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IMpencraBieHbl KpaTKWil 0630p W TpeaBapuTeIbHas KiacCUMUKAIIUS TUTIOB IPOOJIEHUs 3apOobIleii B
KJIacce aMpuomii. Microiab30BaHbBI TUTEpaTypHBIE JaHHBIE MO 41 BUAy GECXBOCTBIX M 22 BUAAM XBOCTAThIX
aMduOMii B OTHOIIICHUU XapaKTepa TpeTheil 60po3abl NpobiieHrs (IMUPOTHAS WU MEPUINOHABHAS) 1
CTamuu Tiepexoaa OT CUHXPOHHBIX K aCUHXPOHHBIM JeJIeHUSIM 0J1aCTOMEPOB B aHMMAaJIbHOM TTOJTyIIIapUM
(4—8-xyeTouHas cragusi, 8—16-kiaeTouHast craaus Win rmosaHee). Ha ocHoOBaHMM 3TOT0 YCTaHOBJICHBI Ye-
ThIpE TUIIA APOOICHUS 3apoibiiiia aMGUOWil Y MPEeANPUHSITA MTOMNbITKA BbISICHEHUST 9BOJTIOLIMOHHBIX B3av-
MOOTHOIICHUI MeXITy HUMH. Tak Ha3bIBaeMBIil “CTaHIApPTHHIN TUII Ipo0iieHrs (OOIIMpHAas Ceprsl CUH-
XPOHHBIX AeJeHUI 6JIacTOMEPOB, BKJIIOYasi IIMPOTHBIE 0OPO31bl TPETHETO APOOJIEHHUS) C XapaKTEPHBIMU
MOJIETbHBIMU BUIaMU Ambystoma mexicanum n Xenopus laevis, BepOSITHO, SIBJISIETCS 9BOJIOLIMOHHO TIPO-
JNBUHYTBHIM, BO3HUKHYB He3aBUCUMO B oTpsiaax Anura u Caudata. AHIIeCTpaabHBIN TUI APOOIEeHUS aMbU-
OWi1, TTO-BUIUMOMY, TIPEICTABICH BUIAMU C MEPUINOHATIBHBIMUA OGOPO3TaMU TPETHETO IPOOJICHUS U yTpa-
TOM CUHXPOHHOCTH YXe Ha 8-KJIETOYHOU cTanuu (Kak y MPUMUTUBHBIX XBOCTATHIX 36MHOBOJHBIX U3 Ce-

meiictBa Cryptobranchidae).

Karouessie crosa: Anura, Caudata, mmameTp siilia, IpoOIeHNe 3apoabIiia, pa3HooOpa3ue.
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“XapakTep ApoOaeHUs UL aMpuonii
TaK XOpOIIO U3BECTEH, YTO ITOBTOPATHCA O HEM
He Tpebyetcsa” (Dan, 1960, p. 332).

Ampudbun usz ponos Ambystoma, Rana v Xenopus
SIBJISIFOTCSI MOJEJIbHBIMU OpraHU3MaMU, OOCTOSITE/Tb-
HO M3Y4YeHHBIMU B SMOPHOJIOTUYECKOM OTHOIICHUH
(Rugh, 1951, 1962; Schreckenberg, Jacobson, 1975;
Hara, Boterenbrood, 1977; Nieuwkoop, Faber, 1994,
Hetnad, 2001). ITogpoOHBIE JaHHBIE II0 pPaHHEMY
OHTOTeHEe3Y JISATYIIKU Xenopus laevis 1 caiaMaHIpbI
Ambystoma mexicanum COBEpPIIEHHO OOOCHOBaHHO
BKJTFOYAIOTCS B COBPEMEHHBIC YIeOHUKHU 110 SMOPHO-
norun u Ouonorum pasputus (Signoret, Collenot,
1991; Slack, 2001; Gilbert, 2010). OgHako Ambysto-
ma, Rana n Xenopus He MPEACTaBISIIOT BCEX 3€MHO-
BoaHbIX. OueBnnHO, yto Jan (Dan, 1960) ocHOBBI-
BaJT CBOIO TOUKY 3PEHMSI O XapaKTepe IpOoOIeHUS aM-
GubMii NCKIIOYNUTEIbHO Ha MHOOpMaUM 0 OYeHb
HEMHOTHM MOJCTHLHBIM BUIAM.

Kirtacc Amphibia, KoTopblii BKITIo9aeT 6265 BUAOB
Anura, 647 Bugos Caudata u 192 Buga Gymnophiona
(Amphibiaweb, 2013), moka3bsIiBaeT OOJBIIIOE Pa3HO-
obpasue 0COOCHHOCTEM pa3MHOXEHUS U pPa3sBUTUS

Cpely OIrPOMHOTO YMCJIa BUIOB, U3YYEHHBIX TepIie-
tosjoramu (Salthe, 1969; Lamotte, Lescure, 1977,
Duellman, 1985; Duellman, Trueb, 1994; Haddad,
Prado, 2005; Wells, 2007). Tem He MeHee, JaHHBIE I10
cneun(pUIeCKUM OCOOEHHOCTSIM paHHEro IpooJie-
HUSI 3apOBIIIEN UMEIOTCSI B HACTOSIIIEe BPEMSI TOJIb-
KO JUISI CPaBHUTEJIbHO HEOOJBIIOr0 4Yucjia BUIOB
3eMHOBOAHBIX. CyIIeCTBYIOT TaOJUIIBI HOPMAJIbHOTO
pPa3BUTHS pas3IMIHBLIX amMpuOMii, HO HE BCE OHM
BKJTIOYAIOT OMMCAHUS JOTacTPYJISIHIMOHHOIO OHTOIe-
He3a. EcTb ocHOBaHUS AyMaTh, YTO ITOAPOOHELIN aHa-
JIN3 TUTIOB IPOOIeHUST aM(pUOUTA MOXET MPEACTaBUTh
BAKHbBI KOMIIOHEHT CPABHUTEIbHOM U 3BOJIIOLIMOH-
HOM 5MOPUOJIOTUHM 3TOM TPYIIIIHI.

HenaBHo MHOIT ObUIM OmMyOJMKOBaHBI O030PHI O
mpoliecce ApoOieHUs B M30paHHBIX CEMECTBax aB-
CTPaJIMMCKUX U IOXXHOAMEPUKAHCKMUX JISTYIIEK CO
3HAUUTEILHBIM 3KOJIOTUYECKMM W OHTOIeHEeTHYe-
ck1M pazHoobOpasueM (decHuikwnii, 2010; Desnitskiy,
2011), a Takke y Bcero orpsinma Anura (Desnitskiy,
2012) 1 orpsima Caudata (decnuukwuii, 2011). ¥ Anu-
ra ObLIM YCTAHOBJIEHBI “CTaHAapTHOE ApolOseHue”
(Ha nmpumepe Xenopus laevis 1 HECKOJILKUX TMpeacTa-
Bureneit Bufo, Hyla, Microhyla, Rana n HEKOTOPBIX
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JIPYruxX poaoB) M “HecTaHaapTHoe apobieHue” (Ha
npumMepe Ascaphus truei, Eleutherodactylus coqui, Gas-
trotheca riobambae, Heleioporus eyrei, Philoria sphag-
nicolus 1 HECKOJIBKUX IPYTUX JISTYIIEK C pa3IUIHbI-
MM OTKJIOHEHUSIMU OT CTaHIAPTHOIO TUMAa IpoOdJie-
Hus). Y Caudata mpeaBapUTEIbHO YCTaHOBJICHBI
cra”HmapTHbIl (Ambystoma mexicanum, Cynops pyr-
rhogaster), HectaHmapTHbii (Cryptobranchus alle-
ganiensis, Desmognathus aeneus, Gyrinophilus porphy-
riticus, Necturus maculosus, Onychodactylus japonicus,
Salamandra salamandra) u TIPOMeXXyTOYHBIM TUIIBI
npoonenust (Hynobius nebulosus, Salamandrella key-
serlingii).

HacTosimast cratbst paccMaTpuBaeT OMTHOBPEMEH-
HO BCE COBPEMEHHBIC OTPSIIbl 36MHOBOIHBIX M TIPE-
CTaBJISIET MEPBYIO MOMBITKY 0030pa M Kiaccuduka-
IIMY TATIOB paHHETO IPOOJICHNS BO BCeM Kilacce Am-
phibia. CobpaHHasi HdoOpMaLKS TTPOUCXOIUT KakK
13 BKCIIEPUMEHTAIbHO-3MOPHOJOTNUUECKOI TUTepa-
TYyphlI (€CIM OHA UMEETCS IJISI JAHHOIro BMAa), TaK U
W3 300JIOTUIECKUX cTaTeil ¢ MOpGhOIOTHISCKUMU
OIMMCAaHUSIMU PaHHUX 3aponbllIeil (TJIaBHBIM 00pa-
30M TaOauMIbl pa3BuTus). [IpuHUMass BO BHUMaHUeE
XapakTep 00po3abl TPEThEro ApoOJieHUS (LIMPOTHAS
WIM MEPUAMOHAIBHAS) U CTaIUIO Tlepexoaa OT CUH-
XPOHHBIX K aCHUHXPOHHBIM JICJICHUSIM 01aCTOMEpPOB B
aHMMAaJIbHOM Moaymapun (4—8-KjieTouHasi CTamusl,
8—16-xyIeTOUHAs CTamWs WIH TTO3IHEE), MOXKHO pa3-
JIMYUTD YeThIpe TUMA APOOJIEHUS 3apoabIieii aMpu-
ouii. HameualoTcss HeKOTOphIe TEPCHEeKTUBBI dajlb-
HEHIIIero aHaJin3a dBOJIOIIMOHHBIX B3aMMOOTHOIIIE-
HUM MEeXITy STUMU TUTIAMU TPOOICHMS.

IMMEPBBIN (“CTAHOAPTHBIIN”)
THUII JPOBJIEHUA

B xauecTBe OTIpaBHOM TOUKM YMECTHO B3SITh TaK
HazblBaeMoe “cCTaHIapTHoe” ApoOJieHUEe y JBYX MO-
JIeJIbHBIX OPraHM3MOB, MEKCHUKAHCKOIO aKCOJIOTJIs
Ambystoma mexicanum (Caudata: Ambystomatidae) u
[0XXHOA(PPUKAHCKOW IITOPLEBON JATYIIKUA Xenopus
laevis (Anura: Pipidae). Cpenu ampuOuMii 3T BUIBI
HauboJjee MoAPOOHO M3YYEeHBlI B OTHOIIECHUM OpPO0-
JICHUsI M paHHUX KJIETOUHBIX LIUKJIOB. B murmMeHTH-
POBAaHHOM aHMMAJBLHOM TOJYIIApUU PaHHETO 3apo-
JIbIIIa aKCOJIOTJIS MPOTEKAIOT AECATh MOCIeA0BaTeNb-
HBIX CUHXPOHHBIX AeieHuit (Signoret, Lefresne, 1971;
bopnsunosckas, Jdernad, 1975; Hara, 1977), Torna
Kak 3apofablil Xenopus laevis umeeT 11 CMHXpOHHBIX
nenenuit (Hdetnad, Pynaena, 1975; Landstrom et al.,
1975; Newport, Kirschner, 1982a). ITocnie aToro nume-
€T MEeCTO TepexXoaHas CTaAus CpeaHel 0JacTybl, KO-
rlla CKOPOCTh KJIETOUHBIX JIeJICHUI 3aMeJJIsSIeTCs, Te-
psieTCsl CUHXPOHHOCTD KJIETOK U MPOUCXOAWUT UHU-
LYalus TJIAaBHOW TPaHCKPUITLIIMOHHON aKTUBHOCTU
reHoMma (Newport, Kirschner, 1982b; Andéol, 1994).

CxXomHO€ YMCIIO CMHXPOHHBIX JIEJICHUN Ipooe-
Huda (10—12) numeeTcss B ciaydae OOBIKHOBEHHOM JIsI-
rymiku Rana temporaria (Anura: Ranidae) (JlabdarsH,
Creniosa, 1975) u simoHckoro TputoHa Cynops pyr-
rhogaster (Caudata: Salamandridae) (Suzuki et al.,
1976; Yamazaki-Yamamoto et al., 1984). O6a Buga
OBLIM M3Yy4EeHBl TOCTAaTOYHO MOAPOOHO, XOTSI U B
MEHBIIIeH cTeTrieHn, yeM Ambystoma mexicanum u Xe-
nopus laevis. Psin mpencTaBuTesIeil U3 IBYX CEMECTB
XBOCTaThIX am@uodbuii, Ambystomatidae and Sala-
mandridae, n 0ojiee 4YeM IeCsATU CeMeHCTB OeCXBO-
CThIX aM(PUOU XapaKTepU3YIOTCS TaKUM X THUIIOM
IPpOOJICHUS; TIEPUOI, CUHXPOHHBIX KJIETOYHBIX Acie-
HUII B aHUMAaJILHOM ITOJIyIIapUM 3apOojblllla JOCTa-
TOYHO OOIIUPHBII, XOTS UX YUCJIO TOUHO HE ompeae-
JeHo. B Tabmuue 1 mpeacraBiieH CIUCOK BHUIOB C
3TUM THUIIOM ApoOneHus. CaeayeT OTMETUTb, 4TO
TaKCOHOMMUSI TAa€TCS B COIIacum ¢ caiitom Amphibiaweb
(2013). INogpasmeneHue orpsima Anura Ha OPUMU-
TUBHBIX JisirylieK (Archaeobatrachia) u mponBuHy-
ThIX aarymek (Neobatrachia) npencraBieHo 1o Jly-
anbMany (Duellman, 1975; Roelants, Bossuyt, 2005).
TouHble TaHHBIE IO CKOPOCTHU APOOJICHMS B TAOIUILY
HE BKJIIOYEHBI, IIOCKOJIbKY IJII MHOTHMX BUIOB OHU
OTCYTCTBYIOT. B OGOJBLIMHCTBE cllyyaeB Mpoliecc
JIpoOJeHUSI MPOTEKAaeT Y XBOCTAThIX aM(pUOUii 3HaUM -
TeIbHO MeEIJICHHEee, 4eM y OecXBOCThIX aMduouit
(Elinson, del Pino, 2012).

Y Bcex aMmubuii, KOTopblie BKIIOYEHBI B TAOIUILY 1,
TpeThe LIMPOTHOE APOOIEHME COMTPOBOXKIAET IePBbIC
JIBa MepUAVOHANIbHBIe ApobOyieHus. PesyabraToM
3TOTr0 COOBITUS SABJISIeTCS TIepBUYHas nuddepeHIIa-
UsI Ha aHUMaJIbHBIE U BeTeTaTUBHBIE OJaCTOMEPHI,
MPOMCXOASIIAA Ha 8-KJIIeTOYHOM cTagun. Bo MHOTHIX
cJIydasix IIepBbIM TUIT IPOOJICHUSI CONPSIKEH C paH-
HUM pa3BUTUEM B CTOsTYEli BOJE, OJHAKO CTaHAAPT-
Hoe apoOJieHue 3apoasbiiueii Epipedobates machalilla
u Polypedates teraiensis IpoICXOONT B THe3IaX, HAX0-
ISIIAXCS BHE BOIBI, XOTS IIO3IHEE MMEESTCSI CTamus
BOIHOI0 3K30TpodHOTOo rooBactuka (del Pino et al.,
2004; Chakravarty et al., 2011). DTo gBIsIETCSI XOPO-
UM IIPUMEPOM, MTOKA3bIBAIOIINM OTCYTCTBUE CTPO-
oM KOPPEJSILIUY MEXKIY PEIPOAYKTUBHBIMU CTpaTe-
TUSIMM JIATYLIEK M TunamMu npooneHuss. C mpyroit
CTOpPOHBI, pnaHHble 1o FEchinotriton chinhaiensis
(GonbllIMe siilla) MOKa3bIBAlOT OTCYTCTBUE CTPOTOit
KOPpEJISILIMU MEXIY TMaMeTPOM sIiilia caJaMaHaApbl U
craHmapTHbIM TUIioM npooneHus (Feng et al., 2001).
OnHako B OOJILIMMHCTBE CITy4YaeB IIEPBBIN THIT IPOO-
JIEHUSI CBSI3aH C OTHOCUTEIBHO HEOOIbIINM JUAMET-
poMm diiua.

BTOPOW TUII IPOBJIEHUA

Pannee pasBuTie I0XXHOAMEPUKAHCKOM CyMYaTOMN
nsarymiku  Gastrotheca riobambae (Hemiphractidae)
XapaKTepU3yeTCs] MaKCUMAaIbHBIM OTKJIOHEHHEM OT
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Taoamma 1. AMGUGUM C TTepBLIM TUIIOM APOOIeHUs (TPEThe APOOICHIME IIUPOTHOE; OOIIMPHAsI CepUst CUHXPOHHBIX KJIe-
TOYHBIX JICJICHUII B AHUMAJIbHOM MOJIYLLIAPUH )

TakcoHbI (OTpsIIBI, cCEMEicTBA, BUIHI)

JluameTp stita, MM

CchliKa

Caudata
Ambystomatidae
Ambystoma maculatum

Ambystoma mexicanum

Salamandridae
Cynops pyrrhogaster

Ichthyosaura alpestris
Echinotriton chinhaiensis
Lissotriton helveticus
Lissotriton italicus
Lissotriton vulgaris
Notophthalmus viridescens
Pleurodeles waltl

Taricha torosa

Triturus carnifex

Triturus cristatus

Anura (Archaeobatrachia)

Alytidae

Discoglossus pictus

Bombinatoridae

Bombina orientalis
Pipidae

Xenopus laevis

Scaphiopodidae
Spea bombifrons
Anura (Neobatrachia)
Bufonidae
Anaxyrus cognatus
Bufo bufo
Duttaphrynus melanostictus
Incilius valliceps
Rhinella arenarum
Dendrobatidae
Epipedobates machalilla
Dicroglossidae
Euphlyctis cyanophlyctis
Hoplobatrachus rugulesus
Hylidae
Hyla japonica
Hyla orientalis
Litoria rubella

2-2.7
1.8—2

1.8
3.2-3.8
1.3—1.8

1.5
1.3-1.8

1.5
1.4-2

2.3
1.7-2
1.8—-2

1-1.6

1.2

1.8

1.3
1.2—1.3
1.7-1.8

1.6

1.3
1.4—1.7

1.2—1.4
1.4
1-1.1

Eycleshymer, 1895; Harrison, 1962

Signoret, Lefresne, 1971; Bopa3unosckas, Hdetnad,
1975; Schreckenberg, Jacobson, 1975; Hara, 1977

Anderson, 1943; Suzuki et al., 1976; Yamazaki-

Yamamoto et al., 1984

Knight, 1938; Epperlein, Junginger, 1982
Feng et al., 2001

Schonmann, 1938; Gallien, Bidaud, 1959
Tripepi et al., 1998

JInosuep, 1975

Fankhauser, 1967; Khan, Liversage, 1995

Gallien, Durocher, 1957; Baceukwuii, 1975; Shi,

Boucaut, 1995

Twitty, Bodenstein, 1962
D’Amen et al., 2006
JInosnep, 1975

Gallien, Houillon, 1951

Sussman, Betz, 1978; Michael, 1981

Hetnad, PynHea, 1975; Newport, Kirschner, 1982a, b;
Kirschner et al., 1985; Nieuwkoop, Faber, 1994

Trowbridge, Trowbridge, 1937; Trowbridge, 1941

Bragg, 1938, 1939
Cambar, Gipouloux, 1956
Khan, 1965

Limbaugh, Volpe, 1957
del Conte, Sirlin, 1952

del Pino et al., 2004

Ramaswami, Lakshman, 1959
Pan, Liang, 1990

Iwasawa, Futagami, 1992
Sayim, Kaya, 2008
Tyler, 1998
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Ta6moa 1. OxoHyaHUE

Ccplika

TakcoHsl (OTpsinbl, ceMeiicTBa, Buabl) | JduameTp siilia, MM
Leptodactylidae

Engystomops coloradorum 1.3

Engystomops pustulosus —

Engystomops randi 1.1

Pleurodema brachyops 1

Microhylidae

Microhyla okinavensis 0.9—1

Microhyla ornata 0.7—0.8

Uperodon globulosus 1.3
Myobatrachidae

Limnodynastes tasmaniensis 1.3

Odontophrynidae
Odontophrynus cordobae 1.3—-1.4
Ranidae

Clinotarsus alticola 1.2—-1.5

Hylarana leptoglossa 0.5-0.6

Rana dalmatina 1.7—-1.8

Rana pipiens 1.6—1.8

Rana sylvatica 1.8-2.4

Rana temporaria 2
Rhacophoridae

Polypedates teraiensis 2-2.2

Romero-Carvajal et al., 2009
Romero-Carvajal et al., 2009
Romero-Carvajal et al., 2009

Leon-Ochoa, Donoso-Barros, 1970

Shimizu, Ota, 2003
Padhye, Ghate, 1989; Narzary, Bordoloi, 2013
Narzary, Bordoloi, 2013

Panter, 1986

Grenat et al., 2011

Sailo, 2010

Saha, Gupta, 2011

Cambar, Marrot, 1954
Shumway, 1940; Rugh, 1951
Pollister, Moore, 1937

JlabarsH, CrnerioBa, 1975

Chakravarty et al., 2011

CTaHIapTHOTO 3MOpuoreHe3a ampuonii. B ormaue
OT MHOTOYMCJICHHBIX BUIOB C TIEPBLIM TUIIOM APO0-
JIeHUsI, 60PO3IbI TPEThUX IeJICHUI TPOOJICHNSI MepU-
nuoHaibHble (BeptukayibHbie) (del Pino, Escobar,
1981; Elinson, del Pino, 1985). Bonee toro, cuH-
XPOHHOCTB ACJICHUN TepsieTCs yxXKe Ha 8-KJIeTOYHOM
cTaguu, a uHoraa aaxe pasbiie (del Pino, Loor-Vela,
1990). Manumaims riaBHOM aKTUBALIMK TPAHCKPUII-
LU TeHOMa TIPOUCXOIUT B pasButuu Gastrotheca ri-
obambae, B oTmuue ot Ambystoma mexicanum n Xe-
nopus laevis, Topa3fao paHbllle, YeM Ha CTaJUM CPell-
Heit 6nactyisl (del Pino, Elinson, 2003).

Heckonbko npyrux BUAOB 6ECXBOCTBIX U XBOCTA-
ThIX aM(PUOUIT TaKKe XapaKTEPU3YIOTCS BTOPBIM TH-
oM ApoOJeHus (Tabauiia 2), XOTs UX paHHUE 3apo-
JIBIIIY U3yYeHBI HE CTOJIb 0OCTOSITEIbHO KaK TAKOBBIE
y Gastrotheca riobambae. YMeCTHO OTMETUTD, UTO BCE
9TU BUIBI MMEIOT ToJI00JacTUYECKOe NpOoOJIeHUE, B
XO[e KOTOPOTO HeJIoe SN0 pa3neiisieTcss Ha MHOTO-
YKMCJIEHHBbIE MaJleHbKHe KJIeTKH. OgHAaKO B HEKOTO-
PBIX cTy4asix, Takux Kak Gastrotheca riobambae n 6¢3-
JeroyHas canamaHapa Ensatina eschscholtzii, paHHue

CTaguM JpOOJeHUST HAIIOMHMHAIOT MepoOJlacThde-
CKMI TaTTepH KOCTUCTBIX PBHIO, PENTUIWI W NTUII,
TTOCKOJIBKY TIepBBIC TITIOCKOCTH APOOJIeHUS HE MOTYT
npoiitu 1o BceMy siiiy (Collazo, Keller, 2010).

TPETUW TUII APOBJIEHUSA

C 4ucTo MOp(POIOrMIEeCKOil TOUYKM 3pEHUS Tpe-
TUII TUN JpOOJIEHUSI SIBJISICTCS IIPOMEKYTOYHBIM
MEXIy IByMS MpeabInynuMuy tunamMu. bopo3sma tpe-
ThEro JApoOJIEHUST IMPOTHAsT (CXOOHO CO CTaHAApT-
HBIM TUIIOM APOOJIEHMs), TOrma KaK CUHXPOHHOCTh
JIelIeHNi TepsieTcsl mociie 8—16-KIeTOYHOI cTaaun
(4yTh mO3gHEE, YeM B CIydae BTOPOTO TUIIA ApOOJIe-
HUs). DTOT TUIT IPOOJICHUS XapaKTepeH JIJISI IBYX BU -
JIOB XBOCTATBIX U IISITU BUIOB O€CXBOCTBHIX aM(pUOUit
(tabnuina 3). BaxkHO OTMETUThH, YTO Y 000OMX BUJIOB
XUHOOMUI M y 000UX TIpeAcTaBuTesiei ponga Rhino-
derma CUHXpPOHHOCTD JeJICHII B aHUMaIbHOM ITOJIy-
Iapuu TepsieTcst Ha 16-KIIeTOYHOM cTagnu. Y Tpex
BUJIOB MHOOATpaxuja CHUHXPOHHOCTb TepsieTcsl Ha
8-knerouHoit ctanuu. TeM He MeHee, BCe BUIBI C Tpe-
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Taoauma 2. AMdpuOuY co BTOPLIM TUIIOM APOOJIeHUSI (TpEeThe ApobieHne MEPUANOHATIBHOE; OTEPSI CAHXPOHHOCTH Jie-
JIEHUM yKe Ha 4—8-KJIeTOUHOI CTanumn)

TakcoHsI (OTpsIIBI, cCEMECTBA, BUIHI)

JluameTp siia, MM

Cchlika

Caudata
Cryptobranchidae
Andrias davidianus
Andrias japonicus
Cryptobranchus alleganiensis
Hynobiidae
Onychodactylus japonicus
Plethodontidae
Desmognathus fuscus
Ensatina eschscholtzii
Proteidae
Necturus maculosus
Anura (Archaeobatrachia)
Ascaphidae
Ascaphus truei
Anura (Neobatrachia)
Hemiphractidae

Gastrotheca riobambae

Myobatrachidae
Philoria sphagnicolus
Rhacophoridae

Rhacophorus arboreus

5-8
5-5.5

5.3-6.9

5-6

3.3

Luo et al., 2007
de Bussy, 1905
Smith, 1906, 1912, 1922, 1926

Iwasawa, Kera, 1980

Wilder, 1904; Hilton, 1909
Collazo, Keller, 2010

Eycleshymer, 1904; Eycleshymer, Wilson, 1910

Brown, 1975, 1989

del Pino, Escobar, 1981; Elinson, del Pino, 1985;
del Pino, Loor-Vela, 1990; del Pino, Elinson, 2003
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8—16-KJI€TOYHOI cCTaguN)

TakcoHbI (OTpsIIBI, CEMECTBA, BUIHI)

JwuameTp stitlia, MM

Cchlika

Caudata
Hynobiidae
Hynobius nebulosus
Salamandrella keyserlingii
Anura (Neobatrachia)

Myobatrachidae
Heleioporus eyrei
Myobatrachus gouldii
Pseudophryne australis

Rhinodermatidae
Rhinoderma darwinii

Rhinoderma rufum

2.3-3.2
1.5-2.4

2.6-2.9
4-5
3-3.5

Kunitomo, 1910
CeITvHA U 1p., 1987

Packer, 1966
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Jacobson, 1963
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ThUM THUIIOM IPOOJISHUS 3aCIy>KUBAIOT TaIbHEHIIIETO
MOAPOOHOr0 SMOPUOIOTMIECKOTO UCCACIOBAHMSI.

YETBEPTBHIN TUIT JIPOBJIEHUA

OTOT TUN APOOJCHUST B HACTOSIIEE BpeMs Mpe/-
craBisieT ToJibko Eleutherodactylus coqui, nsirylika c
MPSIMBIM Pa3BUTHEM M3 HEOTPONMUYECKOTO CeMEii-
crBa Eleutherodactylidae. IloTepss cmHXpOHHOCTU
JIeJIEHUI B OOJIBIIINX, GOTaThIX JKEATKOM siAIIax (Iua-
MeTp 3.5—4.0 MM) IIPOUCXOOUT Ha CTAAUM 32 KIECTOK
WJIM MO3/IHEE 1 3Ta TeMa 3acJIy>kKUBaeT JajibHeHIIero
nccienoBaHus. bopo3abl TpeThero IpooJIeHUS MEpU-
nuoHanbHbIe (BepTuKaibHbie) (del Pino, Elinson,
2003; Elinson, 2009). CxonHbIit TUIT ApOOJIEHUS, TI0-
BUAMMOMY, XapaKTepeH IJiI HEKOTOPBIX POICTBEH-
HBIX BUIOB C IPSIMBIM pa3BUTHEM, TaKKX Kak Eleuth-
erodactylus portoricensis (Gitlin, 1944), ogHako TI0-
JIPOOHOCTH OTHOCHUTEIBHO CUHXPOHHOCTU KIJIETOK
OTCYTCTBYIOT. YMECTHO HANIOMHUTh, UYTO IPYTHUE aM-
¢GubUM ¢ MpPSIMBIM pa3BUTHEM, Oe3leroyHasl cajia-
ManHapa Ensatina eschscholtzii 1 MuobdaTpaxyaHas Jisi-
ryika Myobatrachus gouldii, UMelOT COOTBETCTBEHHO
BTOPOM M TPETUI TUIIBI APOOJICHMSI.

SAKITIOYUTEJIBbHBIE 3BAMEYAHUA
N MMEPCITEKTUBDbI

O0630p TaHHBIX IO paHHEMY ApobyieHnIo y 41 Braa
0eCXBOCTBIX 1 22 BUIAM XBOCTATBIX 3€MHOBOIHBIX
YCTaHABJIMBAET YEThIPE TUTMA APOOJECHUST aM(pPUOUIA.
[J1aBHBIE MPU3HAKU KaXKIOTO U3 HUX U TUTIMYHbBIC BU-
JIbI (B CKOOKaX) MEepeuMCIISIIOTCST HUXKE.

I1epBoiii TUI ApOOJIEHNUS: TPEThEe APOOICHUE 111~
pOTHOE; OOIIMPHAsT Cepusi CHHXPOHHBIX KJIETOUHBIX
JleJIeHUId B aHUMaJbHOM Toayliapuu (Ambystoma
mexicanum, Rana temporaria, Xenopus laevis).

Bropoii Tunm apoGiieHUsI: TpeTbhe ApOOICHUE Me-
PUAMOHATILHOE; TTOTePs] CUHXPOHHOCTU ACJICHUI yXe
Ha 4—8-knerouHoii craguu (Cryptobranchus alleganien-
sis, Gastrotheca riobambae, Ensatina eschscholtzii).

Tpetuii TN ApOOIEHUS: TPEeThe AeJeHUE IINPOT-
HOE; TTOTePsI CHHXPOHHOCTH AcJIeHNI Ha 8—16-Kite-
TouHoU ctaguu (Heleioporus eyrei, Rhinoderma dar-
winii, Salamandrella keyserlingii).

YeTBepThIii TUTT APOOTEHNST: TPETHE APOOJICHUE ME-
PUIMOHAIBHOE; TIOTEPsI CMHXPOHHOCTHU NIEJICHUI He
paHee 32-kineTouHoii cranuu (Eleutherodactylus coqui).

CrenyeT KpaTKO YIOMSIHYTh O paHHEM pPa3BUTUU
Gymnophiona, rpyrnmnbsl o4yeHb c1ab0 M3ydeHHOUN B
3MOPUOJIOTMYECKOM OTHOIIIEHUU. B 3TOM OTpsiae ayd-
1lIe BCEro M3y4yeH IIpoliecc aApodneHust y Ichthyophis
glutinosus (Ichthyophiidae) (Svensson, 1938). Tem He
MeHee, JaHHBIX TT0 TPeTbeMy APOOJIEHUIO HET U TMO-
3TOMY HeJIb3$ ONPENETUTh, OKa3bIBAET JIM 3TOT BUI
BTOPOU WJIV TPETUI TUT APOOJIEHUSI. YMECTHO 3aMe-
TUTb, YTO CXOJHAsl CUTyallusi UMEET MEeCTO Yy He-

CKOJIBKUX BUJIOB O€3JIeTOUHbIX caiaMaHap. Het Tou-
HbIX JaHHBIX 00 OPUEHTALIUU TPEThEro IPOOJIEHUS Y
paHHux 3aponsiueii Gyrinophilus porphyriticus (Collazo,
Marks, 1994) u Desmognathus aeneus (Marks, Collazo,
1998), Torna kak y Eurycea bislineata (Goodale, 1911) u
Hemidactylium scutatum (Humphrey, 1928) 6opo3abt
TpeTheTo APOoOICHUS BapbUpyonine (IMMPOTHBIC WA
MepuaruoHaibHbIe). KpoMe TOro, MMeroTcsi crapblie
paboThl, MOKa3bIBaIOIINE HEKOTOpble crelubuye-
CKMe OCOOEHHOCTM XapakTepa IpobieHust y Sala-
mandra salamandra (Gronroos, 1895) u Salamandra
atra (Wunderer, 1910), onHako paHHU#I SMOpHOTeHe3
3TUX JBYX >KMBOPOISIIINX BUIOB M3 ceMmelicTBa Sala-
mandridae TpeOyeT OoJiee moIHOro aHanu3a. B ciydae
06eCcxXBOCTBIX aM(pUOMIA JOCTYITHASI MH(POPMALINS TaKXKe
HeroJiHas U HeaaBHo 51 otMeTr (Desnitskiy, 2012), yto
psii BUIOB JISITYIIEK U 3Kab u3 ponoB Alytes (Alytidae),
Hyperolius (Hyperoliidae), Odorrana (Ranidae),
Phyllomedusa (Hylidae) 1 HEKOTOPBIX APYTUX TOJIK-
HBI OBITH MCCJIEIOBaHbl 0OJIee NeTabHO B OTHOIIIE-
HUM Tpoliecca paHHero apooiaeHus. Henb3st uckito-
YUTh, YTO BITOCJIEICTBUY OYAYT YCTAHOBJIEHBI JOIOJI-
HUTEJbHBIE TUTTBI IPOOJICHUST aM(pPUOUIA.

HMwmeroTcs TeopeTndeckne U 3KCIepuMeHTaIbHbIe
paboThl MO AeTepMUHALIMY TNIOCKOCTU APOOJEHUS Y
paHHUX 3aponbliield ampuounii ¢ MCMOIbL30BAHUEM
Xenopus laevis B KayecTBe MOACIBHOIO BMaA
(Bjerknes, 1986; Valles et al., 2002; Wiihr et al., 2010).
PaccMoTtpeHue noapoOHOCTe He BXOAUT B 3a1auu
aTol cTathbu. OMHAKO TPEACTaBISIET UHTEPEC COIO-
cTaBJieHVe JaHHbBIX U3 Ta0au1l 2 1 3: 6ECXBOCThIE aM-
(brbuM COOTBETCTBEHHO CO BTOPBIM U TPETbUM THUTIA-
MU ApoOJeHUs. ¥ HUX y BceX OoJbllue, Oorarbie
JKEJITKOM siflia. Takum o6pa3oM, KOppesiiuu MeX1y
JUaMETPOM siilla U OpUEHTalIMeil TpeThero apooJe-
HUSI, MO-BUAMMOMY, HeT. BbuIn ObI BasKHBI COOTBET-
CTBYIOIIIME 3KCMEPUMEHTHl Ha HEMOJEJbHBIX BUIAX
JISITYILIEK C OOJbIIMMU SHIaAMU.

IMpeacraBasiioT MHTEpeC 3BOJIOLMOHHBIE B3au-
MOOTHOIIIEHUSI MEXAY TaKCOHAMM, KOTOpbIe ITOKa-
3bIBAIOT 3TU YeThIpe Turma apoodneHust. Cpean aMbpu-
GUi1 CO BTOPBIM TUITOM JIPOOJIEHUSI UMEIOTCS KaK ITPU-
MUTHUBHbIE BUnbl (Andrias davidianus, Andrias
Japonicus, Cryptobranchus alleganiensis, Ascaphus truei),
TaK Y 3BOJIIOLIMOHHO TIPOJABUHYTHIE BUALI (Ensatina
eschscholtzii, Gastrotheca riobambae, Philoria sphagni-
colus, Rhacophorus arboreus). Takoii xxe xom npo0Jie-
HUSI XapaKTepeH IJisl ABOSKOABIIIAIINX PLIO Lepidosi-
ren paradoxa w Neoceratodus forsteri (Kerr, 1900;
Miller, 1923; Kemp, 1982), KoTOpble SIBJISIFOTCS OJI-
KaWIIMMU XUBBIMA POICTBEHHUKAMM Ha3eMHBIX
no3BoHOYHBIX (Brinkmann et al., 2004a, b). Ilpen-
CTaBJISIETCSI, UTO BTOPOW TUM APOOJICHUS SIBISIETCS
aHIeCcTpaJbHBIM 111 Kiacca Amphibia, XoTss MHOTHE
SBOJIOLMOHHO TPOABUHYTHIC BUIbI OCCXBOCTBIX U
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XBOCTaTbIX 3€MHOBOIHBIX TOXE WMEIOT 3TOT THII
JIPOOJICHUSI.

Tak Ha3bIBacMBIM “cTaHAAPTHBIIN TUN ApoOJie-
HUs1 (OOIIMpHAsI Cepusi CUHXPOHHBIX OeJICHUI OJia-
CTOMEPOB, BKJIIOYAsl IIMPOTHBIE OOPO31bl TPETHEIO
JIPOOJICHUST) ¢ XapaKTepPHbIMU MOJIEJIbHBIMU BUIAMU
Ambystoma mexicanum n Xenopus laevis, BEepOsITHO,
SIBJISIETCSI BOJIIOLIMOHHO IIPOJBUHYTHIM, BO3HUKHYB
He3aBUCcUMO B oTpsaax Anura u Caudata. OgHako B
XOJI¢ DBOJIOLNY PAa3IUUYHBIX CEMENCTB MPOABUHYTHIX
nsaryiiek (Neobatrachia) Mmoriau 661 UMETh MECTO 00-
paTHBIE TIEPEXO0IbI OT CTAHIAPTHOTO THUIIA APOOICHMSI
KO BTOpOMY TUITy ApoobieHus (y cemeiictB Hemiphra-
ctidae, Myobatrachidae u Rhacophoridae), a Takxe
Mepexoabl K TpeThbeMy TUMY NpobeHUs (y CeMelCTB
Myobatrachidae 1 Rhinodermatidae) u yeTBepTOMy
tuny apoodiuexus (y cemeiictBa Eleutherodactylidae).
B Oynyimem mj1st praoreHeTH4eCKOoro aHajin3a TUIIOB
npobyeHUsT aM(pUOUii MOXET OBITh ITOJIE3CH KJTaan-
cTudyeckuit moaxona. Takas pabora Oynet OoJiee po-
JIYKTWBHA, KoTAa OyayT MOJyYeHbI JaHHbIE O paH-
HUM 3apojbilliaM y OOJbIIEeTro 4ucjia BUIOB U Ce-
MEMCTB OECXBOCTBIX, XBOCTaThbIX M OE3HOTUX
amMpuouii.
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On the Classification of the Cleavage Patterns in Amphibian Embryos

A. G. Desnitskiy
Department of Embryology, St. Petersburg State University, Universitetskaya nab. 7/9, St. Petersburg, 199034, Russia
e-mail: adesnitskiy @mail.ru

Abstract—This paper presents a brief survey and preliminary classification of embryonic cleavage patterns in
the class Amphibia. We use published data on 41 anuran and 22 urodele species concerning the character of
the third cleavage furrow (latitudinal or longitudinal) and the stage of transition from synchronous to asyn-
chronous blastomere divisions in the animal hemisphere (4—8-celled stage, 8—16-celled stage or later). Based
on this, four patterns of amphibian embryonic cleavage are recognized, and an attempt to elucidate the evo-
lutionary relationships among these patterns is undertaken. The so-called “standard” cleavage pattern (the
extensive series of synchronous blastomere divisions including latitudinal furrows of the third cleavage) with
the typical model species Ambystoma mexicanum and Xenopus laevis seems to be derived and probably origi-
nated independently in the orders Anura and Caudata. The ancestral amphibian cleavage pattern seems to be
represented by species with longitudinal furrows of the third cleavage and the loss of synchrony as early as the
8-celled stage (such as in primitive urodele species from the family Cryptobranchidae).

Keywords: Anura, Caudata, diversity, egg diameter, embryonic cleavage.
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