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O01mas xapakTepucTUKa padoThI

AKTYaJIbHOCTBH Pa0OTHI.

Yepen xBocTaThlXx amMpuOWii — TPaJAWIMOHHBIA OOBEKT HCCIECIOBAHUS,
NPUBJICKAIONIMKA BHUMaHUE MOPQOJOroB, MaJCOHTOJIOTOB, CHUCTEMAaTUKOB U
HBOJIIOIIMOHUCTOB. JlaHHBIE TIO CTPOCHHUIO M PA3BUTHIO Yeperna HCHOJb3YIOTCS IS
aHaJM3a 3aKOHOMEPHOCTEH ABOJIOIMOHHBIX MpeoOpa3zoBanuii (JleOenkuna, 1979),
U3yYeHHUs MEXaHM3MOB peryisnun ontorenesa (Measenesa, 1975; Devillers, Corsin,
1968), numarnoctuku BugoB (Wake, 1966) u peKOHCTPYKIMH (UIOTCHETUICCKHX
ceaseit (IlImanpraysen, 1964; Trueb, Cloutier, 1993). Pa3BuTtue uepena y XBOCTaThIX
ampuomii — BUAOCTIEIU(PUISCKUIN TIPOIeCC: KPaHHATbHBIE OKOCTCHEHHSI TOSBISIOTCS
B CTpPOroOii, ImpHCYLIeHd NaHHOMY BHUAY, HocleoBaTelbHOCTH. llopsaok mosBieHUs
KOCTEH HACTOJBKO TOCTOSIHEH, YTO MCHOJb3yeTCs B (DUIOTEHETUYECKOM aHallu3e
(Wake, 1999) u nmpu peKOHCTPYKIIUU 3BOJIIOIIMOHHOTO cTaHOBJIeHUs oTpsna Urodela
(Schoch, Carroll, 2009). PerysisiTopHble MEXaHHU3MbI, OTBETCTBEHHBIC 3a MMO/1ICPIKaHNE
ATOW TOCIIENOBATEIBHOCTH, HE SICHBL. DKCIEPUMEHTAIbHBIMU METOJaMHU MOKa3aHo,
YTO BpEeMs TOSIBICHUS KOCTEH MOXKET 3aBUCETh OT BPEMEHHU MOSIBICHHUS CTPYKTYD,
UHAyIUpyommx ux passutue (Menseaesa, 1975; Jlebenkuua, 1985 u ap.), T.e.,
UMEIOT MECTO MEXTKaHEBble WHAYKIMOHHBIE B3auMonelcTBus. OmHAaKO, 3TOT
MEXaHWU3M PETYJSIUH TPUCYI] JIMIIb OTIACIBbHBIM KpaHHUAJIbHBIM JJIEMEHTaM, H
CTETIeHb WHAYKIIMOHHOW 3aBHCHMOCTH BapbUPYET y MpPEICTaBUTENCH pa3HBIX (opM
(JIebenkuna, 1979, 1985; Menseaera, 1975, 1985). J[lpyrumM MeXaHH3MOM,
NPUHAMAIONIUM YYacTHE B PETYSIUM KPaHUOTEHEe3a, SBISIETCS JHIOKPUHHAS
WHIYKIUS, BEAYLIYIO POJIb B KOTOPOW HUIpaeT THUPEOUJHAs OCb, B TOM YHUCIE -
TOPMOHBI IIUTOBHIHON Xkele3bl (TupeougHbie Topmonbl, TI'). TT' urparot BaxHyO
pOJIb B OHTOTCHE3€ XBOCTAaTHIX aM(puOuWii, MHAYIHPYS MHOTHE OHTOTCHETUYCCKUE
coObIThsI. VI3MEHEHNsT B aKTUBHOCTH THUPEOUTHOW OCH BIHMSIOT Ha CPOKH U TEMIIBI
MOP(OreHETHYECKUX MPOLIECCOB U BHI3bIBAIOT T€TEPOXPOHHH, SIBISIOLIUECS OJHUM U3
BEAYIIUX MEXaHM3MOB JBOJIIOLIMOHHBIX MpeoOpa3oanuii ampuoduii (Padpd, Kodmen,
1986). DTu 3MeHeHHsI ChITPATN BaXKHYIO poiib B 3Botou Urodela, B Tom uncie - B
CTaHOBJICHMM HEOTCHHUYECKHX CeMeHCTB XBocTaThix ampuouii (Dent, 1968) u B
nepexoqe K mpsmomy pa3Buthio (CmuproB, 2008) — 3BOIONUOHHBIX COOBITHSAX,
COIIPOBOX/IABIINXCS M3MEHEHHSIMU B KpaHUOTeHe3e W Je()UHUTUBHOM CTPOCHHUU
yeperna. DKCIePUMEHTAIBHBIME METOJIaMHU  TOKa3aHo, 4yTo B Kpanuorenese Urodela
TT' unpymupyrotr meramopdHble TpeoOpa3oBaHusl yepena U MOSIBJICHUE HEKOTOPBIX
okocrenenuit (CmupHoB, Bacunbera, 2002, 2005; Dundee, 1957; Rose, 1995). Kak
THIIOTE3a, BBIIBUHYTAa MOJEIb SHIAOKPUHHON peryssiuuu passutus udepena Urodela
(Rose, 1996, 2004), cormacHO KOTOPOH, IOCIIEI0BATEIbHOCTD TMOSBICHUS KOCTEH
3ajlaeTcd  B3aUMOJIEWCTBUEM  JBYX  (aKTOpoB — YpPOBHEM TIOpMOHa U
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YyBCTBUTEIBHOCTBIO KOCTH K Hemy. llpm dToM  mpenmonaraercs, dTO
YyBCTBUTEIHHOCTh KOCTH K TOPMOHY B IIEJIOM OJIMHAKOBa y Pa3HBIX caJlaMaHIp U HE
usMensiercs B 3pommonnn Urodela, Toraa kak u3MeHsieTcss TOpMOHAIBHBINA MPOGUITh, U
pa3nuuusi B HEM OTBETCTBEHHBI 3a pa3M4yMsl B Pa3BUTHH M CTPOCHHHM depena
XBOCTaThIX aM(pUOUi.

be3oroBopoyHOMY MPU3HAHUIO ITOH MOJENU TPEMATCTBYET PSI OOCTOATEIHCTB.
Bo-mepBbIX, MOJeNh OCHOBBIBAETCS HAa amnpUOPHOM MPEIIMONIOKEHUH, YTO BCE
KpaHHAJIbHbIE OKOCTEHEHHUS B CBOEM pa3BUTHH 3aBHCIT oT T, Torma xak, ¢ OJXHOMN
CTOPOHBI, HEW3BECTHa poib TI B perynsiuu paHHETO KpPaHHOTECHE3a, B TCUCHHE
KOTOPOTO TOsBIsieTcss Ooiblias 4acTh kocteil depena Urodela, a ¢ apyroit - ecthb
JaHHBIE, YKa3bIBAIOIIMNE HA TO, YTO HEKOTOpPHIE KpaHUAIbHBIE OKOCTEHEHHUS B CBOEM
pa3BuTuu Moryt He 3aBuceTb oT TI' (Smirnov, Vassilieva, 2002, 2005). Bo-BTopsIx,
MOJIeTTb OCHOBBIBACTCSI Ha alpHOPHOM TPEATOIOKCHHH, YTO OJWHAKOBBIC
OKOCTEHEHWMsI Y pa3HbIX CaJlaMaHJp B PaBHOW CTETICHH 3aBHCST B CBOEM Pa3BUTHU OT
TI' u crenens 3aBUCUMOCTH He MeHsercs B spomonuu Urodela, torma kak ecthb
JaHHBIE, YKa3bIBAIOIIUME HA TO, YTO OJHHU U T€ XK€ OKOCTEHEHHUS Yy pa3HBIX (hopm
XBOCTAThIX aM(pHOUil MOTYT pa3uyaThCs MO cTeneHu 3aBucumoct ot T (Smirnov,
2006). B-tpeThux, Mojenb abcomoTu3upyetr poib TIT u WrHOpHpyeT naHHBIE 00
y4aCTHM B PETYJSIUU KpaHUOTeHe3a JPYrMX MEXaHW3MOB, B YacCTHOCTH —
MEXTKaHEBBIX MHIYKIIMOHHBIX B3aUMOACHCTBUN. M, HaKOHel, MOIe]h HEJOCTATOYHO
MOJTBEPXKICHA JKCIEPUMEHTAIbHBIMU JIaHHBIMH, B YaCTHOCTH — JaHHBIMH,
MOKA3bIBAIOIIMMH  BIHMSIHHE HM3MEHEHUH aKTUBHOCTH THPEOWIHOM OCH Ha
ne(UHUTUBHYIO MOP(OJIOTHIO Yepera XBOCTaThIX aM(pUOui.

Taxum 0Opa3oM, HECMOTpPsI HA HECOMHEHHOE ydactue TI B peryssiiuu pa3BUTHS
yeperna XBoCTaThix amduouii, poiar TI' B MopdoreHese u sposroruu yeperna Urodela
710 HACTOSAIIETO BPEMEHU OCTaBajIach MaIOM3yuYeHHOM.

Ieab n 3a1a4n MCCIeTOBAHUS.

Llenb paboTHI - 3KCIIEPUMEHTAILHOE MCCIICI0BAaHUE POJIM TUPEOUIHBIX TOPMOHOB
B peryJisiliui KpaHuoreHesa B oHTO- U (uiorenese Urodela. Jlns gocTrokeHus 3TOM
1[eTTM OBUTH TIOCTABJICHBI CIICAYIOIIUE 321K

1. CpaBHHUTH TMOCIEIOBATEILHOCTh W BpEMs TMOSIBICHUS KOCTEW ueperna B
OHTOTCHE3€ MpEICTaBUTEIsl MPUMHUTUBHOrO ceMmeiictBa Hynobiidae, Salamandrella
keyserlingi mpu pa3BUTHU B YCIOBHSIX HOPMAaJbHOTO, MOBBIIICHHOTO U MOHMKEHHOTO
ypoBus TT'.

2. CpaBHHTH TMOCJICJOBATCILHOCTh M BpEMs TMOSBJICHUS KOCTEW uepena B
OHTOTEHE3€ MPEeJCTaBUTENS IBOIIOIMOHHO-TIPOABUHYTOrO ceMeiicTBa Salamandridae,
Pleurodeles waltl, mpu pa3BuTUM B YCIOBHSIX HOPMAJIbHOIO, TOBBINICHHOTO U
IIOHWKEHHOr0 ypoBHs TT.



3. Ha ocHOBe CHHTE3a MOJYYCHHBIX PE3YJIbTATOB M JHMTEPATYPHBIX JaHHBIX
NpOAHAIM3UPOBAaTh poiib TI B peryasiuu KpaHUOTeHe3a B HHAWBHAYAIHLHOM
passutuu Urodela.

4. ComoctaButh poiab TI' B perymsiiuu KpaHHOTe€He3a Yy MpeacTaBUTENCH
CEMEHCTB PasHOro HBOJIOIMOHHOTO YPOBHS M IMPOAHAIU3UPOBATH DBOJIOIHIO
peryasitoproit poiu TI B ¢punorenese Urodela

5. Ha ocHOBE OpHTHHATIBHBIX IKCIIEPUMEHTAIBHBIX JAHHBIX OLEHUTH BO3MOKHOE
BIIMSHUE U3MEHEHUI aKTUBHOCTH TUPEOUIHOM OCH Ha KpaHHOTeHE3 U Ie(UHUTHBHY IO
mopddooruro yeperna Urodela

HayuyHasi HOBHU3HA.

BriepBbie u3ydyeHa poOJib TUPEOUIHBIX TOPMOHOB B PETYJSIIIUUM PAaHHETrO
Mop@oreHe3a KOCTHOT'O Yeperna XBOCTaThIX aM(pUOUii.

BriepBbie 3KCEpUMEHTANBHBIM MyTEM JOKa3aHO, YTO Haubosee paHHUE STalbl
pa3ButHs KoctHOro uepena Urodela npaktudecku He 3aBUCSAT OT TUPCOUIHBIX (B TOM
YHCJIC MATEPUHCKUX) TOPMOHOB.

BriepBbie 3KCHEpUMEHTANbHBIM IyTEM I10Ka3aHO, 4YTO KOJUYECTBO KOCTEH B
Ne(UHUTUBHOM Yepere MOXKET U3MEHATHCS B 3aBUCUMOCTU OT ypoBHs TT.

BoisiBieHa JguHaMUKa HU3MEHEHUHW MEXaHU3MOB pEryisiuuu  MopdoreHesa
KpaHUAJIbHBIX OKOCTEHEHHMH B oOHTOrene3e ampuoOwmii. [lokazano, uyto B Xojae
WHIUBUIYAIbHOTO Pa3BUTHUSL YMEHBIIAETCS POJIb MEXKTKAHEBBIX B3aWMOJCHCTBUN B
PEryISIIMU KpaHUOTE€HE3a U BO3PACTAET POJIb SHAOKPUHHONW UHIYKIUU.

JlokazaHa mpakTU4ecKas MPUMEHUMOCTh aMHOJApOHa JJIs KCIEPUMEHTAIBHOTO
uccienoBanus ponu TI' B oHTOrenese ampuoOui.

TeopeTnueckoe U NpakTHYecKoOe 3HAYEHHE.

PesynpraThl  paboThl HMMEIOT 3HAaY€HUWE JUIsI T[OHMMAHUA  MEXaHU3MOB
dbopmooOpazoBanus ckeneTHbIXx cTpykTyp Urodela. [Tony4yeHHbie qaHHBIE MOTYT OBITh
MCIIOJIb30BaHbl MPHU MOJATOTOBKE JIEKIIMOHHBIX KYpPCOB M MOCOOMI MO CpaBHUTEIHHOMN
aHATOMHMM, OWOJIOTMM PpPAa3BUTHS M 300JOTMM I[O3BOHOYHBIX, a TaKXke MpHu
PEKOHCTPYKIHMH (PUIOT€HETHUYECKUX CBSI3eM BHYTPU OTpsia.

Anpobdanus padoThl.

Marepuanbsl uccieoOBaHUM OBLIM TMPEACTaBICHb Ha KOH(MEPEHIUSIX MOJOJIBIX
cotpyaaukoB u acnupantoB UIIDD PAH «AkTyalibHbIE MPOOJEMBI JKOJIOTHH M
HBOJIIOLIMN B UCCIICOBAHMIX MOJIOIBIX yueHbIx» (MockBa, 2008, 2010), na IV Coesne
I'epnetonoruueckoro O6mecta uM. A.M. Hukonsckoro (Kasaws, 2009), Ha
MexayHapoHOW Hay4dyHOM KOH(EpPEeHIMU CTYACHTOB, AaCIUPAHTOB M MOJIOJIBIX
yueHbix <«JlomoHocoB» (MockBa, 2011), VI MexnyHapoaHOH KOH(EpPEHIIHH
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Ykpaunckoro ['epmeromornueckoro OoOmectBa (KueB, 2011) m Ha 3acemaHusx
moponoruueckoro cemunapa U122 PAH (2010-2011).

Iy0aukanuu.

[To Teme paboThl ONYOJIMKOBAHO S cTAaTe, U3 HUX 2 B PELEH3UPYEMBIX KypHajax,
pexomenoBaHHbIX BAK u 2 cTaTby HaX0IUTCS B MEYaTH.

CrpykTypa u 00beM padoThI.

Huccepranus ob6uuM o0beMoM 236 CTpaHHI] COCTOUT W3 BBEACHUS, UYETHIPEX
T7IaB, BBIBOJOB, CIHCKAa IIUTHPOBAHHOMN JIMTEPATYphl, BKIoUatomero 154 pabotsr, us
KOTOpHIX 138 Ha MHOCTPAHHBIX S3BIKAX, U MPWIOKEHUA. VIITIOCTpaTUBHBIN MaTepua
BKJIIOYAET 58 pUCYHKOB U 24 TaOJIULIbI.

baaroxapuocrtu.

ABTOp BbIpaXkaeT r1yOOKyr0 OJarogapHOCTh CBOEMY HAayYHOMY PYKOBOJMTEIIO
C.B. CmupHOBY 32 BCECTOPOHHIOIO MOMOIIb IPU BHIMOJIHEHUH JaHHOW paboTsl, O.1.
Bopo6seBoit, H.H. Hopnanckomy, E.M. Haymosoii, A.b. CaBuneuxomy, M.B.
Xononoso#t, O.®. UYepnoBoi u M.M. IllaTyHOBCKOMY 3a BHHUMATEIbHOE
O3HaKOMJIEHHE C MOel paboTOM, 3a KOHCYJIbTAIlMH, LIEHHbIE COBETHI, 3aMEUYaHUs U
pekomennamuu. Mckpennss npusnarensHocTs [.B. llenotkuny u B.I'. Iletpocsany 3a
OKa3aHHYIO MOMOIIlb B CTaTUCTUYECKON 00paboTke pe3ynbratoB U A.b. BacunbeBoit —
3a IIPEOCTaBIICHHbIE MATEPHUATIBI.

Hacrosimee ucciaenoBanue mnoaaepkano rpantamu POOU (07-04-00141a u 10-
04-00787a) u Ilpesumenta P® mns nogmepxkku Bemymmx Hayunbix [lIxonm HIII-
2210.2008.4

Conep:xanue padoThbI

I'naBa 1. O030p 1uTEpaTYPHBIX JAHHBIX.

[puBoautcs uHPOpPMAIKs MO ASHUHHUTUBHOMY CTPOCHHIO KOCTHOTO Yepera
Urodela; paccmarpuBaroTcsi OCOOCHHOCTH CTPOCHHSI M pa3BUTHI yepena y
METaMOPPHU3UPYIOIIMX U HEOTCHUYECKUX MOCTOSTHHOKAOEPHBIX calaMaHIp, a TaKkKe
y ¢opM, Tmepemieammx K TPAMOMY Pa3BUTHIO, MPHUBOIATCS JaHHBIC 10
HOCIICIOBATEIIbHOCTH ~ TMOSIBIICHUSI  OKOCTCHEHHH  4epera;  paccMaTpHBAKOTCS
0coOeHHOCTH MOp(OreHe3a OTIACIbHBIX KOCTEH (B YaCTHOCTH, KOJMYECTBO LIEHTPOB
OKOCTEHEHHS, YYaCTBYIOIIUX B WX (OPMUPOBAHUH); MPHUBOAATCS TaHHBIC I10
MEXaHU3MaM PEryJISIUK pa3BUTHs deperna (B YaCTHOCTH, PacCMaTPUBAIOTCS
MopdoreHeTn4ecKasi, Ha OCHOBE ME)KTKAHCBBIX B3aWMOJICHCTBHUM, U JHIOKPHHHAS
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UHIYKIMH); OCBEIICHBI PE3YJIbTaThl YKCIICPUMEHTAIBHBIX Pa0OT MO W3YYCHHUIO POJIH
TUPEOUIHBIX TOPMOHOB B PEryJssiiui MopgoreHesa yeperna U OHTOTeHe3a B LEIOM Y
Urodela; mpuBoasTcs NaHHBIC MO CTPOCHHIO, META0OJIM3MY, MPHUHIMAIAM PadOTHI
TUPCOUHBIX TOPMOHOB M JUHAMHUKE HM3MCHEHUH WX YpOBHSA (rOpMOHAJIbHBIN
npoduib) B pa3HbIe EPUO/IBI OHTOTCHE3A.

I'naBa 2. MaTtepuaj u MeTOBbI.

B kadyecTBe OCHOBHBIX OOBEKTOB HCCIICIOBaHUS OBUIM BBIOPAHBI CHOMPCKUI
yrno3yo (Salamandrella keyserlingi) m wcmanckuii Tputon (Pleurodeles waltl) —
NPEICTaBUTEIN COOTBETCTBeHHO mpuMmuTHBHOrO (Hynobiidae) u »BomtormonHo-
npoasuHyToro (Salamandridae) cemericts Urodela. JlononautensHblii MaTepran ObLT
NOJYYeH TMPH TPOCMOTPE SKCIEPUMEHTAIBHBIX cepuit mo Triturus wvulgaris
(Salamandridae), yactuuno onucaHHbIX panee (Smirnov, Vassilieva, 2003). Paszsutue
yeperna U3ydaid Ha BO3PACTHBIX CEPUSIX JTMUYUHOK U TIOCTMETaMOP(GO3HBIX KHUBOTHBIX.

JIvanaku S keyserlingi ObUIM TOMYYEHBI M3 UKPBI, COOPAHHON B OKPECTHOCTSIX
ExatepunOypra (B 2000r.) u Tomcka (B 2001r.) 1 HHKyOUPOBAHHOH B J1aOOpPaTOPHBIX
ycnoBusx. Jlmumaku T. vulgaris m P. waltl Obutn monmyueHsl W3 KIQJA0K HMKPHI,
OTJIO’)KEHHOM B JabopaTopHbIX ycnoBusix — coorBeTcTBeHHO B 2001, 2003 u 2008 —
2010 rr. 3apojpliieli U JIMYMHOK COJEPXKAIM MPU KOMHATHOHM TeMIieparype mpu
CCTECTBCHHOM OCBeIICHHH. JKUBOTHBIX PEryJIIpHO (UKCHPOBAIN B HEUTPAIBLHOM
10% dopmanrHe W TOTAJIBHO OKpAIWBaIM CIUPTOBBIM PACTBOPOM ajM3apuHa
kpacaoro C. B psje ciydaeB UCIONIB30BaM JBOWHYIO OKPAacKy Ha KOCTh M XPSII,
OKpalllnBas )KUBOTHBIX ATM3aPUHOM KPACHBIM U aJIbIIAAHOM CUHUM.

OxparieHHble mpenaparsl npocBeisiin 2-4% pacteopom KOH u u3yuanu mnon
ounokyisspom Olympus SZx9 (Japan). Bcero Owuio wuccimemoBano 6Oomee 200
MOTOMKOB OT OJHOW mapbl npomsBomutencit P. waltl u 6onee 200 — ot mpyroi, a
taxke okoso 300 sx3emiutsapor S keyserlingi.

Cramuu pa3BUTHS JIMYMHOK OMPEACSUIM MO TaOJMIaM HOPMAJIBHOTO Pa3BUTHS
mis P. waltl (tabmuna I'anbena u roporne u3: Baceukwmii, 1975) u S keyserlingi
(CortiiHa u ap., 1987).

[lpu M3ydyeHHUH KpaHUOTCHE3a CPOKU U IMOCIIEOBATEIILHOCTD MOSBICHUS KOCTEH
OLICHUBAJIUCH TIO CTAIMSIM ¥ BPEMEHHU (IHH TIOCJIE OIUIOJAOTBOPCHUS — IO — M JHU
1OCJI€ BBUIYIUICHHS — JIIIB) WX MAacCOBOI'O BO3HMKHOBEHHUS Yy 0OcCO0eH KaxIoi
IKCTIICPUMECHTAITBHOM TPYIIIIBI.

s uccnenoanus poau TI' B pa3zButum ueperna mopdoreHes mocieaHero ObLa
U3y4YeH Yy JKUBOTHBIX, PAa3BHBABIIUXCSA B YCJIOBHUSIX HOPMAJIBHOTO, MOBBIIICHHOTO M
IMOHWKEHHOI0 ypoBHs TT.

Jlns vccnenoBanus pa3Butus yepena P. waltl B ycloBHSX MOBBIIICHHOTO YPOBHS
TI" KUBOTHBIX COACPIKATHM B IIEIOYHOM pacTBope TpuhoaTuponuHa (T3) cienyronmx



koureHtpamuii: 1 wr/mn; 2 wr/mi; 4 ur/mut; 10 vHr/min. C HCIONB30BAaHHEM JTHX
KOHIICHTpAIMil ObUTa MPOBEICHA CEePHsl IKCIIEPUMEHTOB, B X0OI€ KOTOPHIX U3MEHSUITHCH
BpeMsl Hadala ¢ OKOHYaHWsS BO3JICHCTBUS TOPMOHOM, MPOJOJKHUTEIEHOCTD
BO3JICUCTBUS M BO3pACT (CTajaus1) )KUBOTHBIX, HA KOTOPBIX Bo3zaeiicTBoBanu T .

[Tpu uzydernnn mMopdorenesa uepena B HOPMAIbHBIX YCIOBHUSX BBISICHUIOCH, UTO
MHOTHE KOCTH (hopMHpYyeTCst BCKOpE TOCTe BBIXOAA JTHUYUHKUA U3 UKPHI U Tak OBICTPO,
410 9K30reHHBI T MOXET He «yCneTh» OKa3aTh Ha HUX Kakoe-Tu0o BIusHUE. B TO
Ke BpeMs ObUI0 OOHApYXEHO, YTO COJEpKaHWEe JMYMHOK TIpU TOHMKCHHOM
TEMIEpaType pPe3Ko 3aMeJUIIeT OHTOTeHE3 B IIEJIOM M KPaHHOTE€HE3 B YaCTHOCTH.
CoOTBEeTCTBEHHO, B TAaKUX YCIOBUSAX TMpH Jo0aBieHWUH dk3oreHHoro 1T
MPOAOKUTETFHOCTh €r0 BO3ACHCTBHSI M MEPUO]T BO3MOXKHOM peakinyd KOCTH Ha 3TO
BO37IciicTBHE yBenuunBaroTcs. [1oaToMy OBLT HicCIieIOBaH KPaHUOTEHE3 y IMYMHOK P.
waltl, conepkaBixcst B 10 ur/mu u 50 ur/ma pactBopax TI' mpu temnepatype 13°C.

Jlns uccnenoBanus pa3Butus depena P. waltl B ycioBUSIX TOHMKEHHOTO YPOBHSI
TT' (medunur TI'), mopdorenes vepena ObLT U3yUeH y JUYMHOK, COACPIKABIIUXCS B
0,02% pacTBOpe THOMOYEBHUHBI - TOUTPOTreHa, TOJABISAIONIETO CEKPETOPHYIO
GYHKIMIO IIUTOBHIHON JKele3bl M, COOTBETCTBEHHO, CHIDKAIONIETO YPOBEHD
suaoreHHeix TI' B mnasme kpoBu. Y amduOuii Ha paHHUX CTagUSAX Pa3BUTHUS
IMIUTOBUIHAS Kelle3a HePyHKIMOHAIbHA U He mpoayiupyeT TI, ogHako Hamu4yue y
smOpuonoB Anura matepunckoro TI' (Fujikara, Suzuki, 1991) u TI'-perientopos
(Kawahara et al., 1991) ykasbiBaeT Ha Bo3MOxHOe yuactue TI' B perynsiuu paHHEro
oHtoreHe3a. YroObl uccienoBath ponb TIT B paHHEM KpaHHOTEHE3e XBOCTATHIX
am(puOuii, MCHONB30BAIM aMHUOJAPOH, KOTOPHIM cuMTaeTrcss aHTtaroHuctoM TI
(Norman, Lavin, 1989). V miiekonuTaronmx aMHoOAapOH MOIaBseT TpaHCHOpMaIIHIO
MaJOaKTUBHOTO TOpMOHa T4 B BBICOKOAKTHMBHBIM T3, KpoMe TOro, oH oOiagaeT
CIIOCOOHOCTBIO CBsI3bIBaTh penentopbl TI', He «momyckas» K HUM coOcTtBeHHO TI.
Taxum o6pa3oM, aMHOTapOH CHMKAET KaK ypOBEHB T3 Tak W 4yBCTBUTEIHHOCTH K TT.
Tak xak paHee aMHOIapOH B JKCIIEpUMEHTaX HajJ aM(pUOUSIMHU HE HCIOIB30BAJICSA,
HaMH ObUIa TMPOBEJEHA CepUsl OMBITOB, MOKa3zaBiux, uro y P. waltl stor mpenapat
3aMeIsieT MeTaMopgHbIe npeodpa3oBanusi, o0auratHo MHAynupyemsie T, T.e., OH
JICHCTBUTEIBHO CHI)KAEeT aKTUBHOCTh TUPEOUTHOU OCH. DKCIIEPUMEHTAIBHBIM MTyTEM
Obputa TogmoOpaHa pabodas KOHIICHTpAIMsl pacTBOpa aMHOJAapOHA, KOTOpas 3areM
UCTIONB30BANIaCh B OIBITE TIO BBIIBICHHIO poinu 1L B peryssiuu paHHETO
Kkpanuoreresa P. waltl.

PaszButne uepena S keyserlingi HaOiromanu y JUYMHOK, COJCPIKABIIMXCS B
HOPMAaJIBHBIX YCIIOBUSX, B pacTBope T3 konuentparuei 1ar/min u 10 ar/mia u B 0,02%
pacTBOpe THOMOYCBHUHBI. B 3THX ke pexuMmax cojepaiuch JTuduHku 1. vulgaris,
pa3BUTHE Yeperna KOTOPBIX MoapoOHO ommcaHo panee (Smirnov, Vassilieva, 2003) u
KOTOPBIX B JaHHOW paboTe WCHOIB30BANHM KaK JOTOTHHUTEIHHBIA CpPaBHUTEIBHBIN
MaTepua.



Cratuctuyeckas o00paboTKa pe3yJbTaTOB HSKCIEPUMEHTOB MPOBOAMIACH C
MOMOIIIbIO PErPECCHOHHOIO aHalin3a B mporpamme “ Statistica’, sepcus 7.0.

I'naBa 3. Pe3yJbTaThl HCCJIEIOBAHUS.

Pa3BuTne xocTHoro yepena Salamandrella keyserlingi

CKopoCcTh OHTOT€HE3a B ILIE€JIOM M CKOPOCTh KpaHUOTE€HE3a BapbUpPOBAIU B
3aBucuMocTu ot ypoBHs TI', Ha PoHe KoTOpOro pazBUBaIUCh TUUMHKU. Bo3aeiicTBue
BeicokuX 103 TI yckopsuio pasButue. Copepxkanue B pactBope 10 wr/mum TI
YCKOPSJIO pPa3BUTHE HACTOJIBKO, YTO >KMBOTHBIE HAYMHAIU MeTaMopdo3 erie Ha
CpeHe-TUUYMHOYHBIX CTaAUsIX U ymupaid, He qocturuyB 40 ctaguu. Bo3geiictue 1
ar/mMa TI' yckopsimo meramopdo3, HO Ha BBDKMBAEMOCTH KHBOTHBIX HE OTPA3UIIOCH.
CopeprxaHue JIMYMHOK B PACTBOPE THOMOYEBUHBI 3aMEIJISIJI0O OHTOT€HE3 U TI0JIaBIISLIIO
MeTraMop(o3: BHEIIHEE COMAaTUYeCKOe pa3BUTHE, OLEHEHHOE IO CTEeNeHU
b depeHInpOBKY KOHEYHOCTEH, nanblie 42 cTaauy HE 1IUI0, U JJaXe B BO3pacTe D —
12 mecs11eB )KUBOTHBIE COXPAHSIIN YEPThI TNIMHOYHON OpTaHU3aIIIH.

Kpanuorene3 u3MeHsuicsl IpU M3MEHEHMH TOPMOHAJIBHOTO YpPOBHS, Ha (oHe
KOTOPOTO MPOXOJIUIIO pa3BUTUE JIUUUHOK. [Ipy 3TOM OKOCTEHEHHUS pa3iInyaiuch Mo UX
peakiuu Ha wu3MeHeHue TI-ypoHs (Tabmn.l). OkxocTeHEHHs, BO3HUKAIOIIME Ha
HAyYaIbHBIX cTaausAx pa3Butus udepena (33-36 cTamuu), MOSBISIOTCS MPAKTUYCCKU B
OJIHO M TO K€ BpeMs, Ha CXOJHBIX CTAAUSIX JUYMHOYHOTO Pa3BUTHUS U B OJIMHAKOBOU
MOCJIEIOBATEILHOCTH HE3aBUCUMO OT TOro, Ha (oHe kakoro ypoBHsa TI' conmepxkarcs
muunHkd. Ha Oonee mo3aHux craausx, HauuHas ¢ 37-38, IposBISIOTCS pa3ivyuus BO
BPEMEHU TMOSBIEHUS OKOCTEHEHUW B 3aBUCHUMOCTH OT ypoBHA TI. V nuuumHOK,
COJICPKABIIUXCS B YCIOBHSIX MOBBIIIEHHOT0 ropMoHaiibHOro (oHa (1 u 10 ur/mu TT),
HaOJI0/1aeTCsl  YCKOPEHHOE (OTHOCHTEIBHO OOIIEr0 COMATHYECKOTO Pa3BHUTHA)
MOSIBIICHWE KpaHUANbHBIX oOkocTeHeHHH. Jlepumur TIT BeBBIBaeT 3aAepKKy
MOSIBJICHUS] KocTel. VI3MeHeHus BO BpEMEHHU MOSBIEHUS PAaHHUX KOCTEH cpejHe-
auupHoYHOrOo mepuona (nasale, exoccipitale, maxillare) He3HaunTeNbHBI U
YCUJIMBAIOTCA TMpU mepexojge K Oonee mo3guum  (prooticum, praefrontale).
Haubonbiryto peakiuio Ha usMeHeHue T ypoBHs mposBisitoT Septomaxillare wu
lacrymale — okocteHeHUWs, B HOpME TOSBIISIFOIIMECS B CAaMOM KOHIE ITO3/HE-
JUYUHOYHOTO MEepUoa, HEMOCPEACTBEHHO Mepe MeTaMop(o30M.

Tabnuya 1.
Tocneoosamenvrnocmo u epems (cmaduu u OHu — cm u ONG) NOSGLEHUS. KOCMEl Yepend y IUHUHOK
S keyserlingi 6 ycrnosusix nopmanbro2o, nosviuenno2o u noHux ceHno2o yposts TI'
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HopMaribHOe pa3BuTUe Yepera BapuaHTbl 3KCNepUMEHTOB
0,02%
2001 r 2000 r 1 Hr/mn TI 10 Hr/mn TT TUOMOYEBUHBI
KOCTW Yepena N=80 N=96 N=47 N=28 N=67
CT. anse CT. anse CT. anse CT. anse CT. anse
coronoideum 33 33 34 34 32
dentale 33 33 34 34 33
palatinum 34 34 34 34 32
praemaxillare 34 34 34 34 34
vomer 34 34 34 34 33
parasphenoideum 35 35 35 35 35
pterygoideum 35 35 35 35 35
squamosum 35 35 35 35 35
angulare 35 35 36 35 35
frontale 35 35 35 36 35
goniale 35 35-36 36 35 35
parietale 36 35 35-36 36 35
guadrato-jugale 38 37 37 37 38
nasale 39 27 39 23 37 21 37 18 40 30
exoccipitale 40 29 40 31 38 23 39 24 41 35
maxillare 40 29 40 33 38 23 38 16 41 35
postrostrale 40 27 40 30 38 23 38 20 41 36
prooticum 41 42 41 36 39 27 39 26 42 43
praefrontale 41 42 42 35 39 26 39 21 42 41
orbitosphenoideum 43 48 43 48 40 34 He nosaBndaeTcA 57
septomaxillare 44 48 44 48 39 26 39 21 54
lacrymale 44 48 44 48 39 27 39 24 54
quadratum 45 48 43 52 39 29 He nosiBnseTcs 46

Takum oOpazom, 4yeM MoO37HEE B PAa3BUTHHU JIMUUHKU TOSBISETCS OKOCTCHEHUE,
TEM CUJIbHEE CKa3bIBAIOTCS HA BPEMEHU €TI0 MOSBJICHUS U3MEHEHUS YpOBHSA T1 .

CxonHas TeHAeHIMS HaOMomaeTcss Ha YypoBHE MopdoreHe3a OTIEIbHBIX
OKOCTeHEeHMI. BpeMs mosiBjieHHs OCHOBHOWM mopuuu Praemaxillare, mosisnsrorerics
BCKOpE€ MOCJE BbIXOJA U3 UKPbI, HE MEHSAETCA MPU U3MEHEHUU ypoBHA TI', Torma kak
BpeMsl BOSHUKHOBEHUSI HEOHBIX OTPOCTKOB, PACTYIIUX IO HAMIPABJICHUIO K COITHUKY U
dbopmupyronmxcss Bo BpeMsi mMeramopdo3a, CHUIBHO BapbUPYET B 3aBUCUMOCTH OT
ypoBHs TT'. Takum oOpa3zom, B mpejenax OJHON M TOW ke KOCTU €€ pa3Hble YUaCTKH
MO-pPa3HOMY pPEarupyrT Ha H3MEHEHUs ypoBHA TI, mpuuem CTEneHb peakuuu
3aBUCUT OT BpeMEHU (OPMUPOBAHHUS COOTBETCTBYIOIIUX YYaCTKOB M BO3pPACTAET IO
Mepe nepexojia K 0osee Mo3IHUM.

bosee toro, maxe B mpenenax OQHOTO y4acTKa KOCTH pa3Hble OHTOI'€HETHUYECKHUE

COOBITHSA MOT'YT ACMOHCTPUPOBATH PA3HYIO PCAKIUIO Ha U3MCHCHUC YPOBHA TT. TaK,
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BOCXOJISIINN OTPOCTOK Praemaxillare mosieisieTcss B 0JTHO M TO K€ BpEeMsl HE3aBUCHUMO
ot ypoBHsl TI', Ha poHEe KOTOpPOTO pa3BUBAIOTCS JUUMHKUA. OJIHAKO, AIbHEHUIIINE €T0
W3MEHEHUS, B YACTHOCTU POCT, 3aBUCAT OT YPOBHS TOpMOHA. TeMmbl pocTa OTPOCTKA
YCKOPSIIOTCS 10 AeiicTBUEeM BhICOKUX 103 TI' u 3amenmstorcs nipu TI-nedurnure.

HauGonbime naMeHeHrs BpeMEHHBIX MapaMeTPOB B 3aBUCUMOCTH OT ypoBHs TI
XapaKTePHBI JJIs1 MeTaMOpGHBIX Ipeodpa3zoBanuii uepena (Tadi. 2).

Tabauya 2.
Bpewms (cmaouu u Onu — cm u 0ne) memamoppuuix npeoopazosanuil yepena S. keyserlingi
MeTamMopdHble HopmarnbHoe BapuaHTbl 3KCNEepPUMEHTOB
npeobpasoBaHus pasButune vyepena 1Hr/mn TT 10 Hr/mn TT TUOMOYEBMHA
0,02%
CT. ans CT. ans CT. ans CT. ans
Hayano pesopbuun vomer 38-39 37 36 39
Ha4ano pesopouun
p- P 38-39 37 36 39
palatinum
Ha4ano pesopouun
P ) P 38-39 37 36 39
coronoideum
npeobpasoBaHMsa vomer 42 42 38 19 36 15 54
pacliennexue palato- He
] 42-43 59 39-40 28 37-38 20
pterygoideum npoucxoguT
nonHas pesopouunsd He
p- P 45 63 44 26
palatinum npoucxoauT
nonHas pesopouuns He
P ) P 45 63 50 39 26
coronoideum npoucxoauT

HauanbHbie sTambl 3TUX mnpeoOpa3zoBaHuii (pe3opOius vomer, palatinum wu
coronoideum) yckopsiFoTCsl TIPU BO3JEHCTBUH BhICOKUX 703 TI', HO HE pearupyroTr Ha
TI-pedunur. Cnenyromue tansl (GopMHUPOBaHUE OTPOCTKOB Y VOMEN) YCKOPSIFOTCS
noxa neWictBueM BbicOkMX 103 TIT u 3amenmnsitorcs npu TI-nedunmre. Koneunbie
sTanbl (paciuervienne palato-pterygoideum Ha HEOHYIO W MTEPUTOMAHYIO MOPIUHU C
NOCJIeTYOIIEH MOJIHOM pe3opOuueit palatinum) CHIIbHO YCKOPSIFOTCS TTPH COJIEPIKAHUH
JUYHMHOK B YCIOBHAX MOBBIICHHOro ypoBHs TT" u He npoucxoast npu TI'-gedumure.

M3meHeHne BpeMEHHM Hauaia KaJbLIUHAIMK KOCTed mpu m3MeHeHun TI' ypoBHS
NPUBOJIUT K U3MCHECHHUIO TIOPs/IKA UX MOsiBiIeHUs (Tabi. 1). YckopeHHBIi pocT u Gosee
WHTCHCHUBHAS KaJIbIIMHALINS, BhI3BAHHBIC BO3/ICHCTBHEM BhICOKHMX 103 TI', MPUBOAT K
CIIMSTHUIO COCeTHUX KocTel. Tak, /Ui TMYUHOK, BHIPALICHHBIX B YCIOBHUSIX BBICOKOTO
ypoBust TI', xapaktepHo cpactanue Mmaxillare ¢ praemaxillare u vomer ¢ palato-
pterygoideum. 3amemicHHBIE POCT M KajbIMHALMSA, BbI3BaHHBIC TI-AehUIIUTOM,
HAMPOTUB, 3aMEISIOT TIPOLECC CIUSAHUSA KOCTEH, B HOPME YYaCTBYIOIIUX B
(OPMHUPOBAHUH CIIOKHBIX MO MPOUCXOKIACHUIO OKOCTCHEHUH. Tak, Mpy HOPMAJIbLHOM
pasButuu Nasale u postrostrale mosBsitorcss moutu ofaHoBpeMeHHO (CT. 39 — 40) u
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OuYCHb OBICTPO CpacTalTCs ¢ 00pa3oBaHKUEeM eauHoM Naso-postrostrale (39 - 40 ct.). V
JMYMHOK, BBIpAIIEHHBIX Ha (QoHe BBICOKOTO ypoBHS TI', cpacraHue MpPOUCXOIUT
panbiie (38 — 39 cr.). B ycnoBusix TI-meduiura yka3aHHbIE OKOCTCHEHHSI JOJIBIIE
COXpaHSIOT CaMOCTOSITENIBHOCTh W Jake Ha 42 CT. MHOTHE JHYMHKH HUMENH
pasjenbHbie Nasale u postrostrale.

Pa3BuTne xoctHoro yepena Pleurodeles waltl

Ckopoctb passutus P. waltl B menoM u ckopocth KpaHHOTeHe3a BapbUPOBAIH B
3aBUCUMOCTH OT 3KCIEPUMEHTAIBHBIX YCIOBUHM, B KOTOPHIX Pa3BUBAIKMCH >KUBOTHBIE.
Copnepxanue AMUMHOK B pactBope TI' pasHbIX KOHUEHTpaluil B pa3HOM CTENeHH
yckopsuto pasutue. B 4 m 10 Hr/mn T3 pa3BuTHE YCKOPSUIOCH HACTOJBKO, YTO
’KUBOTHBIE HAYMHAIN MeTaMop(}o3 ellle Ha paHHEe-IMYMHOYHON CTAaJuU U YMUPAJH, He
nocturHyB 41 craguu. Ilpu 1 u 2 Hr/mMi )KMBOTHBIE METaMOP(HU3UPOBAIU paHbIIIE,
4YeM MPU HOPMAJIbHBIX YCIOBUSX, HO HA BBDKMBAEMOCTH 3TO HE OTpa3miioch. CKOPOCTh
pa3BUTHS MPU COACPKAHUU B THOMOYEBHHE 3aMeJIsIach, HAPY)KHOE COMATUYECKOE
pa3BUTHE OCTAHABIMBAJIOCH Ha 954 cTaauu, MeTaMop(o3 HE 3aBeplualci U JaxKe Y
KUBOTHBIX B BoO3pacTe Oosiee JBYX JIET COXpaHSUIMCh HapyKHbIE >KaOpbl U
JNOP3JIbHBIM U XBOCTOBOU IJIABHUKU.

BHe 3aBUCHMOCTH OT SKCHEPUMEHTAJbHBIX YCIOBUN SMOPHOHBI U JIMYMHKHU Ha
CTaJMM BBUIYIUICHUS KpaHUAJIbHBIX OKOCTEHEHMH He uMeld. B  pa3nuuHbIxX
HKCIIEPUMEHTAIBHBIX YCIOBUSX KOCTH, BO3HMKAIOIIME Ha paHHE-TMYMHOYHBIX
CTaJMsIX, MOSBISUIMUCH MPAKTUYECKH B OJHO M TO € BpPEMS U Ha OAHUX U TEX Ke
cragusax (ct. 35-37) (ra6m. 3). OgHako mNpu TMOBBIMICHHON KoHIeHTpamuu TI
HaOmofanuch 0Oojiee MHTEHCUBHBIE pPOCT U KajbiuHamus Kocred. Kocty,
BO3HHKAIOIIKE B cpeaHe-TuunHOouHbIN nepuo (ct. 39-50), mo-pasHomMy pearupoBaiu
Ha udMeHeHnue TI-ypoBHsA. Bpemsi mosiBieHUs paHHUX OKOCTEHEHUH 3TOro mepuojia
(frontale u parietale) npakTuyeckun HE M3MEHSUIOCH NMPU U3MeHeHHHM YpoBHs TI.
[losiBnenne Oonee MO3IHMX OKOocTeHeHuit (exoccipitale u  quadrato-jugale)
3ama3fplBaJio MO CpaBHEHUI0O ¢ HopMoW mnpu TI-pedpunmre U  yckopsioch
(mponoprimonansHo 03¢ TI') mpu Bo3aeiicTBuu Bhicokux 103 TI'. Bece okocTeHeHus,
HOSIBIISIIOIIMECS HA MO3HUX cTanusax (ctT. 54-55), pearupoBaiu Ha U3MECHEHHUE YPOBHSI
TT u3mMeHeHHeM BpeMEHU CBOETO MOSIBICHHUS.

Tabauya 3.
Tocneoosamenvrocmo u epems (cmaouu u OHU — ¢M U ONO) NOSACHUSL KOCMEl Yyependa y
quuunox P. waltl ¢ ycrosusx nopmanvrhoco, nosvluenno2o u NOHUNCEHHO20 YPOSHS MUPEOUOHO20

cOPMOHA
nocneaoBaresnb | HopMaribHoe BapWaHTbl 3KCNEepUMeHTOB
HOCTb passutne
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MNOSIBINEHNS Yyepena
koctei yepena 108 aia. 1H/mn TT 2Hr/Mn T 4 H.IE/rMn 10 Hr/Mn TT TMOI\(zg-IzeOfMHbI
N=57 N=39 N=14 N=26 N=91
cr anB cr anB cr ane | cr | ome cr ans cr ans
coronoideum 36 36 36 36 36 36
palatinum 36 36 36 36 36 36
vomer 36 36 36 36 36 36
dentale 36 36 36 36 36 36
squamosum 37 37 37 37 37 37
praemaxillare 37 37 37 37 37 37
parasphenoideu
37 37 37 37 37 37
m
pterygoideum 37 37 37 37 37 37
angulare 37 37 37 37 37 37
frontale 38-39 39 38 38 38-39 39
parietale 41 22 41 22 39 20 | 40 23 40 20 41 21
exoccipitale 44 31 44 30 43 30 | 40 23 50 35
guadrato-
ugale 50-51 37 48 35 43 30 52 39
orbitosphe
“oideum 54 43 50 39 43 30 § g 53-54 51
prooticum 54 45 55 50 52 45 E % 53-54 51
maxillare 54-55 51 43 29 42 26 ; E 54 64
nasale 5455 51 50 39 43 30 é = 54
praefrontale 54-55 51 | 51-52 42 | 4647 32 54
guadratum 54-55 51 51-52 39 54 64
thyroideum 5455 51 | 51-52 39 53 45 54 51
CunpHee Bcero pearupoBajini Ha HU3MCHCHHC Tr-ypOBHH TPpHU ITOKPOBHBIX
OKOCTEHCHMsI TO3IHEe-THYMHOYHOro mnepuoaa: maxillare, nasale, praefrontale. Hx

MOSIBJICHUE PE3KO YCKOPsIOCch (mpormopiinoHanbHo ypoBHIO TI') mpu Bo3aeHcTBUU

sk3orennoro TI' u 3amemisiock B yeaoBusx TI-gedunmra (tadma. 3, 4). [Ipu sTom B

YCIIOBUAX TF-IIC(l)I/II_II/ITa Y MHOTHX JIMYMHOK OaXC B BO3PACTC OJHOTO Iola U CTapmic

YKa3aHHBIC KOCTH OTCYTCTBOBAJIM, CCJIM KC OHHU IPUCYTCTBOBAJIU — TO ObLIN B

PYAUMCHTAPHOM COCTOSIHHMU M YaCTO TOJIBKO Ha OIIHOﬁ CTOPOHC YcCpcCIIa. TaK, y

maxillare Pa3BUBAJICA TOJIBKO BOCXOIISIH_II/Iﬁ OTPOCTOK KOCTH, TOrAa KakK KaYHaHBHBIﬁ

OTPOCTOK M 3yOHas (OCHOBHAs) MOPIMSI KOCTH OTCYTCTBOBAIM (XOTS Ha MeECTe

NOCJICTHEH B COCAMHUTEIBHOUW TKaHU (OPMHPOBAIUCH 3yObl). Y IOAABISIONIETO

OOJIBIIIMHCTBA JIMYMHOK OTCYTCTBOBaja Nasale. Y ocTalbHBIX B 00JACTH HOCOBOM

KaIrcyJibl, B HOPME 3aHMMaeMoil nasale, MosBIAIOCh HECKONBbKO (0 dYeThIpex)

okocTeHenuil. KonuuecTBo 1 Tonorpadust 3THX OKOCTCHEeHU# BappupoBaiiu (puc. 3).
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Tabauya 4.
Bpemsi nosignenuss (0no, cmaouu) NOKPOSHBIX OKOCMEHEHUl NO30He-TUYUHOYHO20 Nepuood
pazeumusi u memamopghrvlx npeoopazosanuii y P. waltl

HopMarbHoe BapuaHTbl 3KCMepuMeHTa
npeobpasoBaHne passutune 1Hr/Mn TI 2 Hr/mn TI TomodeBuHa 0,02%
yepena ano CT. ano CT. ano CT. ano CT.
maxillare 51 29 26 64"
nasale 51 39 30 119
praefrontale 51 42 32 65
Hayano pesopbuun 29 42 29 41 20 39 30 44
coronoideum
Ha4yano pesopbuun 29 42 29 41 20 39 35 46
palatinum
pacuienneHue palato- 70 35 36 He npoucxoant
pterygoideum
nonHasa pesopbuus 71 66 45 He npoucxoant
coronoideum
nonHas pesopbums 72 66 45 He NPOUCXOAUT
palatinum

Haubonpmyro peaknuio Ha wu3MeHeHHEe YypoBHS T meMOHCTpUpOBAIH
MeTamop(dHbIe Tpeodpa3oBanus yepena (tadi. 4). OHU yCKOPSUTUCH MPH BO3ICHCTBUH
BeicOkuX 1103 TI' m 3amemnsnuck npu TI-medunure. bonee panHHHE NpPOIIECCHI
KpaHuoreHesa (Hadajao pe3opOimu Coronoideum, vomer u HeOHoi mopuuu palato-
pterygoideum) pearupoBaiu 3HauYMTEILHO ciabee Oosee mo3aHux (mpeoOpa3oBaHUe
COIIHHUKA, paciieruieHre palato-pterygoideum, monHas pesopOiust coronoideum u
palatinum). ¥V oco6eii, BbIpamieHHbIX B ycioBusix TI-gedunmra, gaxe B Bo3pacte
rojia M cTapiie, MOCIeHIE MPOLECChl OKa3hIBAIMCH He3aBepiieHHbIME. COoronoideum
u palatinum coxpansiinck. He mpoucxoamino paciierieHus: palato-pterygoideum ua
HEOHYI0O W TTCPUTOMAHYIO TMOPIHUA. XOTS O03yOJIeHHE Ha COIIHUKE CTajo
OTHOPSAIHBIM, VOMEr COXpaHWJI YepThl CKOpee JMYWHOYHOM KOCTH, YeM
noctMeTaMop(HOM — Tak, €ro KayaadbHbIH 0TPOCcTOK He chopmupoBaiics (puc. 1 B).

[lpu comepkaHWM ITUYMHOK B YCJIOBUSAX TOHIDKEHHOW TEMIEPATyphl pPE3KO
3aMeJISUIOCh SMOPHOHATBHOE U JIMYMHOYHOE Pa3BUTHE — TaK, JKUBOTHBIE JOCTHUTAIU
38 cranuu Ha 28 namo, Bmecto 18 nmo mpu HOpMaIbHOM pa3BUTHH. 3aMeMJISIIOCHh
MOSIBJICHHE KpaHUAIBHBIX OKOCTCHEHUU. B pesynbrare, y TUYUHOK, CONEPIKABIIUXCS
NpHU TIOHW)KCHHOW TeMIiepaTtype MoJ JeiCTBHEM BBICOKMX 103 TI, yBenmwmumBazach
MPOAOKUTETPHOCTh JKCIIO3UIIMM TOPMOHA M BPEMEHHOTO HWHTEpBalia, B TCUCHHE
KOTOPOTO OKOCTEHEHUsI MOTiiu «cpearupoBaTh» Ha TI'. Hecmotpst Ha Gonee mo3aHee
(M0 CpaBHEHUIO C HOPMOW) TOSBICHHE, BCE OKOCTCHCHHS paHHE-THYUHOYHOTO
nepuoja BO3HUKAIM TPAaKTHUYECKH HAa TeX JKe CTaausix ©W B TOH XKe
MOCJICIOBATEIBHOCTH, YTO U TP HOPMAJIbHOM Pa3BUTHH JHYMHOK (TabI1. 5).

1
IlosiBIIEHHE TONBKO BOCXOJIAIIETO OTPOCTKa
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Tabauya 5.

Tlocreoosamenvrocms u eépems (cmaouu) nosenenust kocmei yepena P. waltl npu pazeumuu ¢
VCII08UAX NOHUINCEHHOU memMnepamypsl U pa3iudHou Konyeumpayuu 11

" depena (S13°C)  [T0 WA T (=13°C) | 50 rhan T (TG
— HI/Mn = HI/Mn =
<ocTH vepena a (e T (=15°) T (=137)
cTagua cTagua cTagua
coronoideum 36 36 35
palatinum 36 36 35
vomer 36 36 35
dentale 36-37 36-37 35
squamosum 36-37 37 36
praemaxillare 37 37 37
parasphenoideum 37 37 37
pterygoideum 37-38 37 37
angulare 38 37 37
frontale 38 37 38

[Ipu pa3BUTHH JIMYMHOK B PACTBOPE aMUOJApOHA BpeMs IOSBICHUS U CTaJHH, HA
KOTOPBIX IOSBIISIOTCS OKOCTEHCHHS pPaHHE-THUYMHOYHOIO IIEPHOAa Ppa3BUTHs, HE
U3MEHSIOTCS [0 CPAaBHEHHIO C HOPMOM, HO 3aJ€p)KHUBAECTCSA IIOSBICHHE IBYX
OKOCTEHCHMH cpeaHe-TMunHouHOro nepuoaa (exoccipitale u quadrato-jugale) u Bcex
OKOCTEHEHH I, BOHUKAIOIIMX B IMO3AHE-THUYNHOYHEIHN epuos (Tabi. 6).

Tabauya 6.
Tlocreoosamenvrocms u epems (cmaduu u ono) nosigrenust kocmei yepena P. waltl npu pazeumuu
noo oeucmeuem amuoO0apora

HOpMastbHoe BapnaHTbl 3KCNepuMeHTa
KOCTY uepena passuTie amvoazbon 100 aMnoaapoH 1000HM/ M
N=13 N=75
CT. ano CT. ano CT.
coronoideum 36 36
palatinum 36 36
vomer 36 36
dentale 36 36
squamosum 37 36-37
praemaxillare 37 36-37
parasphenoideum 37 37
pterygoideum 37 37
angulare 37 37
frontale 38-39 38-39
parietale 41 41
exoccipitale 44 46
guadrato-jugale 50-51 52
orbitosphenoideum 54 45 54 69 KOHeL, cepun
prooticum 54 45 54 73
maxillare 54-55 51 54 69
nasale 54-55 51 54 73
praefrontale 54-55 51 54 73
Mert aMOp(i)HBIe Hpeo6pa3013aHI/151 y ZKNBOTHBIX, Pa3BUBABIINXCS 100

BO3JICHCTBUEM aMHUOJApOHA, MPOUCXOAAT MOo3ke, yeM B Hopme. [IpeoOpazoBanus
vomer (dbopMmupoBaHHE KayJaJbHOTO M JIATEPaJbHOTO OTPOCTKOB, 3aMEICHHE
MHOTOPSITHOTO JIMYMHOYHOTO 03yOJICHUSI OAHOPSIHBIM M T.J.) M MOJHAsE Pe30pOIus
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palatinum 3ama3apiBalOT MOYTH HA JBE HEJAETH, a pe3opOuus COronoideum — Ha Tpu
HEJICITH.

Takum oOpa3oM, HpH BCEX OJKCICPUMEHTAJBHBIX YCIOBHSIX HW3MCHCHHS B
aKTUBHOCTH TupeouaHor ocu (mox aeiicteuem TI', roirporeHa u amuojapoHa)
NPaKTUYECKH HE CKa3bIBAIMCh HA BPEMCHH MOSBJICHUS PAHHUX OKOCTCHCHHId, HO
BbI3BIBAIM HW3MEHEHHMS BO BPEMEHHU TIOSBICHHS Oojee Mo3aHUX. Peakuus Ha
U3MCHCHHS YCUITMBAJIACH IO Mepe MPHOIMIKEHHS K MeTaMopdo3y.

CxomHass TEHACHLHUS TMPOCICKUBACTCS B PA3BUTHH OTJACIBHBIX  KOCTEH.
Hanpumep, paHHHe CTaJuu pa3BUTUS COLIHMKA HE M3MCHSUIUCH NMPH H3MCHEHUSX
ypoBas TI', a ero mo3mnHue, meramop(HbIe MpPeoOpa3oBaHHs, TOPMO3ZHIUCH U
YCKOPSUTUCH TP TIOHM)KEHUU U moBbiieHnn ypoBHst TI'. Bpems nosienenus frontale
(38 - 39 cT.) HEM3MEHHO BO BCEX DKCIEPUMEHTAIBHBIX YCIOBUAX, OJHAKO MOSBICHUE
e mpeAraa3HUYHOIO OTPOCTKA YCKOpsioch moa aedctBuem TIN (Ha 6 craguit) u
3amemsisiioch B yeioBusax TI-nedurura.

[TockonbKy pa3Hble KOCTH TO-Pa3HOMY pearupyror Ha Bo3zzeiictue TI, mopsmok
MOSIBJICHHUS KOCTEH MEHSUICS B 3aBUCHMOCTH OT DKCIICPUMEHTAIBHBIX YCIOBUH (TalII.
3). bonee TOoro, W B Tpeaenax OJHOTO OKOCTCHEHHUS TOCJICI0BATEIBHOCTD
MOP(OTreHETUYECKUX MPOIECCOB MOTJIa M3MEHITBCSA B 3aBUCHUMOCTH OT ypoBHs TI.
Tak, B HOpMe nipu pa3BuTun Maxillare nepsoii mosiisieTcst ocHoBHas (Hecyias 3yOb)
HOpIMS KOCTH, OT HEe BBEPX Cpa3y K€ HAYMHAET PACTH BOCXOMSIIUI OTPOCTOK, a
TAHYIIMIACSA Ha3al KayJdalbHbIH OTPOCTOK (opMupyeTcss Topa3no mnoke. [lpu
BO3JICUCTBUM BBICOKHX /103 TT KaynaiabHbII OTPOCTOK HAUMHAI Pa3BUBATHCS CPa3y Ke
1OCJIC TOSIBJICHUSI OCHOBHOM mopumu KocTH. [Ipu conmepkaHuMM B THOMOYEBHUHE HH
03yOJICHHAsT TOPIUS KOCTH, HH KayJajdbHBIH OTPOCTOK HE (HOPMHPOBAIUCH, U
BO3HMKAJI TOJIBKO BOCXOSIINN OTPOCTOK Maxillare.

I'naBa 4. O6cyxnenne.

BrnepBbie ydyacTHe THPEOHIHBIX TOPMOHOB B Pa3BHTHH Yepema XBOCTATHIX
am(uOMii OBLIO BBISIBICHO MNPU WCCIICAOBAHUU PAa3BUTUS HEOTCHUYECKUX (HOpM
Urodela, y KOTOpbIX OTCYTCTBYET HEPEXOJl BO B3POCIOE COCTOSIHUE, HE MPOHCXOIST
meramopdHble mpeobpa3oBaHMs depena W HE  (DOPMHUPYIOTCS  HEKOTOPBIC
OKOCTEHEHUSI, TOSBIIAIONIMECS HA MO3IHEe-THYMHOUYHBIX cTamusx. Kemtepc (Kellers,
1946) nokaszai, 4yto y akcojotis (Ambystoma mexicanum) Bo3aeicTBrE YK30I€HHOTO
TI' uHAynupyeT mnepecTpoiiky VOMeEr u pe3opOuuio HeOHOW mnopuuu palato-
pterygoideum u coronoideum — coObITHSI, B HOpME HE XapaKTepHBIC JJIsl TOrO BUJA.
Cxoxxue pe3ynbrathl Obl1H monydeHsl Janau u Poy3om (Dundee, 1962; Rose, 1996)
npu BosjaerictBun TIT Ha HeOTeHMYECKHMX camamanap poaa Haideotriton (cem.
Plethodontidae). [losiBienne mMO3aHE-THYMHOYHBIX OKocTeHeHud (maxillare wu
septomaxillare) mnpu mnosbimienHoM  ypoBue T Obul0  3adUKCHpPOBaHO Y
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Heorennueckux Typhlomolge rathbuni (cmemass Texacckas camamangpa) W
Gyrinophilus  palleucus (tenneccuiickas  kmroueBas — camamanzapa) — (cem.
Plethodontidae), B Hopme ux He umeromux (Dundee, 1957).

[To3gHee OBLIO IMOKAa3aHO, YTO W y BHUIOB, UMEIOIIUX THIHYHOE JTHYHHOTHOE
pasBuTHe u 3aBepmaronux wmeramopdo3 (Eurycea bislineata - aBymuHeiiHas
caiamanjpa, ceM. Plethodontidae, u T. vulgaris, cem. Salamandridae), TI" yckopsier
MOSIBJICHHE IO3JHE-THYMHOYHBIX OKOCTEHEHHH M MeTaMOp(HBIEC MpeoOpa3oOBaHMS
yepena (Rose, 1995; Smirnov, Vassilieva, 2003). DkcriepruMeHTalIbHOE MOHUKCHHE
ypoeus TI' y T. vulgaris u A. mexicanum BBI3bIBAIO 3aMEIJICHUE PAa3BUTHS U JaXKe
yTpaTy No3JHe-TMUYMHOYHBIX OKocTeHeHui (Smirnov, Vassilieva, 2003, 2005).

[IpoBeneHHOE HaMH HCCleIOBaHKME MoKa3ajo, uro mia S keyserlingi u P. waltl
TaK)K€ XapaKTePHBI YCKOPCHHBIE IOSBICHHE OKOCTEHEHHH IO3IHE-TUYNHOYHBIX
craguii ¥ MeramopHOe MpeoOpa3oBaHHWe dYepena NpH MOBbIEHUH ypoBHS TI.
[Monmxenne ypoBHs TI' OpHBOAMIO K 3aMEVICHHIO IIOSBICHHMS OKOCTEHEHHIA,
HEIOPa3BHUTHIO M YTpaTe HEKOTOPHIX M3 HUX. Y S keyserlingi 3amemsieTcs mosiBIcHue
septomaxillare u lacrymale; y P. waltl — praefrontale, nasale u maxillare, npuuem y
maxillare yrpaunBaercs 03yOiieHHas MOPIUS KOCTH, a Nasale mosipisercss He y BceX
TPUTOHOB M B pa3HbIX KoiudectBax; y T. vulgaris me dopmupyrorcs hasade u
praefrontale, a Tarxke mnpenrmasHuuHBIA OTpocToK frontale m HeOHBI OTPOCTOK
praemaxillare, He oOpa3yercs KayaanbHbId OTpocTOK Maxillare.

CnenoBatelibHO, U3MeHEHHE ypoBHS TI' BiIMsAeT HAa MO3AHHMI KpaHHOICHE3 BCEX
UCCIICIOBAaHHBIX B 3TOM OTHOIIeHnH BuaoB Urodela

O Bausauu TI' Ha pa3BHTHE OKOCTEHCHMM, MOSBISIOIIMXCA Ha Oojiee paHHHX
CTaJusAX OHTOrEHEe3a, H3BECTHO Tropas3nio MeHbie. [lokazano, uro y T. wvulgaris
OKOCTEHEHHS CpeIHEe-THUYNHOYHOIO MEPHOoJa WIM HE HPOSBIAIOT peakuuud Ha TI-
nepurnur  (exoccipitale wu quadratum) wam  cmabo  pearMpylOT Ha  HEro
(orbitosphenoideum wu prooticum). Ilpu mnoBsiienuun ypoBus TI'  yckopsercs
nosieiienne orbitosphenoideum u quadratum, HO He H3MEHSAETCS BpPEMs IMOSBICHHS
exoccipitale u prooticum (Smirnov, Vassilieva, 2003). [TomoOHas e peakius Ha
usMeHeHre ypoBHs TI' Oblia BBIABICHA Yy KOCTEH CpeAHE-TMYHMHOYHOTO IIEPHOIA
pasButuss 'y A. mexicanum (Smirnov, Vassilieva, 2005). IlpoBenecHHOe Hamu
UCCIIeI0OBaHKE T0Ka3aio, uto y S keyserlingi mosiBjieHre BceX OKOCTCHEHHH CpeHe-
JMYUHOYHBIX CTaJUi HEMHOIO yCKOopsieTcs o aeiicteueM TI', a mosiBICHHE YEThHIPEX
okocteHeHuit (nasale, postrostrale, prooticum u praefrontale) samemsercs npu TI'-
nedurmre. Y P. waltl Bce okocTeHeHHS cpeiHe-TUYMHOYHOTO TIEPHO/Ia pearupyroT Ha
NOBBLIICHHE ¥ TOHWKeHHe ypoBHS TI' COOTBETCTBEHHO YCKOPCHHEM  HJIH
3aMeNICHHEM CPOKOB ITOSIBIICHHs. Y 000MX BH/IOB peakiius Ha u3MeHeHue ypoBHs TT
YCHIUBACTCS MPH Tepexojie K 00jIee MO3JHUM OKOCTCHEHHSIM.
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Takum o00pa3oM, y BceX HCCIEAOBAHHBIX BHUJOB, MPUHAUICKAIIUX TPEM
cemeiicteam Urodela, koctu cpenHe-IMYMHOYHOTO TEpPUOJA pPEarupyrT Ha
n3MeHeHue yposHs 1T

[TpoBeneHHBIC paHee MCCIIeIOBaHUS MMOKazaid, yto y T. vulgaris u A. mexicanum
npyu u3MeHeHuu ypoBHs TI' mox BoszaencTBueM 3k30reHHoro TIT mnm rourTporena
BpeMs IOSBJICHUS KOCTEH PAHHE-IMYMHOYHOIO IIEPUOJAA PA3BUTUA HE H3MEHSETCS
(Smirnov, Vassilieva, 2003, 2005). CxoxaHble pe3yibTaThl MOJIYYCHBI HAMU IPHU
UCCIIeIOBaHNK paHHero kpanuorenesa y S keyserlingi u P. waltl. Ognako metoauka
IIPOBEICHUS IKCIIEPUMEHTOB HE UCKIII0Yasa TOro, 4TO Ha PEe3yJbTaThl MOIJIM OKa3aTh
BJIMSIHUE HEJOCTATOYHAS TPOIOJIKUTEIBHOCTh KCIIO3UIIUKM TOPMOHA (M3-3a OBICTPOTO
NOSIBJICHHUSI PAHHUX OKOCTCHCHHI uepera) Wik BIussHue marepunckoro TI', ypoBeHb
KOTOPOT'O TOUTPOr€HOM HE ITOHUIKACTCS.

[IpoBeneHHBIE HAMKM 3KCIIEPUMEHTHI MOKasaiu, 4to y P. waltl vu yBenuuenue
NPOJIOJKUTEIBHOCTH BO3JCHCTBUs dK30reHHBIM TI' (Mp 3aMeIyIeHWH OHTOTreHE3a
MOHIKEHHUEM TEMITEpPaTyphl COJACPKAHHUs), HU CHIOKEHHE YyBCTBUTEIBbHOCTH K TIT
(6mokupoBanueM TI-penenTopoB aMHOIAPOHOM) HE CKa3bIBAIMCh HA BPEMEHHU
(ctamuu) © TOpSAAKE TOSBICHHS OKOCTCHCHHH paHHE-TMYMHOYHOTO TEepUoja
pa3Butusi. COOTBETCTBEHHO, MOYKHO 3aKJIIOYUTh, YTO y XBOCTAThIX aMPuOUil BpeMs u
[IOCJICIOBATEIILHOCTh IIOSIBIICHUSI PaHHUX OKOCTEHEHUN 4epena HE MEHSIOTCS NpU
U3MeHeHun ypoBHs 1T

H3meHeHne CpPOKOB MOSIBICHMS, TEMIIOB POCTAa M CKOPOCTH MOP(OIOTHYECKOM
b depeHInpOBKU KOCTEH B 3aBUCUMOCTHU OT ypoBHA TI' yka3bIBaeT Ha 3aBUCUMOCTh
pa3Butua okocteHeHudM oT TI'. OueBMOHO, 4YE€M CHIbHEE pEaklUMs KOCTH Ha
n3MeHeHnue ypoBHsa TI', tem cuibHee ee TI'-3aBUCMMOCTB. Y BCEX HCCIIEIOBAaHHBIX
BUJIOB KOCTH yepena paznuyaroTcs no creneHu TI-3aBucumoctu. Hambonee panHue
JTaIbl KpaHUOIEHEe3a MPAKTUYECKU He 3aBUCAT OT TI', 3aBUCHMMOCTH BO3pacraeT 110
Mepe npubImxKeHuss K Meramopdo3y, U MeTraMop(Hble MNpeodpa3zoBaHUs yepena
Oonbiieil yacTbto obnuratHo uHAyuupytotcs TI', a mocTtMeraMopHblE U3MEHEHHUS
yepena OKas3blBarOTCA B Henom TI-He3zaBucuMbiMu. TeHpeHuus K ycwieHuro TI-
3aBUCUMOCTH 110 Mepe Mepexoia K NO3IHUM CTaausAM Pa3BUTHS MPOCIIECKUBACTCS U HA
OTZEJBHBIX OKOCTEHEHMAX. HanpuMmep, y BceX UCCIIEIOBAHHBIX BUJOB PAHHUE CTaUU
pa3BUTHA COIIHMKA HE 3aBUCAT OT ypoBHA TI'. Crenyrommue 3Tanbl — €ro pocT H
pe30pOIUs — YCKOPSAIOTCS MpH BbhicokuX no3ax TT u 3amennsrorcs npu nedpunure TT,
a Meramop(Hbie mpeoOpa3oBanus - uHaynupyotes TI (puc. 1 A, b, B). Bpewms
nosienenus frontale y Bcex BumoB He M3MeHseTCs pu n3MeHeHun ypoBHs TT', Torna
KaK MpeArIa3HUnYHbIN OTPOCTOK 3T0# kKocth y P. waltl pazBuBaetcs ¢ 3ajepxkoii npu
TI'- nedunure, a 'y T. vulgaris He pa3BuBaeTcsi BOBCE.

A. IIpeobpazosanue nebnou oonacmu S. keyserlingi noo oeticmeuem cotimpoeena u npu
HOPMAJIbHBIX YCIOBUSIX.
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o P o

mx

vom mx
orb orb
parasph | parasph
pal-pter oro
v ) e
gtro exo
exo
tuomouesuHa 0,02% HOpPMaJIbHbIE YCIOBHS

b. Ilpeobpazosanue nebnoi obracmu P. waltl noo oeiicmsuem cotimpocena u npu HopmanbHbix
VCLOBUSIX.

pmx
mx
vom

parasph

pter
tuomouesuHa 0,02% HOpPMaJIbHbIE YCIOBUS

B. Ilpeobpaszosanue nebnoii obnacmu T . vulgarisnoo oeiicmeuem TI u cotimpoeena.

pmx
mXx _ pmx
vom p

orb - vom
parasph parasph
q

pter pal-pter
pro

exoc q

TUpeouHbINH ropMoH (1 Hr/mir) tuomouesuHa 0,02%

Pucynok 1. I[lpeobpazosanue nebnou oonacmu y S keyserlingi, P. waltl » T .vulgaris ¢ paziuunoix
YCH08UAX.

exoc — exoccipitale; mx — maxillare; orb — orbitosphenoideum; pal-pter — palato-pterygoideum;
parasph — parasphenoideum; pmx — praemaxillare; pro — prooticum; pter — pterygoideum; q —
quadratum; st — stapes; vom — vomer

CootBeTcTBeHHO, B oOHTOoreHede Urodela wu3MeHsieTcs poib  THPEOHMTHBIX
TOPMOHOB B PETyJSIMH pPa3BUTHS Uepena. OHa HE3HAYUTENIbHA B paHHEM
KpaHHMOTEHEe3e, BO3pacTacT IO Mepe NPUOIMKEHUS JUYMHOK K Metamopdosy,
MaKCUMallbHa BO Bpemsi Metamopdo3a W BHOBb HJCT Ha YOBUIb TIOCIE €ro
3aBepILICHHUSI.
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Ha ocHOBe cHHTE3a TOJYYCHHBIX pPE3yJbTAaTOB W JIMTEPATYPHBIX JTaHHBIX HaM
yJIaJ0Ch TPOCJICANTh B OHTOTE€HE3E¢ XBOCTATHIX aM(pUOWN JIWHAMUKY HW3MCHCHUI
MEXaHU3MOB, TNPUHUMAIOIIMX YydYacTHE B PETYIAIMM KpaHUoreHeza. Tak, y S
keyserlingi cambrii panHuii 3Tam B pasButuu praemaxillare — ¢dopmupoBanue
OCHOBaHHS KOCTH (MpeAIIeCTBEHHUKA 03YOJCHHON MOPIMH KOCTH) - MHIYLHPYETCS
xpsiioM pora Tpabekyn (JIeOenkuna, 1985). Crenmyrommii 3Tam - MOSBICHHE €€
BOCXOJISIIEIO OTPOCTKA - HHAYIUPYETCS 00OHATEIbHBIM MelikoM (JIeOenkuna, 1985).
O6a stana He 3aBucaT oT TI'. 3ateM creayer pa3pacTaHue KOCTH - IPOLIECC, CKOPOCTh
U WHTEHCUBHOCTH KOTOPOTro 3aBHUCAT OT ypoBHs TI'. 3apepmaromuii stam -
dbopmupoBaHUe HEOHBIX OTPOCTKOB - wuHAymupyercs TI. CxomHas KapTHHA
HaOmogaeTcs 'y P.waltl B mporiecce pa3sutust praemaxillare.

[TomoOHast ke TEHACHIIMS TPOCIICKUBACTCSI HA YPOBHE KpAaHUOTEHE3a B IIETIOM. Y
S keyserlingi nosiBnenue praemaxillare, Bo3HukaroIieii B paHHe-THUNHOYHBIA TEPUOT
passutus (Cr. 34), unaynupyercs xpsimom pora tpadekyn (Jledbenkuna, 1985), nmpu
stoM TI, Mo HamuM AaHHBIM, HE BIHMSACT HAa BpeMs IOSBICHUS 3TOHW KOCTH.
[TosiBienne OoJiee MO3IHEr0 OKOCTCHEHMs, Nasale, MHIyHHpyeTcs OOOHSITEIbHBIM
merikoMm (JIeOenkuna, 1985), Ho BbicOkMe n03bl TIT M ero npeduumr cierka
COOTBETCTBCHHO YCKOPSIOT M 3aMEUIAIOT IOSABJICHHWE JTOW KOCTH. llosBieHme
lacrymale, Bo3uuKaromeii B MO3aHE-TMYMHOYHBIA TIEPHOA Pa3BUTHS, WHAYIUPYETCS
CJIe3HO-HOCOBBIM npotokoM (Mexasenesa, 1975), Ho u3menenue ypoBHs TI cepbe3HO
CKa3bIBacTCSI Ha BPEMCHHU €¢ TosiBICHUSA. HakoHel, BpeMs IOSBICHUS W CTCIICHb
pasBuths Septomaxillare cunpho 3aBucat ot ypoBHs TI', Torga kak y4actue ClIe3HO-
HOCOBOT'O TIPOTOKa B PETYISAIMU e€¢ Mop(doreHe3a OrpaHUYMBACTCS BIUSHHUEM Ha
dbopmy koctu (Menseaena, 1975).

[TpuBecHHBIC TaHHBIC YKA3bIBAIOT HA TO, YTO B OHTOTCHE3E¢ XBOCTATHIX aM(DHOMiA
pons TI' xak ¢akTopa, NPHHUMAIONIETO YYacTHE B PETYISAIMH KpaHHOTCHE3a,
BO3pAcTaeT: €CJIM Ha PaHHUX JTalax KpaHHOreHe3a MpeBaaupyeT MophoreHeTHIecKast
WHIYKIIMOHHAS 3aBHCHMOCTh Ha OCHOBE MEXXTKAHEBBIX B3aMMOJICHCTBHM, KOTaa
MOSIBJICHHE KOCTH HWHAYIUPYETCS KaKOH-THOO CTPYKTypo# (XpsIioM, CIIe3HO-
HOCOBBIM TIPOTOKOM, OOOHSATEIBHONW M CIyXOBOM IUIAKOJAaMH M T. 1.), TO B XOJE
Mop(doreHesa K HEW MOAKIIOYACTCS M TIOCTENIEHHO €€ 3aMEHseT JHIOKPUHHAS
uHaykius — ¢ TI' B kauecTBe HHIAYKTOPA.

N3menenne ypoHs TI' y Bcex HCCIIeTOBaHHBIX BHUIOB BIIHMSICT Ha CKOPOCTH
pa3BHUTH KpaHUAIBHBIX DJJICMCHTOB M HAa BpPEeMsl MX IOSBICHUSA, YTO IMPUBOJHMT K
W3MCHCHHUIO TOpPSJKa TOSBICHHS KocTei. TakuM oOpa3oM, IOCIIEI0BaTEILHOCTD
MOSIBICHUS  KOCTEW CWJIBHO 3aBUCUT OT ypoBHsS TI. Bcrpeuarommuecs
WHIUBUIyaJIbHBIE OTKJIOHGHHS OT OOBIYHOW JJI1 BHJA IIOCJIEI0BATECILHOCTH
MOSIBJICHUS ~ KOCTEW, BO3MOXKHO, SBJISIIOTCSA  CIICCTBUEM  HWHIWBUAYaJbHOMN
W3MCHYMBOCTH B AaKTUBHOCTH INHMTOBHUIHON J>KEJIE3bl, YacTO OOHApYKHBAECMOH Yy
xBoctaThix ampuouii (Alberch et al., 1985; Rosenkilde, 1987).
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B xone skcnepuMeHTa ObUIO BBISIBICHO, YTO MOBbIMIeHHE YpoBHS TI' yckopsieT
pOCT KOCTEM U TMpolecc MX KaJblMHALMKM, YTO YacTO MPUBOJUT K CPACTAHUIO
onmusnexanux okocteHenuid. Tak, y P. waltl u S keyserlingi vomer cpacraercs ¢
palato-pterygoideum ¢ oOpa3oBaHHEM CJIOXKHOTO KOMIUIEKca \Vomero-palato-
pterygoideum (puc. 2). ¥ S keyserlingi maxillare gacto cpacraercs ¢ praemaxillare
MoJ JCHCTBHEM BBICOKMX J103 3K30M€HHOTO ropMoHa. CpacTtaHus KocTed ObUIu
3aMe4veHbl Takxke y T. vulgaris mon nmeiictBuem nossiienHoro yposas TIT (Smirnov,
Vassilieva, 2003). Takum o0pa3om, moBbilieHue ypoBHs TI' MOXET HPUBOIUTH K
YMEHBIICHUIO KOJIMYECTBA OTIEIbHBIX OKOCTEHEHMH B Je(UHUTUBHOM Uepere.
ITonnwxxkenue ypoBHs TI' mpuBOAMIIO K 3aMEIJICHUIO POCTA KOCTEM M 3aMEJIAIIo
CpacTaHME€ 3aKJaJoK, Yy4YacTByWOIIMX B (opmupoBanun KocTH. Kak crieactsue,
YBEJIMUMBAJIOCH ~ KOJMYECTBO  KpAaHUAJIBHBIX  DJIEMEHTOB B pe3yjibTaTe
CaMOCTOSITEIILHOW KaJIBLIMHAIIMK OTACIBHBIX 3aKJIaJ0K KocTu (Hampumep, hasale y P.
waltl - puc. 3). C apyroii croponsl, nepumur TI' moxkeT npuBoauTh K yTpate TI-
3aBUCUMBIX KpaHUAJIBbHBIX OKOCTeHeHHU. TakuM 00pa3oM, HCKYCCTBEHHOE U3MEHEHHE
TEMIIOB pa3BUTUS TIpU W3MEHEHUH YypoBHA TI mNpuUBOAMT K HM3MEHEHUIO
ne(UHUTUBHONU MOP(OJIOTUU Yepera.

— pmx

e e N

- pmx+mX

vom+pal-pt _vom

~—— parasph

Pucynok 2. Cpacmanue vomer ¢ palatinum (4.) u praemaxillare ¢ maxillare (5.) y S keyserlingi 6
VCILOBUSX NOBLIULEHHO20 YPOBHS mupeoudro2o 2opmona (1 nelwn).

parasph — parasphenoideum; pmx — praemaxillare; pter — pterygoideum; pmx+mx- cpacmanue
praemaxillare ¢ maxillare; q — quadratum; vom- vomer; vom+ pal-pt — cpacmanue vomer c
pal ato-pterygoi deum.
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Pucynok 3. @opmuposanue neckonvkux okocmenenuu Nasale y P. waltl ¢ ycrosusx TI-oegpuyuma.
A. —no 06a okocmeHenus ¢ Kaxcoou cmopousl uepena; b. —o00Ho okocmeHnenue ¢ 1e6ot CmopoHbl,
yemvipe OKOCMEeHeHUs-C NPagoll CMOPOHbL Yepend

cn — capsula nasalis, max — maxillare; n — nasale; oc — oculus; papm — proc. ascendens 0ss.
praemaxillaris; prf — praefrontale.

XBocraThle amMpuOMUM B CBOEM KpAaHHOTEHE3e II0-pa3HOMY pEarkupyrT Ha
u3menenus ypoBusa TI'. ¥V S keyserlingi Beicokue m0361 TI' yCKOpSIIOT MOSIBJICHHE
MHOTMX OKOCTeHEHHui, ocobeHHo cuiabHO — mo3guux (lacrymale u septomaxillare).
[Mpu nedpunure TI' nporcXoauT 3aMe/ICHHE TOSBICHUS MHOTHUX KOCTEH, OCOOCHHO
CHJIHO — KOCTEH, BO3HUKAIOIINUX B MO3IHC-THYMHOYHBIA MMEPUOJ, OJTHAKO BCE KOCTH
yeperna Bce JKe MOSBIAIOTCA. Y A. mexicanum — cXojiHas CHUTyalus, HO KOCTH,
HOSIBJISIIOIIMECS. B TO3HE-TMUMHOYHBIN mepuoj, npu aedurmre TIT okaspiBaroTcs
CWIBHO HemopasButbiMu (Nasale) w/umum moryt ObITh yTpadensl (Septomaxillare)
(Smirnov, Vassilieva, 2003). V P. waltl mpu TI-gedurure kocTtu mo3aHe-
anauHOYHOTO epuoza (maxillare, praefrontale u nasale) ocrarorcst pyuMeHTapHBIMU
u MoryT OwbiTh yTpauensl (Mmaxillare, nasale). V T. wvulgaris Bce koctu mo3nHe-
anuuHOYHOTO Tepuozaa (maxillare, praefrontale u nasale) He ToJIbKO pyIUMEHTAPHBI,
HO M CKIOHHBI K yTpare mnpu Hu3kom ypoHe TI. VYV Eurycea bislineata
(Plethodontidae) Bce koctu mosane-nmuurHO4YHOrO mepuoga (maxillare, praefrontale,
nasale u septomaxillare) umuaymmpyrorcs TIT (Rose, 1995). V HeoTeHHUECKHX
TUIETOJJOHTHU/I 3TH KOCTH OTCYTCTBYIOT, HO MOTYT MOSIBUThCs (B 4acTHOCTH, Maxillare
u septomaxillare y Typhlomolge rathbuni) mox netictBuem sk3orennoro TIT (Dundee,
1957; Rose, 1995, 1996). IlocneaHee 0oOCTOATENBCTBO yKa3blBaeT HAa TO, YTO HX
yTpara — CJIeJICTBHE ecTecTBeHHOro aeduruta TI' y 3THUX TIICTOIOHTHI.

CxomHas KapTHHa HAOIOMAaeTCs Ha MpUMepe MeTaMOpP(HBIX MPeoOpa3oBaHHIA
yepena. Peakius mocieHUX Ha u3MeHeHue ypoBus TI MunumaneHa y S keyserlingi,
ycuimMBaeTcs npu nepexoje k canamanapuaam (P. waltl u T. vulgaris) u oka3siBaeTcs
MaKCUMAaJIbHON y TUICTOJAOHTHA. Takum oOpa3om, B mpenenax otpsaa Urodela B
OBOJIFOIMOHHOM PSy OT MPUMHUTHBHBIX cajiaMaHip (TMHOOMHIBI) K BOJFOIMOHHO-
NPOJBUHYTHIM (CalaMaHIIPHU/IbI ¥ TUICTOJOHTH/IBI) 3aBUCUMOCTh KpaHuoreHesa ot TI
ycunuBaercs. Ta e TeHIeHIHMs HaOI0AaeTcs B mpeaeniax cemeiictea Salamandridae
NpHU Tiepexoie OT NpuMUTHBHOTO (cpenu canamanapua) Pleurodeles k sBonronnoHHO-
npoasuHytomy Triturus (Wake, Ozetti, 1969). Caenosatenbho, 3Bostoius Urodela
COIIPOBOXAAJAcCh ycuieHueM poiu T B perynsuuu KpaHuoreHesa.
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Ha ocHOBe cHHTE3a MOJYYEHHBIX PE3yJbTATOB M JIMTEPATYPHBIX JTAHHBIX HaM
yIAJIOCh TPOCIEAUTh B JBOJIOIUH XBOCTAThIX aM(puOWil AMHAMUKY HW3MCHCHHIA
MEXaHM3MOB, MPUHUMAIOIIMX y4acTHE B PETyJSIUM pa3BUTUs deperna. Tak, y S
keyserlingi mosBiaenne lacrymale wuHaynupyercs ClI€3HO-HOCOBBIM —IPOTOKOM
(Mengenera, 1975), o TT BAMSIOT HAa BpeMsi €€ TMOSBJICHUS U CKOPOCTh pa3BuTHs. Te
K€ MEXaHU3Mbl OO0CCIICUMBAIOT pErysiui0 MopdoreHesa 3Toi KoctH y Al
mexicanum, Ho BiusiHue TI' Ha Bpemsl €€ MOSBICHUS U CKOPOCTh Pa3BUTHSI BBIPAKEHO
ropa3no cuibHee (MeaseneBa, 1986; Smirnov, Vassilieva, 2005). ¥ S keyserlingi
nosiBjicHue Nasale MHIyIHUpYeTCsl XPSIIOM HOCOBOW Karcynbl (WM OOOHSATEIBHOM
mwiakooit) (Jlebeakuua, 1985), Toraa kak TI' crmocoOHBI OKa3bIBATh JIUIIL HEKOTOPOES
BJIMSIHUE HA BpEMs TIOSBJICHUS U TeMITbl pocta KocTu. Y A. mexicanum TI' oka3siBaroT
CepbE3HOC BIIMSHHE Ha BpeMs MOSBICHHS HOCOBOM koctu (Smirnov, Vassilieva,
2005), torma kak y P. waltl u T. vulgaris ans pa3BuUTHS KOCTH HEOOXOIHMMO
Bo3aericteue TI', u nepunur T npuBoaut k ee yrpare. Y S keyserlingi B perynsiuu
Mopdorenesa Septomaxillare mpuHMMarOT yuyacTHe  CIE3HO-HOCOBOH  TPOTOK
(Mensenesa, 1975) u TI'. V E. bidlineata (Plethodontidae) passutre septomaxillare
unaynupyercst TI', a ClIe3HO-HOCOBOW MPOTOK B PEryssiiiuud ee MopdoreHesa, Imo-
BUJIMIMOMY, HE y4acTBYyeT (KOCTh pa3BUBACTCs U B €ro oTcyTcTBUEe — ROSE, 1995).

Takum 00pa3oM, B DBOJIOIIMOHHOM DSy XBOCTAThIX aM(UOMiA MPHU MEPEX0Je OT
NPUMUTHBHBIX CaJlaMaHApP K TPOJBUHYTHIM HM3MCHSIOTCS MEXaHU3MbI PETYJISIUH
pa3ButHs uepena. KpaHuanbHbIC CTPYKTYpPBI, B Pa3BUTHUA KOTOPBIX Y MPUMHTHBHBIX
caJlaMaHIp TMPEBAIUPYET MOPQPOreHEeTHYEeCKass WHIYKIIMOHHAS 3aBUCHMOCTh Ha
OCHOBE MEXXTKAHEBBIX B3aMMOJICUCTBHI, MpH Mepexoie K (QHICTHUECKH Ooee
NPOJIBUHYTBIM MPUOOPETAIOT 3aBUCUMOCTh OT T, ycmnmBaromiyrocs B (QuiIoreHese
Urodela

B Ouonoruu pazsutus ampuouil Mopporenes yepena paccMaTpuBaeTcst IM00 Kak
KacKaJ| TI0CJIeIOBATEIbHBIX MOP(GOTeHETUYSCKUX WHAYKIIUI HA OCHOBE MEKTKAHEBBIX
B3aUMOJICHCTBHIA, JIMOO KaK MOCIICOBATEILHOCTh B3aUMOICHCTBHI MEXy TKaHSIMU-
muriensmu  (osteogenic sites) u TI' (Hanken, Hall, 1984). Hamie uccnemoBanue
MoKa3ajo, 4To 00a MeXaHW3Ma MPHHUMAIOT y4YacTHE B PETYJSIUH MopdoreHesa
Yyeperna, HO HMX «IOJIs Y4YacTHs» HM3MEHSETCS Kak B OHTO-, Tak W (uiorenese
XBOCTaThIX aM(pUOUi.

BrniBoabI

1. TI/IpeOI/IIIHBIe TFOPMOHBI IMIPUHUMAIOT Y4YACTHC B PCTYJIIOUU PA3BHUTHUA YCPCIIa
UrOdela, BJIVAA HAa BPECMA U ITOCJIICAOBATCIIbBHOCTD IMOABICHUS OKOCTCHCHI/Iﬁ, TCMIIbI UX
PoCTa U KaJIbIIUHALIUH.
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2. B oHTOreHese xBoctarbix aMpuOuil U3MEHsIETCS POJIb TUPEOUTHBIX TOPMOHOB B
perymsiiuu  pa3BuTHs depena. Haubonee paHHuE KpaHUANbHbIE OKOCTEHEHUS
MpakTUYecku He 3aBUCAT OT TI'; 3aBUCMMOCTBH BO3pacTaeT Mo Mepe MpUOIMKEHUs: K
Metamop(dosy, metaMopdHbIe peodpa3oBaHus yepena OoJbIIeil YacThi0 00JIUTaTHO
MHIYLUPYIOTCA THPEOUTHBIMUA TOPMOHAMM.

3. B mpouecce pasButus koctu €€ TI'-3aBUCHMMOCTD MEHSIETCSA: Ha pPAHHUX
cTaausx MmopdoreHeza KOCTh MOXKET ObIThb HHAUPGEpEeHTHA K TOPMOHY, HO
ctanoButcs TI-3aBucuMOit Ha 60Jee MO3AHUX CTaausIX. Pa3Hble ydacTKH OJTHON U TOU
K€ KOCTM MOTYT pasjinyaTtbCsi IO CTeneHu 3aBucumoctu or TI'; 3aBUCUMOCTB
OTJEeIbHBIX y4acTKoB OT TT' mpuoOpeTaeTcst Ha MO3HUX CTATUSAX PA3BUTHS.

4. VI3MeHeHus YpPOBHS TUPEOUTHOTO TOPMOHA CKa3bIBAIOTCS Ha Je(OUHUTUBHOU
MOpQOJIOTHH Yeperna: YMEHbBIIAETCS KOJIMYECTBO OKOCTEHEHUH B pe3ysbTaTe
CpacTaHMs HECKOJIBKMX CaMOCTOSITEIbHBIX KOCTEH IIPU BO3JACHCTBUU BBICOKUX 103 TT'
Y YBEJIIMYUBACTCS B PE3YJIbTATE CAMOCTOSATEIILHON KAJIBLUHALIUYA OTAEIBbHBIX 3aKIa0K
koctu nipu Aepunure TI'. Iepuuut TI' MoxeT NpUBOAUTH K HEAOPA3BUTHIO Yepena u
yTpaTe OTAEIBHBIX €r0 JJIEMEHTOB.

5. B onToreneze u ¢uinorenese xBoctaThix amduOuii Bo3pacraer poiabp T[T B
pEryJsiiMM Pa3BUTHS Yepena U YMEHBIIAETCS POJIb MEKTKAHEBBIX B3aWMOJCUCTBUN
KaK MEXaHU3Ma peryssiliuy KpaHUOI€He3a.
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