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PaccmoTpeHb! IuTepaTypHble TaHHbIE TI0 CPABHUTEIbHONW 3MOPHOJOTUU SHAEMUUECKUX U1 ABCTpaJIun
Jsryiiek ceMmerictBa Myobatrachidae. YcTaHOB/IEHBI IECTh OCHOBHBIX TUITOB Pa3BUTHSI, BAXKHBIMU KPUTE-
PUSMU KOTOPBIX SIBJISIIOTCS: pa3Mep siila, MECTOOJI0XEHNE Pa3BUTHS 3apOJIbIilia U roJIoBacTUKa (B BOJe
WU Ha 3eMJIe), XapaKTep MUTaHUS JUIMHKU (3K30TPOGHBIN WM SHAOTPOMHBIN), HATUYKE IPSIMOTO pa3-
BUTHSI, BBIHALIMBAHUS U T.JI. YIEJsIeTCs TakKXKe BHUMaHUEe XapaKTepUCTUKE TIpoliecca paHHEro Ipo0IeHUs
y 3apozbliiieii pa3Hbix BUI0B. OcoOeHHOCTH OHTOreHe3a y Myobatrachidae comocTaBisiioTcs ¢ TAaKOBBIMU
MpeAcTaBUTENIEN psia APYTrUX CEMENCTB OTpsiia Anura. YKa3aHbl MepCIeKTUBbI HEKOTOPBIX JaTbHENIITNX
9MOPHUOJIOTUYECKUX UCCIEA0BAHUI ATOTO CeMECTBa aBCTPATMUCKMX JISITYIIIEK.

Karoueswie crosa: npobiaeHue, JISITYIIIKY, 3BOJIIOLIMS pa3BuTus, Myobatrachidae, ABcTpanusi.

Otpsin 6ecxBocThIX ampuouii Anura coctout u3 5812
BUIIOB (TaHHBIE caiiTa http://amphibiaweb.org Ha 5 ceH-
Ts16ps1 2009 1) u xapakTepu3yeTcsl 3HaUMTEbHbIM pa3-
HOOOpa3reM perpoayKTUBHBIX CTpaTEeTWii U TUTIOB pa3-
Butus (Jdyanbeman, 1992; lecauiikuii, 2004; Duellman,
1985; Altig, Crother, 2006; Callery, 2006). TpamuiioHHO
OCHOBHBIMU MOIETBbHBIMU OOBEKTAMH SMOPHUOIOTHYE-
CKHUX MCCJIEAOBAHWM ObUIM JISTYIIIKUA U KaObl YMEpeH-
HBIX TIMpOoT CeBepHOTO TIOMYIIApUs M3 POIoB Rana n
Bufo. Tlogasmsiolee OOJBIMMHCTBO PabOT ITOCIETHUX
40 neT 1o 6MoA0rMM pa3BUTHS aM(UOMIA BHITIOJTHEHO Ha
FOXHOA(MPUKAHCKOM IITOPLIEBOM JISITYIIKe Xenopus lae-
Vis. DTOT BUI, KaK U OECXBOCTBIE aM(pnONN yMepeHHBIX
mpoT EBpornbl, Azun 1 CeBepHOt AMEpUKU, XapaKTe-
pusyercst oudaszHbIM XXU3HEHHBIM LIUKJIOM, BKJIIOYAlO-
UM JIMYMHOYHYIO CTaayi0 aKTMBHO TUIABAIOIIETO U
MUTaIErocs (3K30TpodHOro) rojloBacTvkKa, pa3BuBa-
OIIIerocsl U3 OTVIOXKEHHOTO B BoAy siia. BaxkHoli oco-
OEHHOCTBIO paHHETO SMOPHOTeHe3a BCeX YITOMSHYTBIX
JIATYIIEK SIBJSIETCSl HaJluyue OOIIMPHOTO Iepuoaa
OBICTPBIX CMHXPOHHBIX JEJeHUI APOOJICHUsI, COCTOSI-
mero npuMepHo n3 10—12 kneTouHbx nUKiIoB (Jer-
nad, 2001; Newport, Kirschner, 1982).

IMocnennue 20—25 €T cTajy NOSIBISITHCS PAOOTHI ITO
CPABHUTEJIbBHOM, SKCIIEPUMEHTAIIBHOM W MOJEKYJISIP-
HOI 5MOPHOJIOTMM HEOTPOITMYECKUX Anura ¢ KpyIHbI-
MU, OOraTbIMHU KEJITKOM SIALEKIIETKAMU U “HEOObIU-
HbIM” oHTOreHe3oM (Elinson, del Pino, 1985; Townsend,
Stewart, 1985; Callery et al., 2001; del Pino, Elinson,
2003). B yacTHOCTH, CyILIECTBEHHbBIE YCIIEXU TOCTUTHY-
TBI B SMOPHOJIOTMIeCKIX ncciaenoBanmsix Eleutherodac-
tylus coqui, 1J1s1 KOTOPOM XapaKTepHO MPSIMOE Pa3BUTHE

165

(13 sI111, OTKJIaAbIBAEMBIX Ha 3¢MJIIO, BbLTYILISIIOTCS] MU~
HUATIOpHBIE Jisiryiara), u Gastrotheca riobambae, y Ko-
TOPOI1 paHHUE CTAINU Pa3BUTHSI IIPOTEKAIOT B CYMKE Ha
crimHe Matepy. Havatbl Takke Mcclie[oBaHUsI paHHETO
3MOpUOTreHe3a y HEKOTOPbIX Apyrux Jisiryiiek KOxHoi u
HentpansHoit Amepuku (del Pino et al., 2004, 2007,
Romero-Carvajal et al., 2009).

B pabotax o sMOproornm 6ecxXBOCTBIX aMMUOMii
(decnuuxwmii, 2004; Callery et al., 2001; del Pino et al.,
2007) OOBIYHO COIOCTABIISIIOT Pa3BUTHE IIPEICTABUTE-
Jier pa3HbIX ceMeicTB oTpsina Anura. Haubonee tunuu-
HbI pumMep: E. coqui (cemeiictBo Eleutherodactylidae)
u X. laevis (cemeiictBo Pipidae), KoTopble quBeprupona-
Jm okoJjto 200 mutH. et Hazan (San Mauro et al., 2005).
TTosToMy TmipencTaBisiioch Obl BeChMa KeJIaTeJIbHBIM
BBIOpATH TSI JATBHEUIIIETO aHAIM3a TAKOE CEMEUCTBO
JIATYIIEK, B KOTOPOM MMEETCSl HECKOILKO TUIIOB (MOITY-
COB) paHHETO OHTOreHe3a.

becxBocThIX aMp1OMit ¢ HECOOBIYHBIMH TUITAMHU Pa3-
BUTHUSI MOXHO BCTPETUTh Takke U B Adpuke, FOxxHOIT 1
IOro-Bocrounoii Azun, ABctpamuu 1 Okeanun. OgHa-
KO 3TH >KMBOTHBIC YpPE3BBIYAHO PENKO IPHUBICKAIOT
BHMMAaHWE CPaBHUTEIBLHBIX U 9KCIIEPUMEHTAIBHBIX M-
OpuoJioroB. Hacrosiimii 0630p OCHOBaH IJIaBHbBIM 00-
pa3oM Ha paboTax 300JIOTOB-TEPIIETOIOTOB MO MU3yde-
HUIO Pa3BUTHS JIATYIIEK OTHOCHUTEJIBHO HEOOJIBIIIOTO
ceMeiictBa Myobatrachidae, cocrostero u3 21 poma u
128 BunoB (12-e mMecTo 110 YMCTy BUAOB cpenu 38 ce-
MelcTB oTpsiza Anura; cM.. http://amphibiaweb.org).
DT JSTYIIKA BCTPEYAIOTCS TOJIBKO B ABCTpaJIMM 1 Ha
npwieraoniyx ocrpopax Tacmanust 1 Hosas [Bunes.
HecMmoTpst Ha TO YTO OHM HUKOTJA He BEMyT apOopeaib-
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HBII1 00pa3 >KU3HU, MX PENTPONYKTUBHbBIC CTPATEIMH pa3-
HOOOpa3Hee, YeM Yy MHOTMX JIPYTUX CeMECTB OeCcXBO-
cteix amuouii (Littlejohn et al., 1993). [1peacraBurenu
cemeiictBa Myobatrachidae X1ByT B 3KBaTOpUAJIbHOM,
TPOMUYECKOM, CYOTPONMYECKOM U YMEPEHHOM KJIMMa-
Te, KaK BO BJIAXHBIX Jiecax, TaK U B IyCTbIHSIX; B ABCTpa-
JIMM OHU TI0 YKCITy BUAOB COCTABIISIOT 6ojiee 50% MecT-
HOW (hayHBbI JISITYIIIEK.

VYMecTHO OTMETUTh, YTO MHOIAAa ceMelcTBO Myo-
batrachidae mompa3mensroT Ha aBa cemelictBa — Myo-
batrachidae n Limnodynastidae (Frost et al., 2006). On-
HAaKO 3Ta TOYKa 3peHUs He ToIy4diryia BCeoOIero mpu-
3HaHUS1 (CM. YKa3aHHBIA BBIIIE CAWT), BO3MOXKHO,
BCJICAICTBHE TOTO, UTO COBPEMEHHAS CUCTEMATHUKA OTPSI-
ITa Anura oyeHb HecTaOWIbHA. PaccMoTpeHue aUcKyc-
CHUU TI0 3TOMY BOMPOCY HE BXOAUT B 3a/1a4y HACTOSIIIEH
CTaTbMU.

CPABHUTEJIbHASA SMBPHUOJIOI' A
CEMENCTBA Myobatrachidae

B kauecTBe OTIpaBHOI TOUKM YMECTHO PACCMOTPETh
HanboJiee M3yYeHHBIN B SMOPHOJIOTMYECKOM OTHOIIIE-
HuU Bua. B nuTteparype uMeroTcst 10CTaTOYHO MOAPO0-
Hble JaHHbIe (de Bavay, 1993) o BHelHeit Mopdoiorun
3apofpliieii MoxoBou Jisaryiiku Philoria (Kyarranus),
sphagnicolus, >xuByIieii BO BIa>KHBIX TOPHBIX CYOTPOITH-
yeckux Jiecax mrrata Hosoiii FOxHbIN Yanse. B kianke
30—90 HEMMIMEHTUPOBAHHBIX M OOTATHIX XKEJITKOM SIUL]
auamMeTpoM okosio 3.3 mMm. Pa3BuTtre mpotekaer B MeH-
HOM THe3/le, HaXoJsllIeMcsl B HeOOJbIIIOW HOpe Wv
BHaIuvHe BO BiiaxkHOM Mxy. HabimoneHus ObL11 caefiaHbl
Haj MaTepHuaJioM, COOpaHHbBIM B IPUPOJIC U TIePEeHECEH-
HBIM B JJabopaTopuio (CTUMYJIMPOBATh Pa3MHOXEHUE B
JTabOpaTOPHBIX YCIOBMSIX He ymajoch). JlpoOieHue
SIALIEKJIETKY TIOJTHOE, HO CHHXPOHHOCTb ACJIEHU yTpa-
YUBAETCs YKe Mocie 8-KaeTouHou ctanuu. TpeThe aesie-
Hue (Kak 1 JiBa MpeabIayIX) SBIsSeTCS MEpUIOHATb-
HbIM. CKOpPOCTb pa3BUTHS JOCTATOYHO MEJIJIEHHAs: TIpr
18°C racTpyJisilidsi HaYMHAeTCsl He paHee, YeM udepes
60 9 TIocyIe OTUTOMOTBOPEHMS 1 ITMTCS He MeHee 36 d.
brnaronapsi npo3payHOCTM aHUMAIBHOIO TMOJIyIIapUs
3apoblliieii ObLTA BO3MOXKHbBI HAOIIOIEHUSI HEKOTOPBIX
ocobeHHocTel ractpyisaimu. OmIHaKO yTBEpKIeHUE O
MPaKTUYECKU TTOJIHOM CXOJCTBE ITOTO MPOIIECCa C TAKO-
BbIM Yy Rana v Bufo tipencraBisieTcsi He OYeHb yOoeIu-
TeJIbHbIM, OCOOEHHO B CBETE€ COBPEMEHHBIX TaHHBIX O
3HAYMTEJIbHOM BapuabebHOCTHY TacTpyJIIliiM B TIpe/ie-
Jnax otpsiga 6ecxBocThix ampuouii (Keller, Shook, 2004;
del Pino et al., 2007).

IMocne BbUTyrIEeHUsT rojioBacTUKU P. sphagnicolus
ocrtatotcs B rHesne (Bavay de, 1993). OHu manionoaBrx-
HBI U TIMTAIOTCS SHAOTPOMHO, 3a CYET OOJIBIIOro 3araca
JKeJITKa; UX POTOBbIE CTPYKTYpbl Heaopa3BUThHL. MeTta-
MOpGh03 TTPONCXONUT B THE3MIE M 3aBEPIIaeTCs IPUMep-
HO 4epe3 55 aHel nocyie Hayaia aMopuoreHe3a. OTMe-
TUM, 4YTO BHIOTPO(MHBIE MaJTOMOABWXKHBIE TOJIOBACTH-
K1, pa3BHBAIOIIMECS W3 OTIOXKEHHBIX Ha 3eMITIO
KPYITHBIX, OOTaThIX JKEJITKOM SIUILI, ObUTU HEJAaBHO OITU-

CaHbI TAKKe U 'y appUKAHCKOU JiAryiku Phrynobatra-
chus tokba (= P. alticola) n3 cemeiicta Ranidae (Rodel,
Ernst, 2002). OgHako B 3TOM cClIydae HeT HUKAKOM MH-
dopmann 006 0COOEHHOCTSIX PaHHIX 3TAIIOB SMOPHO-
HAaJIbHOTO pa3BUTHSI.

ABcTpaymiickas isiryiika Heleioporus eyrei OTKIIaabI-
BaeT 80—500 stui nameTpoM 2.6—2.9 MM B HOPY, BBIPBI-
TYIO BO BJI&XKHOM ITIeCKe, IJIe 1 IIPOXOIUT SMOPUOTEHE3.
DK30TpO(dHBIE TOJTOBACTUKM TTOKMAAIOT TIEHHOE THE3IO
TOJIBKO TOCJIE 3arI0JTHEHUST HOPbI J0XKAEeBOi Bomoii. Ha-
OJItofIeHUs1, TPOBEACHHbIE Haj OIJIONOTBOPEHHBIMU B
JTabopaTopun SIMIIEKIIETKaMH, TIoKa3ainu, uto Impu 21°C
JUTUTEJTBHOCTD KJISTOYHOTO LIMKJIA B TIEPUOJIE CUHXPOH-
HOTO IpobieHust cocTasisieT 1.6 4. [Tocie 8-kireTouHoM
cTaguu, cocTosieit (B ommune ot P. sphagnicolus) n3
KBapTEeTOB aHMMAJIbHBIX M BEreTaTUBHbBIX OJIACTOMEPOB,
CUHXPOHHOCTH JeneHuii tepsiercst (Packer, 1966). Ioxa-
YepKUBACTCSI 3HAYUTEJIBHOE CXOJICTBO MOP(OIOTUM 3a-
ponpiieit Heleioporus ¢ 3aponpliiiaMu XKaObI-TTIOBUTYXU
Alytes obstetricans n3 cemerictsa Alytidae (Alytes — enyuH-
CTBeHHBbI B EBporne pon Anura, y KOTOPOro paHHUIA M-
OpuroreHe3 IIPOXOAUT BHE BOIbI, HO BIOCJICACTBUN MME-
€TCS TOCTATOYHO MPOAOKUTETbHAS CTAIUST 3K30TPOh-
HO MUTAIONIETOCsT rojloBacTvka). Ilo-BummmoMy, mmpu-
MEPHO TaKOM XKe XapaKTep paHHETo APOOJISHMS U ITOCIe-
JIyIoIero sMopuoreHesa, Kak u H. eyrei, UMeeT aBcTpa-
Jviickast nsryiika Pseudophryne australis (Jacobson,
1963a, b), B3keJleoOpa3HOIM KiIaaKe y KOTOPOIi BCETO OKO-
J10 20 GoraThIX XKeJITKOM SIUL fMaMeTpoM 110 3.5 Mm. MH-
TEPECHO, UTO U3BECTHBIM 3MOpHosior YonauHrroH (Wad-
dington, 1952) ormeTus1 cBoeoOpa3ue MpoTeKaHUs Ta-
cTpysiLu 'y Pseudophryne (1o cpaBHEHUIO ¢ Xenopuis),
HO, K COXaJICHUI0, He OMMyOIMKOBaJI MOAPOOHOCTU CBOE-
IO VICCJICIOBAHMSL.

Cpenu Myobatrachidae ecTb HECKOJBbKO BUIIOB C
MPSMBIM  pa3BUTHEM. Y OJIM3KOPOICTBEHHBIX BUIOB
Arenophryne rotunda v Myobatrachus gouldii B Knanke 4—
38 GoraThIX KeJITKOM SIMLIEKJIETOK TMaMETPOM 4—5 MM,
KOTOpBIE pa3BUBAIOTCS B ITECYAHOM IMOYBE Ha TITyOMHE
1o 1 M; JigryiaTa BbUTYTUISIIOTCSI TPUMEPHO Yepe3 2 Me-
csua (Roberts, 1981, 1984; Anstis et al., 2007). Mopdo-
JIOTMIECKIEe TaHHBIE O paHHEM APOOJIeHUT MIHUMAITh-
HBI, HO TIOKa3bIBAIOT CXOJICTBO C TaKOBBIM y Heleioporus
eyrei. Ilo3nHuii SMOpHOreHe3 o0oMx BUIOB OMUCaH 00-
Jiee TIOAPOOHO; MOXKHO YCMOTPETh HEMAJIO OOIIMX OCO-
OCHHOCTEH C TIPSIMBIM Pa3BUTHUEM HEOTPOITMUCCKOMN
Eleutherodactylus coqui (Townsend, Stewart, 1985; Call-
ery et al., 2001), omHako Myobatrachus n Arenophryne
pa3BUBAIOTCS Topa3no MemieHHee. [IpsiMoe pasBuTHe
TaKKe XapakKTepHO IS POACTBEHHOW JBYM ITpEIbIIy-
M Bunam Metacrinia nichollsi (Anstis, 2008), xots 3Ta
JIATYIIIKA He 3aphIBaeT CBOM SIH1IA B TIECOK, & OTKJIaIbIBA-
€T UX B YKPBITUSIX Ha TTIOBEPXHOCTH TTOUBBI. Becbma Be-
POSITHO HaJIM4YWe TIPSIMOTO Pa3BUTHSI M1 Y OIMMCAHHOTO
HEmaBHO HOBOro Buma Arenophryne xiphorhyncha
(Doughty, Edwards, 2008), Ho [1iJ1s1 foKa3aTeJIbCTBa 3TOTO
HeoOXOOUMBI JaJIbHeHIMe Ha0moneHus. TakuM obpa-
30M, ecJi, cienys kiaccudukanuuu Kannepu u coaBTo-
pos (Callery et al., 2001), moHUMaTh MO, MPSIMBIM pa3-
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BUTHEM Y aM(PUONIA TOJIBKO T€ CIy4yar, KOTrJIa HeT MOp-
(dOJIOTMYECKM YEeTKON JWYMHOYHON a3bl, TO B
cemelictBe Myobatrachidae, 1mo-BUIUMOMY, MMeEETCS
4 Buza ¢ IpsIMbIM pa3BUTHEM (BCE OHU XKUBYT B IOr0-3a-
MaJHON ABCTpaJIuN).

IrpoKyto M3BECTHOCTh IMOJMYYWIM aBCTPaIUCKIe
TopHbIe JIATYIIKU Rheobatrachus silus n R. vitellinus, y
KOTOpPBIX CaMKa 3arjIaThIBacT A0 25 OIIOAOTBOPEHHBIX
SIMLL 1MaMeTpoM 4.7 MM ; pa3BUTHE 3apOABIIIEHA U 9H-
JIOTPO(HBIX TOJIOBACTUKOB MPOUCXOIUT B MAaTEPUH-
CKOM XXeJTyJIKe; JISITYIIKa B 3TO BpeMsI He MUTAeTCs.
BoinammBanue miurcs 6—7 Hexgens (Corben et al.,
1974; Tyler et al., 1983; McDonald, Tyler, 1984; Leong
et al., 1986). K GomibIIoMy COXXaJIeHWIO, TIOCTICTHIE
20 JleT HUKTO He BCTpeyas npeacraBuTeneii pona Rheo-
batrachus B mpupone, a ToOOUTHCS X pa3MHOXKEHMS B JIa-
GOpPATOPHBIX YCIIOBUSX HE yaanoch. MeHee M3BeCTeH
IPYTOU MIPEeACTaBUTEIb aBCTPAMIICKON (payHBI — CyM-
yaTas Jaryuka Assa darlingtoni. ZKeneobpa3Hasi Kjiaaka,
cocrostiast n3 10—18 oromoTBOpeHHBIX SIULI AUAMET-
poM 2.5 MM, pa3BUBaeTCs B TeUEHME MepBLIX 11 qHei Ha
3eMJie TI0J, OXpaHOW Marepu. 3aTeM BbLITYIIUBIIIMECS
Ge3riasble SHAOTPOMHBIE IUYMHKI, UMEIOIIE 3HAYM-
TeJIbHBII 3aI1ac XKeJITKa, 3arojI3aloT B MMaXOBbIe KapMa-
HBI OTLIOBCKOIT ocoou. [TpuMepHo uepes 2 Mecsilia OTTy-
Jla BBIXONISIT MMHMATIOpHBIE JisrymaTta (Ehmann, Swan,
1985). B nmureparype HET HUKAKMX JaHHBIX 00 0COOEH-
HOCTSIX paHHero aMopuoreHesa y Rheobatrachus n Assa.

Mb1 paccMOTpenu HECKOJbKO BMIOB Myobatra-
chidae ¢ HEOOBIYHBIMY TUIIAMM PA3BUTHSI, OMHAKO €CTh
JIM B 3TOM CEMEMCTBE BHUIBI CO “CTaHIapPTHBIM~ paHHUM
oHTOoreHe3oM? OTBET Ha 3TOT BOIPOC MOJIOKUTETbHBIMN.
Limnodynastes tasmaniensis OTKabIBacT MEHHbIE THE3-
J1a, TIaBaOIIME 10 ITOBEPXHOCTH BOIOEMA M COIepXKa-
e 1o 1350 stiir amaMeTpoM Beero Juiinb 1.3 MM (cxom-
HO C pa3MepoM situa X. laevis), pa3BUTHE TLIaBaIOILIETO
9K30TPO(MHOIO I'OJIOBACTUKA JIJIUTCS HECKOJIBKO MeCsI-
1eB. CKopocTh paHHEro aMopuoreHesa L. fasmaniensis
TakKKe COTOoCTaBUMa C TaKOBOW y Xenopus — WHTEpBal
MEXITy IBYMSI ITOCJIeIOBaTeIbHBIMY PAaHHUMU JSICHUS-
mu 11pu 25°C 3anmmaet 0.5 9, racTpy/IsIiyst HaYMHAeTCST
npuMepHo Yepe3 14 4 mocie oronorBopeHus (Panter,
1986). TIlepuon CUHXPOHHBIX KJIETOUYHBLIX JeJICHUIA
JIPOOJIEHUS TOCTATOYHO OOILIMPHEBIN, OMHAKO MX YHMCIIO
TOYHO He OIpeieJIeHO. YMECTHO OTMETUTD, UTO B OTJI-
YK€ OT BCEX JIPYrMX BhIIIEHa3BaHHBIX BUIOB Myobatra-
chidae, mMeronx odyeHp MaJieHbKHME apeaibl, L. fas-
maniensis UMeeT OTPOMHBIN apeall, 3aHUMAIOILIMIA TTOYTU
TPETHIO YaCTb ABCTpa/Inu.

Hmerotcss Mopdonorndeckrie padoThl 110 OMOJIOrUHT
pa3BUTHSI HECKOJIbBKUX APYIMX BUIOB pona Limnodynas-
tes (Davies, 1992; Davies, Watson, 1994; Tyler, Davies,
2000), a Takke Spicospina flammocaerulea (Dziminski,
Anstis, 2004) u ipencraBureneii pona Uperoleia (Davies,
McDonald, 1998; Davies, Watson, 1998). K coxaie-
HUIO, BO BCEX 3TUX CTAThSIX MPAKTUUECKU MOJTHOCTHIO
OTCYTCTBYIOT JaHHble 00 OCOOEHHOCTSIX PAaHHEro M-
OpuoreHesa. B 60JIbIIMHCTBE CTy4aeB MOAPOOHbBIC O~
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caHuA 3M6pI/IOHaJIbHOFO n JMYMHOYHOI'O pa3BUTHUA
MMPpOBOAMIMCH, HAYMHAas CO CTaanu XBOCTOBOI MOYKMU.

Oco0oro BHMMaHMS 3aClIy>KMBalOT ponbl Crinia u
Geocrinia, cucTeMaTiKa 1 3BOJIIOLIUSI KOTOPBIX XOPOIIIO
uzydeHsbl (Read et al., 2001). Crinia signifera (Gollmann,
1991), C. tasmaniensis (Martin, 1967) u oko:mo 10 npyrux
MpeCcTaBUTENIei TOTO XK€ poia OTKIAILIBAIOT B BOIY OT
40 1o 270 NTUTMEHTUPOBAHHBIX SIUL] AMaMETPOM MeHee
2 MM, U3 KOTOPBIX Pa3BUBAIOTCS 3K30TPOMHBIE TOJTOBA-
ctuku. C. georgiana OTKJIaIbIBaeT B BOMY MPUMEPHO
70 MUTMEHTUPOBAHHBIX SIUL] AMAMETPOM 2.4 MM; ToJIo-
BaCTUKHN OOBIYHO 9K30TpO(MHBIE, OMHAKO MpH He6JIaro-
TIPUSITHBIX YCJIOBUSIX CITOCOOHBI Pa3BMBATHCS U 3aBEP-
11aTb MeTaMopdo3, MUTAsICh TOJILKO 3HAOTPOPHO; MO-
TyT TIepeHOCUTh BpeMeHHoe BhIChIxaHme (Doughty,
2002; Doughty, Roberts, 2003). OrpoMHbIi1 UHTEpEC
nipencrasisieT asryika Crinia nimbus (= Bryobatrachus
nimbus), Kotopasi (pUIOTeHETUIECKU TECHO CBSI3aHa C
C. tasmaniensis (Read et al., 2001), >XMBeT B IIpOXJIaTHOM
BJIAXKHOM KJTMMaTe I0>KHOI yacTu ocTpoBa TacMaHMsT U
OTKJIaIbIBa€T HA MOKPBITYIO MXOM WIM JIUILAKHUKOM
3eMITI0 4—16 KpYITHBIX (AuaMeTp 3.5 MM) HEITUTMEHTH -
POBAHHBIX M1, OKPYKECHHBIX TJIOTHOM KarlCyJIon aua-
metpoM 7—8 MM. JInunHku C. nimbus BbUTYTUISIIOTCS Ue-
pe3 2—3 Mecsilla, HO TTMTaloTCs 9HAOTPO(MHO U OCTAIOTCS
B CTYACHUCTOM THE3Je BIUIOTH JO 3aBEPIIIEHUST MeTa-
Mopdoza, 4To NMpoucxoauT eiie yepe3 9—11 mecsiies.
31MOIf THE3IO MOKET TTIOKPBIBaThCsI CJIoeM CHera. Ta-
KUM o00pa3oM, BeChb MEpUON SMOPUOHAIBHOIO U
JIapBaJIbHOTO OHTOTeHe3a 3aHuMaeT 1o 395 nHeit — ca-
MO€ TIPOIODKUTEIBHOE BPeMsI TSI KaKOTO-JTMOO0 TIpeI-
CTaBUTEJIS OTpsiAa Anura ¢ 3HIOTPO(MHBIM pa3BUTHEM
(Mitchell, Seymour, 2000, 2003; Mitchell, 2002). B na-
OopaTopHBIX YCIIOBUSIX MeTaMopdo3 y C. nimbus 3aBep-
maercs uyepes 9 mecsies npu 10°C u yepe3 5 MmecsiieB —
ripu 15°C.

Tabmuua passutust C. signifera (Gollmann, 1991)
MIPEIIoaraeT, 4YTo y 3TOM JISITYLIKY CTaauu APOOJICHUS,
racTpy/IsILIMK U HEUPYJISILIUM CXOIHBI C TAKOBBIMU B Ta0-
JINIIaX pa3BUTHSI OECXBOCTHIX aM(pHOMii yMEPEHHBIX
umpot CesepHoro nioyiapust (Pollister, Moore, 1937;
Gosner, 1960), omHako B MOP(OJIOTHH 3apOIbIIIIeii 60-
Jiee TIO3MHUX CTaTUiA Pa3BUTHST UIMEIOTCST ONIpeae/IcHHBIE
ormums. K coxaieHnio, HeT HUKAKUX ITyOJIMKaLMi 1O
Mopostoruu paHHux 3apoasiineit C. georgiana vi C. nim-
bus. Takum 00Opa3oM, MOXHO JIMIIIb KOHCTAaTUPOBATh,
yto poxn, Crinia TIpeaCcTaBIsIeT TIEPCISKTUBHYIO MOIIEITh
JUISI aHAJIM3a 9BOJTIOLIMOHHBIX MEPeCTPOEeK PaHHETO OH-
TOreHe3a y OJIM3KOPOICTBEHHBIX BUIOB.

Tepeitnem k pony Geocrinia, BaXXHOI XapaKTepUCTH -
KOi1 KOTOPOTO SIBJISIETCS TIPOXOXKICHIE SMOPUOHATEHO-
TO pPa3BUTHUS BHE BOmbl. MIMeeTcsT m1Ba OCHOBHBIX THIIA
oHrtoreHe3a. Tak, y G. laevis u G. victoriana 3k30TpodHBIE
TOJIOBACTUKM TIOCJIC BbUTYTUICHUS U3 TUIOTHOM KarlCysIbl
BBIXOISIT M3 THE3Ia M ToManaioT B BogoeM. Mopdosro-
TUSI 3apOABIIICH U TMYMHOK 3TUX ABYX BUIIOB ObLIA U3Y-
yeHa (Gollmann G., Gollmann B., 1991), Ho faHHBIX ITO
OCOOCHHOCTSIM TIepHOIa paHHETo NPOOIeHWS HeT. Y
G. vitellina pazButue 3HIO0TPOGHOE, U MOCJIe BBUIYILIC-
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HUST MaJIOITONBIDKHBIE JIMIMHKY TTPOIOJDKAIOT Pa3BU-
BaThCS HAa 3eMJIe, He TMIOKUIAsI CTyAEHUCTOrO THe31a, OT-
Kyaa nocJjie MeraMopdo3sa Bbixomst Jsiryinara (Mitchell,
2001). JaxHbIX 110 MOP(OIOTUM PAHHUX 3apOAbIIICH Y
npeacraBureneii poga Geocrinia ¢ 3SHIOTPOMPHBIM OHTO-
TeHE30M HET, HO MpeAroiaraeTcs, YT0 pa3BUTUE MPOKC-
XOIUT CXOITHO C TAKOBBIM Yy Philoria sphagnicolus, KoTo-
pOoe MbI TOIPOOHO PACCMOTPEJIH BHILIIE.

Ha ocHoBaHMM W3IOXEHHBIX BBIIIE (DAKTOB B
3aKJTIOYEHNE MOXKHO BBIICUTH IIIECTh OCHOBHBIX TUTIOB
Pa3BUTHSI aBCTPAIUIACKUX JISITYIIEK ceMelicTBa Myo-
batrachidae. BaxXHbIMU KpUTEpUSIMU TIPH OIIPEACICHUN
TUTIA PA3BUTYSI SIBJISIIOTCSI pa3Mep STiflia, MECTOMOJIOXKe-
HUE pa3BUTHS 3apO/IbIla U TOJI0BACTUKA (B BOIIE WK Ha
3eMJIe), XapaKTep MHUTaHUs JIMYMHKKU (3K30TPOMHBIN
WIM 3HIOTPOMHBII), HATAYNE IPSIMOTO Pa3BUTHSI, BbI-
HaIllMBaHUS U T.1.

I1epBoIii TUIT pa3BUTKS XapakTepeH 11 Limnodynas-
tes tasmaniensis, Crinia signifera v, TIO-BUIMMOMY, TaKXKe
JIJIS1 HEKOTOPBIX Apyrux BuaoB Myobatrachidae c siitiia-
MU HeOOJIBIIIOro pa3Mepa (IMamMeTpoM MeHee 2 MM), U3
KOTOPBIX BBUIYIUISIOTCSI aKTUBHO ILIABAIOIIME BK30-
TpOHBIE TOJIOBACTUKHU. DTOT XKe TUIT PA3BUTUSI IIPUCYIL]
y Xenopus laevis 1 GONBIIMHCTBY OECXBOCTBIX aMprOmii
yMepeHHbIX IMPOT CeBepHOro NoJTyLlapys.

Bropoti Tun pazsutus xapaktepeH 11 Crinia georgi-
ana. V13 OTJIOKEHHBIX B BOAY KPYITHBIX SIUII (IUaMeTp
2.4 MM) BBUTYIUISIIOTCSI TUTIaBaIOIIME 3K30TPOMHBIE TO-
JIOBaCTHKHU, CIIOCOOHbBIE, OJHAKO, Pa3BUBAThLCS IHAO-
TpoHO.

Tpetuii TUN pa3BUTUSI XapakTepeH st Geocrinia lae-
vis, G. victoriana, Heleioporus eyrei n Pseudophryne aus-
tralis — BUIOB ¢ KpyIHbIMU sitliamu (Oosee 2.5 MM B
nurametpe). OTKJ1aKa siia 1 SMOpUoreHe3 mpoMCXOasIT
Ha 3emJie, HO 9K30TpO(HbIE FOJIOBACTUKM XKMBYT B BOJIE.

K uerBepToMy TUITy pa3BuUTHUs TipuuucieHbl Crinia
nimbus, Geocrinia vitellina v Philoria sphagnicolus — Buipl
C KpyIHbIMU siitiamu (6osee 2.5 MM B mnametpe). Ot-
KJ1ajKa stiflia, SMOpUOreHe3 U pa3BUTHE SHAOTPO(MHBIX
JIMIMHOK IIPOMCXOIST Ha 3eMJIE.

ITaThiii THIT pa3BUTUS XapaKTepeH ISl pOJIOB Assa 1
Rheobatrachus. Siiia y HUX KpyIHble (AuameTp 2.5—
4.7 mm). TIpomomkuTenbHOE BBIHAIIMBAHUE JTMYMHOK
MPOUCXOAUT B TIAXOBBIX KapMaHax OTLOBCKOI 0coOu
(Assa) v B Xelryake MaTepuHcKoii (Rheobatrachus).

Illecroii Tum pa3BUTHS XapaKTepeH Uil POIOB
Arenophryne, Metacrinia n Myobatrachus. Slitua y Hux
KPYIIHBIE (IMaMeTp OO0 5 MM); pa3BUTHE IIPSIMOE — Ha
3eMJIE WJIH IO/ TOJICTBIM CJIOEM ITECYAHOM ITOYBBI.

YcTosiBIIasICSl TOYKA 3pEHMSI TOBOPUT O TOM, YTO JIJISI
0ecXBOCTBIX aM(pUOMIT CTAaHAAPTHBINA THIT pa3BUTHS, Xa-
paKTepHbIN 11 ponoB Rana v Xenopus, STBASIETCS TIPU-
mutuBHBIM (decHmukwii, 2004; Callery et al., 2001; Al-
tig, Crother, 2006). TakuM 00pa3oM, OCTaIbHbIE TUIIbI
pa3BUTHs (HE3aBUCHMMO OT MPUHIMIIOB KJlaccupurka-
LIUX) CJICAYeT CUUTATh SBOJIIOLMOHHO MPOABUHYTHIMM.
OpHako KOHKpETHBIE (DMJIOTEeHETUYSCKHE B3aMMOOT-
HOILLIEHUST MEXIY Pa3HBIMM TUITAMU Pa3BUTHS JISITYILIEK

JI0 KOHIIA He BBISICHEHBI. Tak, HarmpuMep, MogJepKruBa-
10T (Altig, Crother, 2006), 4TO B X0/l¢ BOSHUKHOBEHUS B
OTpsiIe Anura TIpSIMOTO Pa3BUTHS (ITIECTOM THUIT HaIIIeH
KiaccuUKaIn), BEPOATHO, He OBUIO ITPOMEKYTOU-
HOTO 3Talta ¢ HEeITOIBIDKHBIM SHIOTPOGHBIM TOJIOBa-
CTHMKOM (UETBEPThIi TUIM pa3BUTHsI Halllell Kiaccupu-
Kalluun).

B Hacrosmmit MOMEHT HaM TIPEACTaBISIETCS BO3-
MOXHbBIM OOCYIUTD JIILIb HEKOTOPbIE OCOOEHHOCTH Ba-
pUaLyii IpoTeKaHUSI paHHETo APOOICHUS Y 3apOIbILIeit
aBCTpAJIMICKUX JISTYIeK cemelictBa Myobatrachidae.
Kak 0bUT0 1MoKa3zaHO BbIllle, TEPBbIA (ITO-BUAMMOMY,
aHLIECTpaIbHbINA) TUIT Pa3BUTHUSI XapaKTepU3YyeTCsl J10-
CTaTOYHO OOIIMPHBIM TIEPUOAOM OBICTPBIX CHUHXPOH-
HBIX JIeJIEHUIA paHHEro JpobiieHus (CXOIHO ¢ X. laevis).
VYrpata CUHXPOHHOCTM JIeJIEHUI yKe mociie 8-KJIeTou-
HOM CcTaguu mokKazaHa Ijis psiia MpeacTaBUTEIEH Tpe-
TBETO, YETBEPTOTO U IIeCTOro THIOB pa3Butus. [1o-Bu-
JTMOMY, €CTh OCHOBAHMSI TIPEIITOIaraTh HATMYNE 3TOM
K€ OCOOEHHOCTH paHHEro SMOpHoreHe3a Takske M st
MpeacTaBuTeNIel maroro tTuna pa3sutus (Rheobatrachus
" Assa), 9TO POTHUT MX C IOKHOAMEPUKAHCKOM cymMUa-
ToM Jsrymikou Gastrotheca riobambae mn3 cemeicTBa
Hemiphractidae (del Pino, Loor-Vela, 1990).

B cBeTe TaHHBIX IO 0OCOGEHHOCTSIM PAHHUX 3aPO/IbI-
meit H. eyrei u P. australis (TpeTuii TAIT pa3BUTHS) 3a-
MaH4MBO ObIJIO OBI TIPEATIOJATraTh, 4YTO Pe3KOe COKpAaIIIe-
HHUE 4MClia CUHXPOHHBIX JeJACHUI IpoOJIeHUsI, XapaK-
TepHOE JUISI MHOTMX JIATYIIEK C HeCTaHZapTHBLIM
pa3BUTHEM, COTIPSKEHO C MpOoTeKaHueM 3MOproreHesa
Ha 3emJie, JaxKe eCJI [TOTOM UMEETCsI CTausl 3K30Tpod-
HOro TOJIOBAaCTHKA, IUlaBaroliero B Boae. [loatomy
MPEACTaBIISIET OCOOBbIA MHTEpeCc W3Yy4eHUEe pPaHHEero
npobienust y C. georgiana (BTopoii TuIl pa3Butus). O0-
HapyXXeHUe YTpaTbl CMHXPOHHOCTU NEJCHUI yKe Ha
craguu 8 6JIaCTOMEPOB ITOKA3aJI0 ObI, YTO TMEPEeCTPOiKa
paHHero sMOpmoreHe3a B ceMeiictBe Myobatrachidae
MOXXET OBITh CBSI3aHa C YBEJIMUCHHEM pa3Mepa siilia 1
colepXXaHus B HEM 3KENITKa, JaxKe eI SMOPUOHAIBHOE
W JIMYMHOYHOE Pa3BUTHE LIEJIMKOM IIPOXOIST B BOAOE-
Me. DTO OBLIO OBI CXOTHO C JAHHBIMU ITO CEBEpOaMepr-
KAaHCKOH JIITyIIKe Ascaphus truei n3 cemeiictBa As-
caphidae (Brown, 1989).

IMonsenem urtorn. OHTOreHETUYECKOE MHOTroo0pa-
3ue ceMeiictBa Myobatrachidae comocTaBUMO ¢ TaKo-
BbIM Bcero oTpsiia Anura. [lepcnieKTMBHBI JaibHEIIINe
WCCJIeJOBaHMSI TI0 SMOPHOJIOTMH 3TOro cemelicTBa. Be-
POSITHO, ONITUMAJTBHOI CTpaTerueil ObUIO ObI CKOHIIEH-
TpUpOBaTh BHUMaHUE Ha HECKOJIBKUX BUIAX, JOCTATOY-
HO yIOOHBIX [IUISI aHAIM3a B YCJIOBUSIX JabopaTopuu, U
caesaTh UX MOJIEIbHBIMU OObeKTaMU OMOJIOTUY Pa3BU-
THs1 (MoaoOHO HeoTpormueckuM E. coqui, G. riobambae,
a Takke TpeACcTaBUTENISIM pona Engystomops U3 ceMeii-
crBa Leiuperidae).
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VOLUTIONARY REORGANIZATIONS
OF ONTOGENESIS IN RELATED FROG SPECIES
OF THE FAMILY Myobatrachidae

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

Abstract— Literary data on the comparative embryology of Australian endemic frogs of the family Myobatra-
chidae have been considered. Six main types of development have been recognized, the important criteria for
which are egg size, the site of embryo and tadpole development (in water or on land), the character of larval
nutrition (exotrophic or endotrophic), the occurrence of direct development, brooding, etc. An attention has
been also paid to the character of the early cleavage process in the embryos of various species. The peculiar-
ities of ontogeny in Myobatrachidae are compared with those in representatives of other families in the order
Anura. The perspectives of some further embryological studies of this Australian frog family have been out-

lined.

Key words: cleavage, evolution of development, frogs, Myobatrachidae, Australia

OHTOT'EHE3 Tom 41 Ne3 2010




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Gray Gamma 2.2)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (ISO Coated v2 300% \050ECI\051)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.3
  /CompressObjects /Off
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Perceptual
  /DetectBlends true
  /DetectCurves 0.1000
  /ColorConversionStrategy /sRGB
  /DoThumbnails true
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams true
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts false
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 149
  /ColorImageMinResolutionPolicy /Warning
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 150
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /DCTEncode
  /AutoFilterColorImages true
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 149
  /GrayImageMinResolutionPolicy /Warning
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 150
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages true
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 599
  /MonoImageMinResolutionPolicy /Warning
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 600
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

    /BGR <>
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000410064006f006200650020005000440046002065876863900275284e8e9ad88d2891cf76845370524d53705237300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef69069752865bc9ad854c18cea76845370524d5370523786557406300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /CZE <>
    /DAN <>
    /ESP <>
    /ETI <>
    /FRA <>
    /GRE <>

    /HRV (Za stvaranje Adobe PDF dokumenata najpogodnijih za visokokvalitetni ispis prije tiskanja koristite ove postavke.  Stvoreni PDF dokumenti mogu se otvoriti Acrobat i Adobe Reader 5.0 i kasnijim verzijama.)
    /HUN <>
    /ITA <>
    /JPN <FEFF9ad854c18cea306a30d730ea30d730ec30b951fa529b7528002000410064006f0062006500200050004400460020658766f8306e4f5c6210306b4f7f75283057307e305930023053306e8a2d5b9a30674f5c62103055308c305f0020005000440046002030d530a130a430eb306f3001004100630072006f0062006100740020304a30883073002000410064006f00620065002000520065006100640065007200200035002e003000204ee5964d3067958b304f30533068304c3067304d307e305930023053306e8a2d5b9a306b306f30d530a930f330c8306e57cb30818fbc307f304c5fc59808306730593002>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020ace0d488c9c80020c2dcd5d80020c778c1c4c5d00020ac00c7a50020c801d569d55c002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /LTH <>
    /LVI <>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken die zijn geoptimaliseerd voor prepress-afdrukken van hoge kwaliteit. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /POL <>
    /PTB <>
    /RUM <>
    /RUS <>
    /SKY <>
    /SLV <>
    /SUO <>
    /SVE <>
    /TUR <>
    /UKR <>
    /ENU (Use these settings to create Adobe PDF documents best suited for high-quality prepress printing.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
    /DEU <>
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /ConvertColors /ConvertToCMYK
      /DestinationProfileName ()
      /DestinationProfileSelector /DocumentCMYK
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /DocumentCMYK
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /UseDocumentProfile
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.276 841.890]
>> setpagedevice


