Hue, oauskoe K 50%, Toapko Ha 34-it craguu. Ha
37-11 cTagun, TAEe MOXKHO OBIIO OBI TaK Ke OXXMIATh
CXOAHOE 3HaUYeHUe 3TOro KoadduiimeHTa, oH paBeH
37% (puc. 6Bb-111).

OBCYXIEHHME

IMocraguiiHbli aHANMM3 WU3MEHEHWsI 3HAYeHUI KO-
3¢ GUILIMEHTOB Bapuallii MPHU3HAKOB, XapaKTePU3YIO-
IIMX JIMHEHHBIE pa3Mephl 3apo/IbIIiiia OCTPOMOPIOM JIsI-
TYILIKY, MTO3BOJIMII BBIIBUTH KPUTUYECKUE TIEPUOILI B
SMOpPMOHATBEHOM pa3BUTHM 3Toro Bupa. Ilpomomku-
TEJIBHOCTh 3TUX KPUTUYECKUX IIEPUOIOB MOXKET Orpa-
HUYMBATBCSI KaK HECKOJBbKMMU IOCIEA0BATEIbHBIMU
CTagusIMU, TaK M HAOJIIOAAThCS B IpeIesiax OqHOM, BbI-
nensieMoit, cortacHo TaodimiiaM JlaoarsH u CirentioBoit
(1975), cranuu. Bo BpeMsi 3TUX NEepUOIOB U3MEHYU-
BOCTb JIMHEHHBIX pa3MepOB Pa3BUBAIOIIETOCS 3apPOIbl-
IIIa JOJDKHA OBITh HA OIpeAe/ICHHOM ypoBHe. Mexmy
KPUTUYECKMMU TIepuogaMM U3MEHYUBOCTb MOXKET
OBITH KaK BBIIIIE, TaK 1 HIDKE 3HAYEHMST, XapaKTEPHOTO
TSI KPUTUYIECKOTO TIeproa. DTO HAMISITHO BUIHO IPU
aHaJIM3e N3MEHEeHUs 3HaYeHU I KO3 OUIIMEHTOB Bapy-
aMM B KJIagKax, IIOrMOIIMX BO BpeMsl SKCIIEpUMEHTA.
V 3apoapliieil 3TUX KJIaI0K, 10 BCEM aHaTU3UPYyEeMbIM
MpU3HaKaM, K KpUTUYECKOMY TI€pMOIy Pa3BUTUS 3Ha-
yeHust Cv ObUTH BBIIIIE WIM HIDKE KPUTUIECKOTO 3HaYe-
HUS, M KJIAIKK TOrnoainy neimkoM. Cpeiy BbLKUBIIX
KJIaJOK TaKxKe Ha0Ioaaaach CMEPTHOCTh I BOSHUKHO-
BEHME aHOMAJINIA, HECOBMECTUMBIX C 3KM3HbBIO, IMEHHO
B KPUTHUYECKUI IEPUOI pa3BUTUSI, HO JOJISI TAKUX 3apO-
JIpIIIIEl ObLIa HEBbICOKA U KJIaJKa pa3BUBajIach Jajbliie.

HaubGonee paHHel y310BOIi cTagueil 0OKa3bIBarOTCS
CTaauM 3aBEPIICHUS TaCTPYISILIMY — HAaYaja0 HeUpyIIsi-
i, T.e. ¢ 18-i1 mo 20-10 ctamuu pa3Butust. IMeHHO B
3TOT IEepUOo HaOMIoHaeTCs HauOOoJIbIIasi CMEPTHOCTh
3apObIIIEH, a 4O BHYTPUKIIAAOYHOU N3MEHYMBOCTU
Pa3BUBAIOILIMXCS TIPUOIM3UTENBHO paBHa 50%, 1 3Ha-
yeHus1 Cv npubIn3nTeIbHO paBHBI 4. MHTEpecHO oTMe-
TUTb, YTO B TOPOICKMX MOITYJISILIMSIX OCTPOMOPIOM JIsI-
TYLLIKY 3TOT KPUTUYECKUI IEPUOI HECKOIBKO YXKe, UeM
B NOAMOCKOBHOM TIONYJISLIMU, Pa3BUTHME B KOTOPOM
MIPOXOIIMNT, B LIEJIOM, MEHee BapraOeIbHO.

JlanpHeNIINN aHaIM3 JTUHEHHBIX pa3MepOB pa3BU-
BAIOIIMXCS 3apOIBIIIeii ITO3BOII BBISIBUTH BTOPOM
KPUTUYECKUIT IIEpUOJ, B paHHEM SMOpHOTeHE3€e, BKIIIO-
YalolINi CTaauU MOCJIe BbUIYIJIEHUS IMYMHOK U3 000-
Jouek, T.e. 32—33-10 cTamuy pa3BUTHUS. DTOT IIEPHOI
OKa3bIBACTCSI KPUTUYHBIM 11 (POPMUPOBAHUS OOIIEH
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JUTAHBI 3apObIllia U JUIMHBI €r0 XBOCTOBOW IIJIACTUHBI.
B 10 ke BpeMst, KpUTUIeCKOM 7151 (HOPMUPOBAHUS LM~
PUMHBI XBOCTOBOI TIACTUHBI OKA3bIBAETCS CIICAYIOLIAs
cragus, cranust 34, Ha KOTOPOil HaOJIIOMAeTCs IEPEXO,
TOJIOBACTUKOB OT MIPUKPEIUICHHOTO K TaJUIepPTaM K CBO-
0OoIHOIUIaBaIOLIEMY 00pasy XXU3HU. 36- ctagust pas-
BUTHSI OKa3bIBAETCSI KPUTUYECKOM JIJ11 (hOPMUPOBAHUS
NPU3HAKOB “IJTMHA TYJIOBHUILIA” M “IJIMHA XBOCTOBOM
TJIAaCTWHBI, HO HE IS TIpU3HaKa “o0I11ast JJIMHA 3apo-
npima”. JIist BceX STHX IIPU3HAKOB, IO-BUIMMOMY,
KPUTUUYECKUM IIEPUONOM OKAa3bIBaeTCs U 39-s1 cragust
pa3BUTHSL, HO IJISI HOATBEPXKICHUS 3TOro (pakta He00-
XOJIMMO IPOBECTU MUCCIIEIOBaHMS Ha ellie 0oJiee o3/~
HUX CTaIUSIX Pa3BUTHS.

Takum 06pa3oM, B pa3BUTUU OCTPOMOPION JISITYIII-
KM MOXHO BBIIETUTh KPUTUYECKHUE TIEPUOIbI, OTHAKO
9THU NICPUOAbI OKA3bIBAIOTCA KPUTNYCCKMMMN HE TOJIBKO
JIJISI pa3BUTHSI BCETO 3apoibliiia B 1IEJIOM, HO 1 JIJISI ITPO-
necca (popMHUPOBAHUS €T0 OTACIBLHBIX CTPYKTYP. B psine
CJIy4aeB 3TU IIepHOIbI MOTYT He coBnamaTh. CBsI3aHO
3TO MOXET OBbITh C pa3HOU (hyHKIIMOHAIBHON Harpys-
KO CTPYKTYp 3apoppbiiiia. Bo3aMoXHO, IMEHHO Ha 3TU
CTa WJIN TaXe TepUOJIbl CTOUT 0OpalaTb BHUMaHWE
IMpHU UCCJICAOBAHMAX BO3MOXKHBIX 9BOJIIOIITMOHHBIX ITPE-
00pa3oBaHMii, TPOUCXOASIIINX B ITPOLIECCE aTalITUBHOMN
SBOJIIOLIMU K OKPYKaIOIIEH cpeie, B TOM YKCIIE, U K aH-
TPONOTeHHOMY 3arpsI3HEHMIO HEPECTOBBIX BOIOEMOB.

TToMuMO KpUTHUYECKUX TIEPUOIOB, €CThb U 0OoJiee
OPOMOJIKUTEIbHBIE TIEPUOILI Pa3BUTHSI, Ha KOTOPBIX
MBI HaOJTI0IaeM IIMPOKMIA CIIEKTP 3HAaYeHNI KO3 du-
LMEHTOB Bapyaly. B pasHBIX KIamKax 3TU 3HAYCHMUS
MOTYT CYIIECTBEHHO OTIMYATLCS M OBITH KaK OOJIbIIIE,
TaK U MEHbIIIE TeX 3HaUeHUI, KOTOpbIe MPUOOPETAIOT
Cv Ha kpuTndeckux craausix. CrenoBaresbHO, Kaxaast
KJIaJIKa Pa3BUBAECTCA IO UHAUBUIAYATBHOMY ITYTU, YTO
obecrieunBaeT (OpMUPOBAHUE OOIIEH M3MEHYMBOCTHU
mopdoreHe3a. [Ipexe Bcero, Ha ypoBEHBb 3TOI N3MEH-
YUBOCTU U MOXET OKa3blBaTh BJIVSIHUE BO3ICHCTBHUE
OKPYKaroIeil cpelibl, B YaCTHOCTH, 3arpsi3HEHUE BOIBI
W3 HEepeCTOBBIX BomoeMoB. Ha Takoe mpenmnosoxeHue
HaTaJKuBaeT QaKT OoJiee BapruadeIbHOTO pa3BUTHS 3a-
pOoAbILIeil U3 TOPOACKUX TOIYJISILIUIA, TI0 CPAaBHEHUIO C
MOAMOCKOBHOU. B03MOXHO, CyOBUTaIbHOE BO3IEH-
CTBUE OKPYKAIOIEH cpefbl Ha paHHEe Pa3BUTUE MPU-
BOIUT K YBEJIMYCHUIO U3MEHYMBOCTH (POPMUPYIOIINX-
csl CTPYKTYp, KOTOpasl JOJDKHA OTPETYIMPOBATLCS K
KpUTHUYECKOMY Tiepuofy. B cityuae, ecii Takast peryisi-
YS MO0 TeM WJIM WHBIM NPUYMHAM HEBO3MOXHA, —
KJTafKa TIOTUOAaeT MO0 TIOTHOCTHIO, MO0 YaCTUYHO.

Puc. 5. A — nuHamuKa 3HaYeHUI Ko duireHToB Bapualinu (Cv) mpu3HaKa [IUTMHA XBOCTOBOM TUIACTUHBI 3apobiiia (Lx) u3 paii-
oHoB bytoBo (1), JIyrmuno (11) 1 Boctpsikoso (I11). ITo ocu X — HoMepa craguii, o ocu Y — 3HaueHust Cv.

b — nocTanuiiHas fMHAMMKA 3HaYeHMT KoadhdUilMeHTa BHYTPUKIaCCOBOIM Koppesiiu 1o dDuiiiepy npu3Haka JUIMHA XBOCTOBOM
TutacTuHbI 3aponbiiia (Lx) us paiionos byroso (1), Jlymmuno (I1) u Boctpsikoso (I11). ITo ocu X — Homepa cranuii. B — mosnst BHyTpu-
KJTaIOYHOM U3MEHYMBOCTH, [ — TOJISI MEXKKITaHOYHON N3MEHUMBOCTH.
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KPUTHUYECKUME IMEPUOABLI B DMBPUOT'EHE3E R. arvalis. YACTD 1 389

Puc. 6. A — nuHamuKa 3HaueHuit koadduureHToB Bapuamu (Cv) mpu3HaKa IIMpUHA XBOCTOBOH TIaCTMHBI 3aponsbiia (Wx) us
paiioHoB bytoBo (1), Jlyuuno (11) u BoctpsikoBo (111). ITo ocu X — HoMmepa ctaamii, mo ocu Y — 3HayeHust Cv.

b — nocranuitHas nTuHaMKKa 3HaYeHUI KoabdUIMeHTa BHYTPUKIACCOBOM KoppeJsiiuu 1o Puiiiepy mpu3HaKa INMpruHa XBOCTOBOM
TutacTUHBI 3aposiiia (Wx) us paitonos byroso (1), JIytiuno (I11) u Bocrpsikoso (111). ITo ocu X — HoMepa craauii. B — nosst BHyT-
PUKITAIOYHOM U3MEHYUBOCTH, [ — TOJIST MEXKIIAMOYHON NU3MEHUYMBOCTH.

Ilpn BTOpOM BapuWaHTEe BO3MOXHBI 3BOJIOITMOHHBIE
mpeodpa3oBaHKsI SMOPUOTeHe3a.

Pabora mogaep:kana Poccutickum ¢poHaoM dyHaa-
MEHTAJIbHBIX HccaenoBanuii (rpoekT Ne 08-04-00664)
un Poccuiickoii rocygapcTBeHHOI IporpamMmoit “Bemy-
e mwkonbl” (mpoekt Ne HIIT-4813.2010.4).
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Crucial Stages of Embryogenesis of R. arvalis:
Part 1. Linear Measurements of Embryonic Structures

E. A. Severtsova and A. S. Severtsov

Biological Faculty, Moscow State University, Moscow, 119899 Russia
E-mail: Severtsova@mail.ru

Abstract—Investigations of individual variability have allowed us to reveal the crucial (=nodal) stages in em-
bryogenesis of the moor frog (Rana arvalis Nills.). These crucial stages are: the late gastrula stage (stages 18—
20), the hatching stages (stages 32—33) and, apparently, early metamorphosis (stage 39). Moreover, we have
found that each embryonic structure passes through its specific crucial stages. For example, stage 34 is crucial
for the trait “tail width” but is internodal for all other embryonic traits. At this stage, larva passes from an at-
tached to a free-swimming life style. We also found considerable differences between the different frog pop-
ulations in the the level of developmental variability. These differences were associated with internodal devel-

opmental stages.

Keywords: crucial stages of ontogenesis, variability, Rana arvalis
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