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PE3IOME

PaccMOTpeHa HCTOPUS M COBPEMEHHOE COCTOSIHUE ITPOOJIEMBI MCIIOJIb30BAHNUS IIPU3HAKOB PAHHUX CTa[Wil PA3BUTHS
B PEKOHCTPYKIMK (QUIOTEHUU U CUCTeMaTuKe. [[pUHUMAETCs TOUKa 3DEHUS] COBPEMEHHBIX (DUIOT€HETUKOB 00 OT-
CYTCTBUU B HACTOSIIIIEE BPEMST OTIPEIETIEHHBIX KDUTEPUEB /IS TOJISIPU3AIIUY TIPU3HAKOB METOIOM OHTOTEHETHUIe-
CKOTO TIPEANIECTBOBAHUS ¥ O BO3MOKHOCTH HCIIOJIb30BAHUSI OHTOTEHETHUYECKUX TPaHC(HOPMAIMOHHBIX CEPUI B
KauecTBe OOBIYHBIX IIPU3HAKOB JIJISl PEKOHCTPYKIMHK (husioreHnu. JlaHa XapaKTepUCTHKA COBPEMEHHBIX ITPECTaBIIe-
HUii 0 coObITHSIX MOpdorenesa. [loguepKkuBaeTcst, 4T0 pa3paboTKa YIOPSIOIEHHON KaaccudUKaIuu cOObBITHIT MOP-
(orenesa B paMmkax MOP(HOTOTHUECKUX TEPMUHOB OCTAETCSI HE3aBEPIIEHHO 10 HACTOsIIEr0 BpeMeru. [IpuBenetb
[IPUMEPHI IPUMEHEHNS IPU3HAKOB PAaHHUX CTaWil PA3BUTHS /ISl IIOCTPOEHMS CUCTEMBI KOCTUCTHIX PhIO.
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USE OF CHARACTERS OF THE EARLY STAGES OF DEVELOPMENT
IN RECONSTRUCTION OF PHYLOGENY AND SYSTEMATICS
(ON THE EXAMPLE OF TELEOST FISHES)
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ABSTRACT

The history and current state of a problem of use of characters of early stages of development in reconstruction of
phylogeny and systematics is considered. The point of view of modern phylogenetics on absence certain criteria
for polarization of characters by ontogenetic method and on use possibility ontogenetic transformation series as
usual characters for reconstruction of phylogeny is accepted now. The characteristic of modern representations
about events of morphogenesis is given. It is underlined that working out of the ordered classification of events of
morphogenesis within the limits of morphological terms remains not finished till now. Examples of application of
characters of early stages of development for construction of system of bony fishes are resulted.
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Kpatkast ucropus npo6ieMsl COOTHOLIEHHUST CKOH CHCTeMaTHKe, MeTOZbl KOTOPOU B IIPUMEHEHUN
OHTO- U (puIoreHe3sa K MopdosornyeckuM IpU3HAKaM Ha TeKyIui Mo-
MEHT TIPE/ICTABJISIIOTCS HanboJiee 0O0CHOBAaHHBIMU U

JanHasi craThsl IIOCBSIEHA pAacCMOTPEHUIO  paspaboraHHbiMU. K HacTosimeMy BpeMeHU OmyO/Iu-
BOIIPOCA MCHOJIb30BaHUST MOPGOJIOTHYECKUX IPU-  KOBaH IeJIbIil Psii MCTOPUYECKUX 0O30POB, TOCBSI-
3HAKOB PAHHUX CTA/[Ml OHTOTEHE3a B (DIIIOTEHETHYe-  IMEHHBIX WCCIEMOBAHUSM TTPOOIEMBI COOTHOIIEHVIS
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OHTO- U (PUTOTEHETUIECKUX ACIEKTOB B HBOJIONUN
(Mwupsosin 1963; Gould 1977; Mapreos 2011 u
IIp.), TI03TOMY s HaMedy JIWITb OCHOBHBIE BEXU WX
Pa3BUTHSI, ONMPAsCh HA TIPUBENEHHBIE PaOOTHI. Pe-
KaMUTYJIANUYA UIA TIOBTOPEHUS B MHAUBUAYATbHOM
Pa3BUTUM TIPU3HAKOB, CBOWCTBEHHBIX IIPEIKOBBIM
dopmam, GBI OTMEYEHBI YK€ CAMbIMU PaHHUMMU
6UOJIOTaMH, B TOM YKCJIE BBIIAIOIMMICS 300I0TaMU
XVIII u nayana XIX Beka, cpeil KOTOPBIX MOXKHO
HaszBaTh JKobdpya Cent-Unepa u Hukomoca Mek-
kens-miammero. Kapn Bap (Baer 1828) mepBbriM
OTIHCAJT SBJIEHUE PEKATTUTYIIANUU 1 CHOPMYIUPOBAI
3aKOH 3apOJBIIIEBOTO CXOJCTBA, BKJIIOYAIONINI 4
CaMOCTOSITENIbHBIX MMOJIoXKeHus:. COTJIacCHO BTOPOMY
3aKOHY 3apOJBINIEBOTO CXOACTBAa bapa, mHAMBUAY-
aJIbHOE Pa3BUTHE TIPOTEKAET OT OOIIEr0 K YaCTHOMY.
B oHTOTeHE3€ MPOUCXOMUT MOBTOPEHUE MPU3HAKOB
3apOIBIIIEN TIPENKOBBIX TPYIIIL  TIOTOMKOB B TIpefie-
J1ax ofHOTO Mop(osoruyeckoro Tuma. [locse my6u-
Karuu Teopuu sBosonuu /lapBuna JpHCeT [ekkenb
(Haeckel 1874) cospan nepBoe B MCTOPUU GHOJIOTHH
(unoreneTmueckoe IpeBO M3BECTHBIX TOT/A KUBBIX
OPTraHU3MOB, TI0 CYIIECTBY, SBUBIIUCH OCHOBATEIEM
¢unorenerukn. Ilpm mocTpoennu ¢unoreneTnye-
ckoro znpeBa Tekkesb OMMpascss Ha pa3spabOTAHbBINA
uM Metoj TpoitHoro napamienusma (Haeckel 1866),
HBIHE U3BECTHBIH Kak Tpuaza [ekkess: nccaenoBanust
MOpP(OJIOTUH, OHTOTEHE3a U MTAJIEOHTOJIOTHU. B aTOM
ke pabore TeKKesb BBEJ HBIHE OOIIEIPUHSITHIE TEP-
MUHBI <OHTOTEHE3», «(PUIOTEHE3>, «TETEPOXPOHII>
1 chOpMyIUPOBAJ OCHOBHOM OUOTE€HETUYECKHUH 3a-
KOH, COTJIACHO KOTOPOMY OHTOT€HE3 eCTh KPaTKoe U
c:KaToe TMOBTOpeHue (PEKATTUTYJISINS) DuUIorenesa.
OcCHOBHbBIE TOJIOXKEHNS] OHOTEHETHYECKOTO 3aKOHA
CBOJATCS K TIPUOOPETEHUIO TOTOMKAMU HOBBIX TIPH-
3HAKOB ITyTeM HAJCTaBOK KOHEYHBIX CTaguil pas-
BUTHS IPENKOB U KOHAEHCAIIUU WU aKCeJePaIui B
Pa3BUTUU IIPU3HAKOB B3POCJIBIX TPEIKOB, B PE3YJIb-
TaTe 4ero MOSIBJIEHUE STUX IIPU3HAKOB B OHTOTEHE3€
MIOTOMKOB TIEPEHOCUTCS Ha Bee 6oJiee paHHKE CTa K
pasBuTusa. OQHAKO ITIOTHOE TIOBTOPEHHUE B3POCIBIX
CTaauil IpefKOB B Pa3BUTUU TOTOMKOB HapyIIAeTCs
IieHOTeHe3aMu (SMOPUOHATILHBIMK VI JIMYUHOYHbI-
MU aJIalITallsIMU) ¢ HEDABHOMEPHBIM TEMIIOM aKce-
JIEpAIuy OPTaHOB WJIK TETEPOXPOHUSIMHU.

Ve TerenGayp (Gegenbaur 1889) BeicTymmmi ¢
KPUTUKON GMOTEHETHYECKOTO 3aKOHA, OTMeYast, 4To
OHTOTEHE3 He SIBJISIETCSI CTPOTOU PEKANUTYJISIEN
¢uorene3a. OH pa3zessaa TOUYKY 3peHUsT [ekkes,
YTO OHTOTEHE3 IPEACTaBJAsSeT COOOM BaKHBIA HC-
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TOYHUK WHpOpPMAIMU [ (DUIOTEHUY, OHAKO,
M3-3a OCJOKHEHWH, NPUBHOCUMBIX B pasBUTHE
IEHOTEHETUYECKAMY MOANGUKAIUAME, JT06as 110-
CIIE[IOBATENbHOCTD PA3BUTHSA [OJKHA KPUTHYECKH
OILIEHUBATBCS IO CPABHEHMIO C IPYTHM TaKUM PSIOM
M aHATOMHEH B3POCJIBIX OPTAaHU3MOB IIPEXKIE, YEM
CTaTh JOKA3aTEIbCTBOM I (PHIOTEHETUYECKUX II0-
crpoennii. HeCKOIbKO II03HEE MCCIEN0BAaHUS PaH-
uux remetukos (Morgan, 1934; Golgshmidt, 1938;
Ford and Huxley 1927) BBIABIIN MCKYCCTBEHHOCTh
OMOTEHETUYECKOTO 3aKOHA M HECOCTOSTEIbHOCTh
B3IJISAZ[0B O PA3BUTUH HOBBIX IIPU3HAKOB JIMIIb CIIO-
coO0M HaCTaBOK OHTOTEHE3a IIPEAKOB.

OHTOreHeTHYECKUii METOoJ

B cBs3u ¢ mosBieHueM HOBOM MeTOZOJIOIMH
(unorenerndeckoro ananmu3a (Kaaau3Ma) B HAyTHON
sureparype 70—80-X TOIOB MPOIIJIOrO BeKa BHOBb
BO3HUKJIA TUCKYCCUS O 3HAYEHUY IIPU3HAKOB Pa3BH-
THS MOPGOJIOTHYECKIX CTPYKTYP B OHTOTEHe3e IS
MOJISIPU3ANUY TPeoOpPa3oBaHUil MTPU3HAKOB B3POC-
JIBIX OPTAaHU3MOB B (pusioreHe3e (OHTOT€HETHYECKUA
Meton). OcHoBarenp kiazausMa Xenuur (Hennig
1966) BBICTYIIaI IPOTUB UCIIOJIb30BAHUS IIPU3HAKOB
Pa3BUBAIOIIETOCSI OPraHU3Ma B (DUIOTEHETHUYECKOU
cucrematuke. CpaBHUTEbHBIN aHAJIN3 BUOB B €TO
paboTe OrpaHWYEH TOJBKO MPHU3HAKAMU WX B3POC-
Joro coctosHus. [Ipu atoM B manbHeiiem XeHHUT
BCe JKe TIBITAJICS OTPENeNUTh PA3JIUIHbIe CTETleHU
NOCTyIa Pa3BUTHS B OHTOTEHe3€ JJisI CUCTEMATUKU
(Hennig 1982).

BonpmunaCcTBO mOCHENyIONUX HCCeoBaTesen
IO-TIPEKHEMY IIPU3HAIOT HCKIIOYUTETBHYI0 BaX-
HOCTb WCCJIEZIOBAaHWSI PAaHHUX CTaauil OHTOTeHe3a
1uist pekoHcrpykiy purorenvn (Nelson 1973, 1978;
Lundberg 1973; De Queiroz 1985; Kluge and Strauss
1985; Williams et al. 1990). Heabcon (Nelson 1973,
1978) npennpuHsIT MOMBITKY TPEACTaBUTD GUOTEHE-
THYECKHIi 32KOH B BUJIE TEOPEMBI 00 HBOIOIIMOHHON
MOJIIPHOCTY TIpu3HakKoB. OH BBICKA3aJl MHEHUE,
YTO WCIIOJb30BaHME OHTOTEHE3a VISl TIOJISIPU3AINU
MIPU3HAKOB OCHOBAaHO HAa COXPAHEHWM Y ITOTOMKOB
TIPEIKOBBIX OHTOTEHE30B, II0ITOMY TEPMUHAIbHAS
HAJICTaBKa SIBJSETCS OCHOBHBIM CIIOCOOOM 3BOJIO-
MM OHTOTeHe3a. HenbCOHOM OBLT BBIABUHYT P
MOJIOKEHUH, CBSI3aHHBIX C (ambcupuKkanueir 61mo-
TeHeTUYeCKoro 3aKoHa. buoreHeTmyeckuii 3akoH
npusHaetrcs (panmbcuduIimpyeMpiM. Bosiee mMUPOKO
pacIpOCTpaHEHHBIN IIPU3HAK PAacCMATPHBAETCST Kak
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TIPYMUTHUBHBIN, MeHee MUPOKO PAaCIIPOCTPAHEHHBIN —
mpoaBuHyTHIA. Hembcon dhopMynupyer Tpu crocoba
omnpeenenus nossprocTu npusHaxos (Nelson 1978),
OCHOBAaHHBIX HAa METO/Ie TPOMHOTO Tapajlieu3Ma
Texkesst. MeTo BHEITHEH IPYIIBE: IPU3HAK, 0OHADY-
>KeHHBIN 32 TIpejielaMi TaKCOHOMIYECKOU TPYIIBI 1
BHYTPU Hee, IPU3HAETCS TJIE3NOMOPMOHBIM, TIPU3HAK
BHYTPH TaKCOHOMUYECKOU TPYIITHI — allOMOP(MHBIM.
[TameonTOMOTMYECKMIT METOM: TIPU3HAK, HAWJIEHHBIN
y 6oJiee IPEBHETO MCKOIIAEMOT0, TPU3HAETCS TLIE3H-
oMophHBIM. OHTOTEHETUYECKUIT METO/I: TIPEIKOBBIM
npusHaeTcss HamboJsiee MUPOKO PaCIPOCTPAHEHHbIH
MPU3HAK; MCIIOJIb30BAHUE 3TOTO METO/IA OTPAHUYEHO
CJIy4asiMu, TIPU KOTOPBIX BPEMEHHAS TIOCJIEI0BATEb-
HOCTb OHTOTEHETUYECKUX TPAaHC(hHOPMAITUIA TIPOUCXO-
1T OT 60JIee 00IIEl UK IMUPOKO PACIIPOCTPAHEHHOI
k Menee o6meit. Hembcon (Nelson 1978) pacematpu-
BaeT JIBE BEPCUU OHTOTEHETHYECKOTO MeTozia. [lepBas
13 HUX IpeACTaBjgeT coboil Bropoii 3akon Bapa. C
ToukM 3peHnsi HelbcoHa, OHA UMEET COMHUTETBHYIO
IIEHHOCTh, TaK KaK OCHOBaHa Ha YHUBEPCATHHOU
BCTPEYAEMOCTH  (DHUIIOTEHETHYECKOTO W3MEHEHUS
MTOCPEACTBOM MOAUMDUKAIINYA TEPMUHATIHHON OHTO-
reHetndeckuii craguu. [lo BTOpoit Bepcum (camoro
HenbcoHa), OHTOreHETUYECKUI METOI MOKET ObITh
BBIBEZIEH M3 aKCHOMBI ¢puyioreHnr. OH OCHOBaH Ha
TeHePaIU3aIuU U OTPAHUYEH CJIYYasMH, B KOTOPBIX
OHTOTEHETUYECKHE TMPEeoOPa3OBAHUSA  IIPOMCXOMIST
or 6oJiee MUPOKO PACIHPOCTPAHEHHOTO IPHU3HAKA K
MeHee pacIpocTpaHeHHOMY. TakuM 06pa3oM, ¢ TOYKH
3penusi HesmbcoHa, OHTOTEHETUYECKUU METOJ /aeT
MPSIMYIO BAJIUIHYIO OIEHKY (DUIOTEHETHYECKOTO
MPU3HAKA; METOJ BHEIITHEH IPyNIbI 1aeT KOCBEHHYIO
OIIEHKY; TAJIEOHTOJIOTUYECKUI METOI — HEOIpeie-
JIEHHYI0 OIleHKy (bUJIOTEHeTUYEeCKOTO IIpU3HAKA.
DuoreHeTHYECKAsT PEKOHCTPYKIUS — IIOJTHOCTHIO
COOTBETCTBYET MCTOPUYECKOU TOCIENIOBATENLHOCTH
Pa3BUTHSL.

ITporpammuas craths Jle Kepeca (De Queiroz
1985) 1ocBsiIeHa OlleHKe METO/[a TPOMHOTO MapaJiie-
JIU3Ma, ¥ B YACTHOCTU OHTOTEHETUIECKOTO METO/IA, C
o3uIui puaoreHeTUYECKOi cucreMatuku. [loustre
(¢unoreHnn MPUHATO 3/1ECh B KAYECTBE aKCUOMBI, U3
KOTOpOW BBIBEZIEHBI METOIbI CUCTEMATUKHU. Kputu-
YeCKH OLIEHMBas BTOPOM 3aKOH Bapa u 6uoreHeruye-
CKWil 3aKOH B (popMmyupoBke HenbcoHa ¢ mo3uiuii
dampcudukanuy (TECTUPOBAHUS) UX OCHOBHBIX TI0-
snoxxenuit, Jle KBepec mesaet psii OCHOBHBIX BHIBOJIOB
O BO3MOKHOCTU TIPUMEHEHUS OHTOTEHETHUYECKUX
MPU3HAKOB B (DPUIIOTEHETUYECKON CUCTEMATHKE:

0.C. BockoboiinukoBa

1) Bropoii 3akon Bapa 06 oHTOreHeTHMYeCKOM
TIPE/IIIeCTBOBAaHUU (0Jiee TEeHEPATM30BAHHBIX TIPH-
3HAKOB, He SIBJSIETCS YHUBEPCAJIHHBIM, MOIIEPAKH-
BaeTcs M sIBisieTCSl (DambCUPUIIPyeMOM JIUINb B
Clydyae TeHEPATU30BAHHOTO OHTOTE€HETUYECKOTO
IpeecTBEHHNKA. B TO ’ke BpeMsI OHTOTeHeTHYe-
CKHii MPeAIIeCTBEHHUK MOKET OBITh OoJsiee TeHepa-
JIN30BAaHHBIM, MeHee TeHepaIN30BaHHBIM UM PABHO
reHepaT30BAHHBIM.

2) buorenernyeckuii 3akoH B (hOPMYJIHUPOBKE
Henpcona He sBIsIeTCS MPSIMBIM OTPa’keHUEM BTO-
poro 3akoHa bapa, 1 ero BaJIuAHOCTb HE 3aBUCUT OT
BasmMAHOCTY 3aKkoHA bapa.

3) Kak Teopust 06 OTHOLIEHHSAX MEXKIY OHTOTEHE-
30M ¥ (pustoreHesom, 6uoreHeTnyeckKuii 3akon Heb-
COHa MOYKET TOJILKO OBITh TECTUPOBAH TOJIBKO YIKe 13-
BeCTHBIM (putoreHe3oM. MeTonBl BHEITHeH TPYIIIHI,
a TaKkKe TAJIeOHTOJIOTUIECKUN M OHTOTEHETHYEeCKU
VMEIOT OTpefieJIeHHbIE OTPAaHWYEHUsT B UCIIOJIb30Ba-
HUY JIJISI OIIPE/IeIEHS TTOJIIPHOCTY TIPH3HAKOB.

4) TIOJHOIIEHHOCTh OHTOT€HETHYECKOTO MeTo/a
OTIMpaeTCsT Ha MIPEATIONOKEHNe O COXPAaHEHNH TIpe]-
KOBBIX TPU3HAKOB. ECJIU ITpeIKoBbIe MTPU3HAKY OYIyT
COXpaHeHbl B OHTOT€He3e MMOTOMKOB, TO IIPEIKOBbIE
npusHaku OyayT GoJsiee TeHEPATU30BAHHBIMM, YEM
ux (puioreHetuyeckue mpousBogHbie. OOUHOCTD
(4acToTa BCTPEYAEMOCTH) HE SIBJISIETCS KPUTEPUEM
TeHEepaTM30BAHHOCTH.

) TOCJ/IEIOBATEIBHOCTD OHTOTEHETUIECKOTO TIpe-
06pa3oBaHus He BaXKHA JIJIS TOJTHOIIEHHOCTH OHTOTE-
HETUYECKOTO METO/[a; TEHEPAIU3AIUS — PENIaloNInuii
(axTOp A1 TOTSIPU3AINY TIPU3HAKOB.

6) OHTOTEHETUYECKUII METOJ, OCHOBAHHBIM Ha
OOIIHOCTH, MOKET OBITH IOJIE3HBIM ISl OIIpeleJie-
HUS 9BOJIOIMOHHON TOJIIPHOCTH, €CJIU TPHU3HAK
OTHOCHUTCSI K KOHKDETHOMY MOMEHTY Pa3BUTHS (0f-
HOMOMEHTHBIH). OIHAKO TIpU (PUIOTEHETUYECKOM
aHanmse GoJjiee YMECTHO IPUHMMATH 32 MPU3HAKK
OHTOTeHETHYECKIEe TocIenoBaTebHOCTY. Korma onu
PaccMaTpUBAIOTCS KaK MPUHAKH, JJISI TOTO, YTOOBI
OTIPENIENTUTH HBOJIONUOHHYIO MOJISIPHOCTH MIPU3HAKA,
OHTOTEHETHYECKUIT METO/] CTAHOBUTCS HEHY KHBIM.

7) OHTOTEHETHYECKUE TIOJSIPHOCTH OTJIMYAIOTCS
0T (PUIOTEHETUYECKUX TIOISIPHOCTEHN; OHU COOTHO-
CATCS KaK YacCTh K 1EJIOMY.

8) PaccmoTpenue B posiv IPU3HAKOB OHTOTEHETH -
YEeCKUX MOCTIE0BATENBHOCTEN, 2 HE O[HOMOMEHTHBIX
IIPU3HAKOB WMeEET OIIpe/ieJIeHHbIe ITOCIEeCTBUS IS
(unorenerTnyeckoii cucreMatuku. [y ycraHoBIIe-
HUSI TOMOJIOTUU B CBSI3U C 3TOM KOHIIETIINeN MpU3Ha-
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KOB BCe ellle TPUMeHNM MeTo/l BHelllHel rpymibl. [1a-
JIEOHTOJIOTUYECKUI METOJ, ¢ HamOOJBINEH IOJIb30I
paccMaTpUBaeTCs Kak 0COOBIi Cydail MeTo/Ia BHEII-
Hel TPYIIITBI, TOTO, B KOTOPOM Mpu3HaKy (TIpeobpaso-
BaHMsA) OOBIYHO Majiou3BecTHbI. OHTOTEHETHYECKHUE
peoOpasoBaHUsl HE TEPSIOT CBOEH BasKHOCTH, TaK
KaK OHU Terepb (DOPMUPYIOT OCHOBHBIE TPU3HAKH.

9) B duoreneTnyeckoil cucrteMaTuke HET HHU-
KaKoro TpoitHoro mapaenusama. CpaBHUTENbHAS
AHATOMUSI, TIAJIEOHTOJIOTHS, U 9MOPUOJIOTHS HE TPU
OT/IEIBHBIX AWCIUILIMHBL B TIPEEaX CHCTEMATUKY,
ckopee oHU (HDOPMUDPYIOT €AWHCTBEHHBIN CpaBHU-
TEJIbHBIA METOJI, OOBEANHEHHBI B OpraHU3Me KOH-
IEeMIe YBOIIOINN.

JlocTaTouHo yGenuTebHbIE apTYMEHTHI MPOTHB
YHUBEPCAJIbHOCTHU IIPUHIWIIA OHTOT€HETUYECKOIO
[IPEAIIECTBOBAHUSI ObLIM  pa3paboTaHbl  Maitbu
(Mabee 1993). Ee uccienoBanue moCBAMEH0 (BUIo-
FEeHETHMYECKOMY CONEPKAHUIO OHTOT€He3a Y pBIO
cemetictBa Centrrachidae (Percoidei). M»ii6u, kax u
IpyTHe COBPeMeHHbIe (DUIOTEHETUKH, CIMTAET , UTO
HCCJIeI0BaHKe SBOJIIONNH JII060r0 Habopa IIPU3HAKOB,
BKJIIOYAs OHTOTEHETUYECKHE, HEOOXOIMMO OCHOBBI-
BaTh Ha YK€ MMeIONIeNcst PUIoreHeTHIECKOU THITOTe-
3€ M CPAaBHUTEbHBIX JAHHBIX. EI0 GBLIO IPEIOKEHO
BOCEMb THUIIOB OHTOTeHeTHYeCcKux namenenuii (Puc.
1). Mbii6u ObLIN IIOCTPOEHBI TPY KJIaJ0TPaMMbI POJI-
CTBEHHBIX OTHOIIEHU# pri6 cemeiicTBa Centrarchidae
C YYETOM J[IByX IEPBBIX THIIOB OHTOTEHETUYECKHX
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npeobpasoBanuii. B KayecTBe MCXOXHOM A CpaB-
HEHUsI OHA TIPUHSIA KJIAZIOTPAMMY, TIPU IIOCTPOEHUNU
KOTOPOH OHTOTE€HETHYECKUE TPU3HAKU OBLIN TOJIs-
PH30BaHBI C TIOMOIIBI0 KPUTEPUSI BHEIIHEH TPYIIIIHL.
Bropast kagorpamma Gbljia yKOpEHEHa U IOCTPOEHA
C WCIOJH30BAaHMEM KpUTEPUSI OHTOTEHETHYECKOTO
TIPEANIeCTBOBAaHNS  (TePMUHAJIBHBIE  HAICTABKH).
Tperbs KiamorpamMMa Oblia MMOCTPOEHA C MCIIOJB30-
BaHMeM 0OPATHOI MOJISIPU3AIY, CPABHEHIE OHTOTE-
HETUYECKUX U (DUIIOTEHETUYECKIX U3BMEHEHUI B 9TOU
0OpaTHO# THUIOTe3e MPEACTABUIN MHHUMAIBHYIO
OIIEHKY CYIIEeCTBOBAHUS TEPMUHAIBHON HAICTaBKU.
B urore Maiibu 6bL10 OKa3aHo, 4To Juib oT 20 10
50% TPU3HAKOB JAEMOHCTPUPYIOT IIPSIMOE PAa3BUTHE
CII0CO60M TePMUHATILHBIX HA/ICTABOK TTOCIEIHUX 3Ta-
0B IMYUHOYHOTO pasBuTus (Puc. 2). B cBs3u ¢ aTum
OHA JIeJIaeT BBIBOZL O HEBO3MOXXHOCTHY MCHOTH30BAHUS
OHTOTEHETUYECKOTO METO/[a JIJISI TIOJISIPU3AINH TIPU-
3HAKOB B (DUJIOTEHETUYECKOM aHAII3E.

Tem He MeHee, U3 TaOJIUIIbL, IPUBEAEHHON Mbii-
6u (Puc. 2) o4eBHIHO, YTO B I€JIOM TepMUHAJIbHbBIE
IpeoGpa3soBaHus COCTABJISIOT 10 75 % BCEX COOBITHIA
oHTOTeHe3a. BcrpevaioTcst IpuMepsl Pa3BUTHUS TIPU-
3HAKOB B OHTOT€HE3€, COCTOSIIErO IIOJHOCTBIO M3
TEPMUHAJIBHBIX HAJCTAaBOK U COOTBETCTBYIOIIETO
TaKOBOMY B (uitorenede. K HUM OTHOCHUTCSI COOTBET-
CTBUE TTOCJIEZIOBATEIPHOCTY 3aKJIAIKY B OHTOTEHE3€ U
MOsIBJIEHNsI B (pujoreHe3e MO3BOHOYHBIX XPSIIEBOH,
MTOKPOBHOM U 3aMeraronieil KoctHoi Tkanei (Boc-

OUTS X Y OUTS X OUTS OUTS X Y
a—>a a—a a—b a—>b a—->b a—a a—>b a—»b a—c a—>a a->a b—-b
+b —a,+b

A TepmunanpHas B TepmunanbHas

HaaCTaBKa penyKius
OUTS X Y OUTS
a—>a a—>a b—oa a—b n—»b b—>b
g HerepmunanbHas Herepmunanbhas
Ha/ICTaBKa penyKuus

C TepmuHaibHOE D 3amerenue
3aMelleHne
OUTS X OUTS X Y
a—>b a—-b c—»b a—>b a->b b—oa
G HerepmunansHoe H Pesepcus
3aMeIleHne

Puc. 1. Tunbl oHTOreHETHYECKUX TProOpasoBanuit o Maiion (Mabee, 1993) ¢ nsmeHerusaMu: a, b, ¢ — IpusHaKy; outs — BHEIIHUE IPYTI-

IIBL; X, Y — CECTPUHCKHUE TAKCOHBL.

Fig. 1. The types of ontogenetic patterns according to Mabee (1993) with changes: a, b, ¢ — characters; outs — outgroups; x, y — sister-

groups.
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TA TD TS NTA NTD NTS S > 1 Total
(A) Outgroup phylogeny
Frequency of ontogenetic change (9,) 321 405 47 36 06 1.2 155 1.8 100.0
Number of character state changes (55) (67) (8) (6) (1) (2) (26) (3) (168)
(B) Ontogenetic phylogeny
Frequency of ontogenetic change (%) 519 240 16 43 05 1.1 150 1.6 100.0
Number of character state changes (97) (45) (3) (8) (1 (2) (28) (3) (187)
(C) “Reverse’ ontogenetic phylogeny
Frequency of ontogenetic change (%) 208 534 1.7 05 45 1.1 163 1.7 100.0
Number of character state changes (37) (95) (3) (1) (8) (2) (29) (3) (178)

TA, Terminal addition; TD, terminal deletion; TS, terminal substitution; NTA, non-terminal addition;
NTD, non-terminal deletion; NTS, non-terminal substitution; S, substitution.

Puc. 2. Yacrora BCTPEYAEMOCTH PA3JINYHBIX THIIOB OHTOTEHETHYECKHMX TIPEOOPA30BaHMil B Pa3BUTHU NMPH3HAKOB according to Maiibu

(Mabee, 1993).

Fig. 2. Frequency of different types of ontogenetic patterns in character development according to Mabee (1993).

koboiinukosa 2010 a). Ilpu 5TOM, MO-BUANMOMY,
TepMUHAJIbHASI HA/ICTAaBKA XapaKTepHA He TOJIbKO IS
MOPGhOJIOTUYECKUX, HO U JIJI MOJIEKYJISIPHBIX TIPH-
3HAKOB Pa3BUTH. Tak NpU M3y4YeHWU 3KCIIPECCUU
romeo6okcHbIX TeHoB HoxD 9-13 B mepenneii Koneu-
HOCTH MO3BOHOYHBIX OGHAPYKEHO, YTO ¥ KOCTHCTOH
poibbl  Danio rerio (Hamilton 1822) skcnpeccust
TIPOMICXO/IUT B /[BA 3TAIA, a Y TETPAIIO/ — B TPH JTAla.
TToCcKObKY TIOCTIEHNI DTAll SKCIpeccuu ObLI 0OHa-
PY’K€EH B TOM 00JIaCTH 3a4aTKa MepeqHeN KOHEYHOCTH,
T7ie IPOUCXOAUT 0OPa30BaHMUE TAJIBIIEB, OBLIO BBICKA-
3aHO IIPEAIIOJIOKEHNE, YTO TPETHH STaIl SKCIIPECCUN
HoxD 9-13 ¢popmupyetcsi B CBSI3U C TIOSIBJIEHUEM 3TUX
KOCTHBIX cTPYKTYp y Terpanoz (Sordino and Duboul
1996; Shubin et al. 1997). OueBunHO, YTO 34€CH MBI
BCTpeYaeMcCsl C TEPMUHATBHON HAJICTABKON Pa3BUTHS
B OHTO- ¥ (pUJIOTEHESE. YUUTHIBAS BEAYIIIYIO POJIb TEP-
MUHAJIBHBIX MPE0OPa30BaHUil B OHTOrEHE3€e, MOXKHO
MIPE/NOJIOKUTh, YTO B MEPCIEKTUBE OYAYT HalIEHbI
7 pa3paboTaHbl YCIOBUS UX WCIIOIb30BAHUSI TSI TIO-
JIIpU3AIY (QUIOTEHETUIECKUX TPHU3HAKOB.

OnrtoreHernyecKkue COObITHS

3mech TIPEACTABISETCS BAKHBIM YCTaHOBUTD,
Kakue ’Ke IIPOIECCHl OIPeNessioTCS TEePMUHOM
OHTOTEHETUYECKOE COOBITHE WM TPE0OPA30BAHME.
Texkesp pasiuyayg cpeaur COOBITMI OHTOreHe3a Ia-
JINHTeHe3bl, WM DPa3BUTHE IPU3HAKOB B3POCJbBIX
OPraHU3MOB, U IIeHOTeHe3bl — Pa3BUTHE ININHOYHBIX
ananTtanuit. CeBepIioB OB MEPBBIM, KTO MIPEIOKILI
KJIaccuUKAIUIO, CBSI3aBIIYI0 OHTOTEHETHYECKUE U

dumorenernyeckue mporecchl (1939). Ero teopus
(umaMObpHroOreHe3a ONUCHIBAET MOSIBJEHUE HOBBIX
MPU3HAKOB TIyTEM TPEX BO3MOXKHBIX MOMAYCOB (bu-
JI5MOpHOTeHe3a: apxajllakCcuca, AeBUanuy 1 aHabo-
JIUY, PA3INYAIONIMXCS 110 BPEMEHU X TIOSIBJIEHUS B
MopdoreHese ¥ pPOJM B IBOJIOIHOHHOM IPOIECCE.
ITO COOBITHS, IPUBSI3AHHBIE K HAYAITY, CEPEIUHE VIIH
KOHIly SMOPHOHAJIBHOTO M JMYUHOYHOTO HEPUOIOB
Pa3BUTHSI W BhI3bIBaioONIue 6osiee WM MEHee CyIie-
CTBEHHbIE TIEPECTPOIMKHU B3POCIBIX OPTAHU3MOB.

Hamnpasienne kiaaccuukanud cOOBITUN OHTO-
reHe3a, Hayatoe CeBepIIOBBIM, IO CYIIECTBY IIPO-
noskaer Maitbun (Mabee 1993), He 3HaKOMast ¢ ero
paGoramu. V3 yIOMSIHYTHIX BBIIIE BOCHMU THIIOB
BBIJIEJISIEMBIX €10 OHTOTEHETUIECKUX U3MEHEHU, TPH
mepBble MOXKHO MHTEPIPETUPOBATh KaK aHaGOJIMIO,
YeTBEPTHII THUIT — KaK aPXAJLIAKCHUC, CIEAYIOIIIE /Ba,
[0 CYIIECTBY, SIBJSTIOTCS IleHOTeHe3aMu. C TOYKHU
3penus Maiibu, Ba OCJAEHUX TUIA PAHEE HE BBIZE-
JILTIACH U 0OYCJIOBJIEHBI BHIOPAHHON €10 METOIUKOi
uccienoBanust. [Ipu aToM peBepcusi He GbITA BbISB-
JieHa 1 caMoii Maiibu B ee matepuane. VI Ceepiios,
1 Mbii61 He IPU3HAIOT 3HAYUTEIBHON POJIM reTePOX-
POHUII B 9BOJIIOIUY KUBBIX OPTAaHI3MOB.

B orsmmuue ot teopun CeBepioBa Kaaccuduka-
IS MOZYCOB BO3HUKHOBEHUsSI HOBBIX NTPU3HAKOB B
ontorenese Jlebupa (De Beer 1930, 1958) ocHoBaHa
Ha M3MEHEHMAX TeMIla WX pasBuTus. [leOup BHeC
3HAYUTEIbHBIN BKJIaZJ B pPa3BUTHE BBOHIOHHOHHOﬁ
TEOpUH, Pa3paboTaB IOHSTHE €IUHOTO (HEHOMEHA
BPEMEHHOTO CI[BUTa WK TeTepoxpoHuu. [lox rere-
POXpOHUEHl UM TIOHUMAETCS U3MEHEHHe B OTHOCHU-
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Puc. 3. Oxcnpeccuss HoxD 9-13 reHoB B niepeaiHeil KOHEYHOCTH T103BOHOUHBIX (Sordino & Duboul, 1996; Shubin et al. 1997).
Fig. 3. HoxD 9-13 gene expression in arm of vertebrates (Sordino & Duboul, 1996; Shubin et al. 1997).

I'ETEPOXPOHHM

MMEJJOMOP®O3

[NEPAMOP®0O3

| | l

[MPOTEHE3 HEOTEHUS TIOCTAUCIUIENCMEHT THUITEPMOP®O3 AKCEJIEPAIIMS TIPEJIUCTIJIEUCMEHT

CokpalieHHe TeMma
Mopo10rHUECKOIO
PASBHTHS

Pannee monosoe CoxkpamieHHe TeMIa pocTa

Co3peBaHE

Tlozsee nomoeoe
co3peBanne

BospacTante Temma Bospacanvie Temma pocta

MOP(OTOTHUYECKOTO PasBHTHS

Puc. 4. Homenkiatypa rerepoxponuii mo Maksamapa (MacNamara, 1986) ¢ usmeHeHUAMIU.

Fig. 4. The nomenclature of heterochronies according to MacNamara (1986) with changes.

TEJIbHOM BPEMEHM TMOSBJIECHHWS U TEMIle Pa3BUTHUS
[PU3HAKOB [OTOMKA 110 OTHOINIEHUIO K MPH3HAKAM
mpenKa. ITO OmpeleieHne, MePBOHAYAIBHO JTAHHOE
Iebupom (DeBeer 1930), mosanee 6Ge3 naMeHeHMit
npunATo B padorax Toynma (Gould 1977) u Makna-
Mmapbl (McNamara 1986). B HacTosiiee Bpemst 60J1b-
IIUHCTBO HMCCJIEAOBATENIEd CUUTAET TETEPOXPOHUU
Ba)KHEHIIINM MEXaHU3MOM TIPeo0Opa3oBaHuUil OPraH-
3aruu B (usioreHese. MHOTOUNCIEHHbIE CHHOHUMBI
TeTePOXPOHUHN DPA3HOTO THIIA, TPEIJIOKEHHBIE pa3-

JIMYHBIMU aBTOpaMu, TpeGoBamu ymopspodenus. C
aroit 1enpio Maknamapa (McNamara 1986) mpen-
JIOKWUII YAOOHYIO M YETKYI0 HOMEHKJIATYDY, YIUTHI-
BaIOIIyI0 COOTHOIIEHHE CPOKOB 3aKJAAKH, TEMIIOB
Pa3BUTHUS U POCTA KAK COMATHYECKUX, TAK U TOJTOBBIX
opranos (Puc. 4).

Houmya (2005) mpezacraBisieT KIacCH(UKAIIAIO
M3MeHEHN SMOPUOHAIBHOTO U INYMHOYHOTO Pa3BHU-
THS1, UICTOJIKOBBIBAEMYIO M Ha OCHOBE T€HETUYECKUX
IIPOIIECCOB, JIe)Kamux B OcHOBe Mopdorenesa. Vm
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. 39 (48,51

Lepidonotothen 2%

21-24 (47)

Nototheniops 728 “>%0)| 10-11

Gobionotothen 2% > Pseudotrematomus 20192 Pleuragramma 2283133

19-20 (42) 4-7 (43-44,46) 1-2 8-12
Lindbergichthys 32 40| Trematomus 2.2 —J Aethtaxis 220 =

3
8-9 (40-41,47)" 1 25, "
Patagonotothen —t Pagothenia <" . Gvozdarus 2% 2 1-2
(18-20)
. . . . 21-23,(28-29)

Indonotothenia 843444650 ra Cryothenia 21 @ Dissostichus

o 27-30 (46,48)
Paranotothenia ————

12-17 (45)

. 25-26 (46°,51)
Notothenia ——

Kragorpamwma cssseit ponos Nototheniinae

Knanorpamma cesseit ponos Trematominae Knaporpamma cesseit ponos Pleuragramminae

Puc. 5. Poicreennbie oTHOmeHus Tpex noiacemeiicts Nototheniidae (Balushkin 2000).
Fig. 5. The relationships of three subfamilies of Nototheniidae (Balushkin 2000).

Taﬁ.mma 1. BeisgBiienue POACTBEHHBIX OTHOIIIEHU KOCTUCTBIX phI6 KIaIUCTUIECKUMU ME€TOIaMU C UCIIO/Ib30BAaHUEM ITPU3HAKOB PaHHUX

CTaJuii pa3BUTHS.

Table 1. Use of early ontogenetic characters for the cladistic analisys of phylogenetic relationships within the teleost fishes

Taxcons! / Taxa Astopsr / Authors Tox / Year
Gempylidae Russo J.L. 1983
Argentinoidei Ahlstrom EN. et al. 1984
Mictophidae Paxton J.R. et al. 1984
Scopelarchidae Johnson R.K. 1984
Evermannellidae Johnson R.K. 1984
Lophiiformes Pietsch T.V. 1984
Beloniformes Collette B.B. et al.a 1984
Scomberomorini Collette B.B. et al.b 1984
Stromateoidei Horn M.H. 1984
Scombroidei Johnson G. D. 1986
Serranidae Baldwin C.C. 1990
Congrogadinae Mooi R.D. et al. 1990
Scorpaeniformes Imamura H.M. and Jabe M. 2002
Brotulotaenia and Lamprogrammus Fahay M.P. and Nielsen J.G. 2003
Pleuronectidae Roje D.M. 2010

BbIJIEJIEHBl TPX OCHOBHBIX SBOJIOIMOHHBIX CIIOCO0a:
pazobuieHne (AUCCONUANNSA) TPOIECCOB Pa3BUTHUS
BO BPEMEHHU U B IIPOCTPAHCTBE, YMHOKEeHUE ([IyTLIU-
KaIlus) 4acTell ¢ mocaenytoneil ux 1uBepreHiuei n
3aMeleHrie (PYyHKIUU TOW WU WHOM CTPYKTyphl. K
[IEPBOMY CIIOCOOY OTHOCATCS TETEPOXPOHUH, IeTe-
POTOIIUH, AJIOMETPUYECKOE W3MEHEHUE CKOPOCTHU
pocra yacreii Tema. Ko BTOpoMy criocoly OHTOTE-
HETUYECKUX IIPe0OpasoBaHMii — IIOJMMEPU3ALUI W
osmromepusanus. Ilo-BuaumMoMy, ciofa ke MOKHO

n06aBuTh KoMIUIeKcamio 1o MawmkaeBy (1996).
K Tperpemy THIy OTHOCATCS KoamTanmuu. B HacTo-
siitee BpeMst, Kak momuepkuBaer [lomaya (2005),
mpobjieMa B3aMMOOTHOINEHUN WHIWBHUAYAJIbHOIO
PasBUTHS U (PUJIOTEHE3A JAJIEKO BBIIILIA 32 TIPENETTBI
MOP(}OJIOTUUECKUX UCCTE0OBAHUIM U PENIAETCS C yUe-
TOM COBPEMEHHOTO TIOHUMAHUs 3aKOHOMEDPHOCTEN
SBOJIIOIIMM TEHETUYECKUX CHUCTEM, YIIPABJISIONIUX
pasBuTueM. Bo3aMOXHO, IMEHHO B CBSI3U CO CMEHOU
NPUOPUTETOB  SMOPUOJIOTMYECKUX —MCC/ETO0BAHMN
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Neopagetopsis ionah
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H Notothenia angustata
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Notothenia rossii
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C Dissostichus mawsoni
—_—I E Aethotaxis mitopteryx
Pleuragramma antarcticum

Patagonotothen tessellata
B [~ J E Patagonotothen ramsayi

Lepidonotothen nudifrons k3]

| Lepidonotothen mizops B8

A Lepidonotothen larseni 3
Lepidonotothen squamifrons B4

Trematomus scottii
Trematomus newnesi
e | rf€Matomus eulepidotus
F Trematomus hansoni
Trematomus vicarius
Trematomus bernacchii
l_ Trematomus pennellii
Trematomus lepidorhinus
Trematomus loennbergii

B G T. (Pagothenia) borch.
_c Trematomus nicolai

Puc. 6. Poxcreennsie otHomenus cemeiictBa Nototheniidae (Sanches et al. 2007). A — o6benuHEeHHOE KOHCEHCYCHOE IepeBo 1o Ba-
nymkuny (Balushkin 2000): 106 npusnakos, 2 nepesa, L 125, Ci 85, Ri 86; b — koHceHcycHoe nepeBo 1o CaHuec ¢ CoOaBTOpaMu.

Fig. 6. The relationships of the family Nototheniidae (Sanches et al. 2007). A — consensus tree on Balushkin (2000): 106 characters, 2
trees, L 125, Ci 85, Ri 86; B — consensus tree on Sanches and others (2007).

K HaCTOSIIEMY BPEMEHU He OCYIIECTBJIEHA YIIOps-
JodeHHas Kiaaccudukaiyuu coObiThii MopdoreHesa
B paMKax MOP(}OJOTHYECKUX TEPMHUHOB, KaK OBLIO
crpaBeInBO oTMedeHO Mbaitbu (Mabee 1993). B
HEMAJION CTEIEHU ITOMY CIIOCOOCTBOBAIIO ¥ TIPOUC-
XOJIsITIee B TIOCJIE/IHEE [IBA IECSITUIETUE BBITECHEHNUE
MOPGhOIOTUYECKUX JAHHBIX MOJIEKYJISIPHBIMUA TIPU
PEKOHCTPYKIIUY POACTBEHHBIX OTHOIIEHUH.

Hcnosnb3oBaHue MPU3HAKOB PA3BUTHS B
PEKOHCTPYKIHMH (PUIOTEHHH M CHCTEMATHKE
KOCTHCTBIX PbIG

C6opuuk «OnToreHe3 u cucremarukas («Onto-
geny and Systematics” 1984), o6benuHuBIINI HC-
CJIeIOBAaHUST OHTOTE€HE3a U CHCTEMATUKU KOCTHUCTHIX
pbi6, oTpasua guckyccuio 70—80-X ro0B MPOLLIOro
BeKa 0 3HAYEHUU OHTOT€HETUYECKUX IIPU3HAKOB IS
PEKOHCTPYKIMK uioreHnu. PemakTopsl u3maHUS
MMOJIYEPKUBAJIY, UTO, HECMOTPSI Ha TEOPETUYECKYIO
BaJKHOCTh OOBEKTA, OHTOTEHETUYECKHE WCCJEN0Ba-
HUS KOCTUCTBIX PbI6 penku. HecMmoTpst Ha yacToe
WICIIOJIb30BAHUE IJISI PEKOHCTPYKINU (UIOT€HNH U

MOCTPOEHUSI CHCTEMBI TIPU3HAKOB CTPOEHUS WMKPH-
HOK, CBSI3aHHBIX C UX pasMepamu, (POPMOI M CTPYK-
TYPOii sii1eBOi 000I04KH, GOJIBITMHCTBO MOJIE3HOM
uHGOPMAIMM  BKJIIOYAET JIMYUHOYHOE Da3BUTHE
M CPOKM TIOSIBJIEHHS] TMOKPOBHBIX U 3aMeEIIaioNInX
kocreit (Arratia 2004). Monopuiis Teleostei u ux
OCHOBHBI€ KJIAbI TIO/IJIEPKAHBI B OCHOBHOM OCTE0JIO-
rudeckumu npusHakamu (Wiley and Johnson 2009).
Cremyer OTMETHTD, 4TO B paboTax, PEKOHCTPYUPYIO-
X (QUIOTEHUIO KPYITHBIX TAKCOHOMUYECKUX TPYIII
PBIO, 10 CHX TIOP HE TaK YaCTO MPUMEHSIOTCS METOBI
KJIaIMCTUIECKOTO aHain3a. /laHHbIe 10 Pa3sBUTHIO Ha
PaHHKX 9TAIlaX OHTOTEHE3A €Ille PEKE MCIIOIb3YIOTCS
[PY PEKOHCTPYKIMU (DUIOTEHUN KJIaAUCTHIECKAMU
metomamu (Tabm. 1).

B xauecTBe mmpuMepa BO3MOKHOCTEH HCITOJH30-
BaHUS B PEKOHCTPYKIUU (DUIOTEHUN U CHCTEMATH-
Ke PbIO MPU3HAKOB PAHHUX CTAJNN PA3BUTHUS MOKHO
MIPUBECTH UCCIE0BAaHNE, BHIMOJHEHHOE Ha HOTOTE-
HHUEBBIX PHIOAX M3 CJIOKHOTO B TAKCOHOMHYECKOM
orHomenuu cemeiictBa Nototheniidae (Bocko6oii-
HukoBa 20106). Bamymkunsim (Balushkin 2000)
ObLIM MPEJIOKEHBI KJIAJIOTPaMMBbl, J€MOHCTPUPY-
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Puc. 7. Knagorpamma pozcrBentsix otHomenuii Nototheniidae (Bocko6oitnunkosa 2010 6).
Fig. 7. The cladogramm of relationships of Notoheniidae (Voskoboinikova, 2010).

IOII¥E POAICTBEHHBIE OTHOIIEHUS TPEX MOACEMENCTB
HOTOTEHHEBBIX, BBIACJECHHBIX B Pa3HbIE€ I'OJ[bl pa3-
snuyabiMu aBropamu (Andersen and Hureau 1979;
Banymkun1982) (Puc. 5).

B pabore, mocBsAmeHHO# (uoreHNM HOTOTE-
HueBbix pbi6, Canuec ¢ coaBropamu (Sanches et al.
2007) B TaKCOH-TIPU3HAKOBOM MaTpuUIle 00beAUHILIN

106 mopdoiornyeckux mMpu3HaKOB MPEACTABUTETEN
Tpex mozacemeiicts Nototheniidae, mcmonpsosan-
Hble BamymkuabM. B pesysibraTe KiaucTuaeckoro
aHamM3a OBLIO IOJYYEHO KOHCEHCYCHOE IEePEBO,
cozep:kaiiee IIOJUTOMHUIO POJOB IIOJCEMENCTBA
Trematominae (Puc. 6A). CamuMu aBTopaMu ObLIN
CEKBEHHMPOBAHBI YEThIPE HE3aBUCUMBIX Habopa MO-
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JIEKYJSPHBIX MAHHBIX W TOJIYYEHO KOHCEHCYCHOE
nepeBo (Puc. 6B), B koTopoM He y/anoch BHISIBUTD
KJIaJ(bl, COOTBETCTBYIONIME paHee MPEMJIOKEHHBIM
MOJICeMENCTBAM HOTOTEHNEBBIX.

JlJis1 yTOUHEHMs POJCTBEHHBIX OTHONIEHUN MHOIO
OBLITM WCIIOJIb30BAHBI JIAHHBIE OHTOTEHETHYECKOTO
aHanmM3a HOTOTeHWMEeBBHIX pbIO (BockoGoiHMKOBA
201006). B pesybraTe 00beIMHEHKS TAHHBIX 110 Pa3-
BUTHIO KOCTHOTO cKesieta Nototheniidae u mo crpo-
eHnio ckejera y B3pocabix peid (Bamymkus 1976,
1982, 1984; Andersen and Hureau 1979; Baxymkus
u BockoboitnukoBa 1979; Bocko6oitnukosa 1980,
1986; Andersen 1984) GbLia HOJIyYeHA TAKCOH-IIPHU-
3HaKOBasi MaTpulla, Bkovaomas 21 sug u3 16 po-
JIOB HOTOTEHWEBBIX PHIO U 67 TMPU3HAKOB, BKIIOYAS
22 —mpusHaKa, OCHOBAHHBIX HA OHTOTEHETHYECKUX
MOCJIEZIOBATENBHOCTAX. MHOKECTBEHHBIE TPU3HAKK
OBLITM KOMPOBAHbI KaK a[iuTUBHBIE. MaTpwuiia Gbiia
aHaJIM3MPOBaHA MIPU TIOMOIIU KOMIIBIOTEPHBIX TPO-
rpamMMm Nona u Winclada. B pesysbrate mosyueso 1
nepeso pmHO# 135 maros ¢ unpexkcamu Ci 57, Ri 74
(Puc. 7). B aroii knmagorpaMme cHAIIOMOPGUY MTPU-
3HAKOB Pa3BUTHs CKeJieTa TOIEPKUBAIOT HATNYNE
Tpex mozcemeiictB Nototheniinae, Trematominae
u Pleuragramminae. Vcmonbp3oBaHue IIPU3HAKOB
Pa3BUTHSI CKeJieTa TIPY PEKOHCTPYKIUYU (HDUIOTEHUN
Nototheniidae m03B0JIMIO TOSYYUTH OIHO AEPEBO U
COKPATHUTh YUCJIO UCTIOIb3YEMbIX TIPU3HAKOB.

MOXKHO OTMETHTH, YTO HCIOJb30BAHME OHTO-
TEHETUYECKUX TIOCIEIOBATENIFHOCTEl B KauecTBe
CaMOCTOSATENbHBIX TPU3HAKOB IIPHU PEKOHCTPYKITK
(usnorennu erme IBYX CEMENCTB HOTOTEHWEBWII-
HbIX pei6 — Bathydraconidae u Channichthyidae, a
TakKxke rpymnnsl moaoTpsanos Blennioidei s.l. croco6-
CTBOBAJIM HE TOJBKO BO3PACTAHWIO CTaOMIBHOCTH
IIPEACTABJIEHUH O POACTBEHHBIX OTHOIIEHUIX Bathy-
draconidae u Channichthyidae, Ho u moaTBepaMIM
HEOOXOAVMOCTh  TIOBBINIEHUS] TaKCOHOMHYECKOTO
craryca Parachaenichthyinae 8 Bathydraconidae mo
yposHs moziceMeiictBa (Bockoboiitnukosa 20106). B
nozpotpsze Notothenioidei 651710 IPeAIOKEHO HOBBI-
CHUTh TAKCOHOMUYECKUH paHT ceMeiicTBa Bovichtidae
no Hazacemeiictsentnoro (Bovichtioidea), npu stom
OCTAJIbHBIE CEeMENCTBa TONOTPsia OOBENUHUTH B
HazceMmelicTBo Notothenioidea. ITociennsas TakcoHO-
MHYeCKasi MPOIEypa B HACTOSIIEE BPEMST TIPH3HAHA
u apyrumu aBropamu (Eastman 2006; Federico et al.
2006; Eastman and Lannoo 2007).

B 3aKit04e€HUU MOKHO OTMETHTD, YTO TIPU3HAKU
Pa3BUTHUS MOTYT OBITh C YCIIEXOM TIPUMEHEHbI U TIPU
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KapTUPOBaHUK MOP(OJOTUIECKUMU IIPU3HAKAMU
(puIoTeHETHYECKUX PEKOHCTPYKIIUHN, ITOyYEHHBIX
C WCIOJIb30BaHUEM MOJIEKYJISIPHBIX TPU3HAKoOB. K
nanHOMy BeiBofy mipurtes Pox (Roje 2010), o6benu-
HUBIIUH B MCCIETOBAaHUU POACTBEHHBIX OTHOIIEHUMN
pbI6 cemeiicTBa Pleuronectidae maHHbIE TMYMHOYHOM
Mop(doJioTuu U TEeHHBIX MOCcJaenoBaTeNbHOCTEH. OH
YKa3bIBA€eT, YTO CPEIU OTPAHUYEHHOTO YUCHA JIMIH-
HOYHBIX TIPU3HAKOB, TIOJIOKEHHBIX Ha KJIAJ0TPaMMY,
ITOYTH BCE OHU IIPEACTABIIIN JOIOJHUTEIBHYIO TOI-
IEePKKY IOJAy4eHHOU (uaoreHnu. TakuM o6pasom,
HCCIeI0BaHUs Ipeo6pa3oBaHuil MOP(OIOTUIECKUX
CTPYKTYp Ha paHHMX CTaausX OHTOTEHe3a 10 Ha-
CTOSIIETO BPEMEHHU IPEACTABJISAIOT COOO0M BasKHbII
WHCTPYMEHT CUCTEMATUKH.

BJIATOJAPHOCTU

Mos uckpeHHsiss GjarogapHocTh corpynuukam 3UH
PAH A.O. AgepwsnoBy, A.B. boukoBy, A.B. Banymkuny
u E.II. BopoHuHOii 32 06CyXIeHNE U [eHHbIE 3aMEYaHUs
BO BPEMsI MOJATOTOBKU PYKOITUCH, TIO3BOJIUBIIHUE CIETATH
usJIoKeHue oJiee JTIOTMYHBIM U COepKaTebHbIM. PaboTa
mommepskana Iloamporpammoit DITHTIT «M3ydenwe u
uccaenoBanve AHTapKTHKU> (TIpoekT «IIpoBenenue xom-
TUIEKCHOTO MCCJIENIOBAHUS AHTAPKTUIECKOI OUOTBI» ).

JIUTEPATYPA

barymkun A.B. 1976. Kpartkas peBususi HOTOTEeHU
(Notothenia Richardson u 6muskue pofbl) W3 CEM.
Nototheniidae. B k. B.M. Koposura (pez.). 3ooreo-
rpadus u cucreMaTuka pbib. 300J0rUYECKUI HHCTUTYT
AH CCCP, Jleannrpan: 113-117.

Barymkun A.B. 1982. Knaccubukanus TpemMaToMOBBIX
poi6 Aurapkruky // Te3ucsl JOKIaI0B KOH(bEPEHIUH.
«buosnorus 1menabGoBbIX 30H MUDPOBOTO OKeaHas.
[anmpreBocrounsrii Hayunsiii nenTp AH CCCP, Branu-
BoCTOK. 2: 9—-10.

Baxymkun A.B. 1984. Mopdosorndeckue 0CHOBBI cCHCTe-
MaTHUKU U (GUIOTEHUH HOTOTEHUEBBIX PBIO. 300JI0THYe-
ckuit uactutyt AH CCCP, Jlenunrpan, 141 c.

Banymkun A.B. u BockoGoiinnkosa O.C. 1979. 06
0COOEHHOCTSIX BHUCIIEPATHHOTO CKeJIeTa HOTOTEHUEBBIX
pbi6. Buonozus Mops, 5: 70-77.

BockoGoiinukosa 0.C. 1980. Bucnepanbbiii cke-
et mpexcrasureneil poma Trematomus Boulenger
(Nototheniidae). Bonpocvr uxmuonozuu, 20(5): 859—
865.

Bocko6Goiinukosa O.C. 1986 OsomonuonHbe Mpeobpa-
30BaHsI BUCIEPAIBHOTO CKeJIETa ¥ BOMP. (DUIOTeHUN
HotorerueBbix peib (Nototheniidae). Tpyder 3oon0zu-
ueckoeo uncmumyma AH CCCP, 133: C. 46—66.



150

Bocko6oiinukosa O.C. 2010 a. O6 uCHOIb30BaHUA KPH-
TepUsl OHTOT€HETUYECKOTO IIPEANIECTBOBAHUS HA IIPH-
Mepe Pa3BUTHS CKeJleTa HOTOTEHUEBUAHBIX PBIO. Thyovt
3ooxno0zuueckoeo uncmumyma, 314(4): 387-404.

BockoGoiinukoBa O.C. 20106. OnToreHernyeckue oc-
HOBBI TIPOMCXOKAEHUS, HBOJIONUN ¥ POACTBEHHBIX
OTHOIIEHWH HOTOTeHHEeBUAHBIX pbiO. Hayka, CaHkT-
ITerepbypr, 318 c.

Hounya A.K. 2005. Buosnorust passurusi. T. 1. Cankr-
ITerepGyprekuii yausepcutet, Cankr-IlerepOypr: 295 c.

Mawmxkae 10.B. 1996. Mopdosornyeckue MeXaHU3MBI
cucTeMaTu3aluy GuopasHoobpasus. JKyphan obmieit
6uosioruu, 57(2): 40-51.

MapremoB A.B. 2011. OntoreneTnyeckasi cuCTeMaTUKa
U HOBas Mojesib sBosonuu Bilateria. TosapuinecTso
nayynsix n3nanuit KMK, Mocksa, 286 c.

Mup3zosan J.H. 1963. VnanBumyanpHOe pa3BUTHE U 3BO-
morud. sparensctso AH CCCP, Mocksa, 275 c.

CesepuoB A.H. 1939. Mopdonorndeckre 3akoHOMeEp-
voctu sBosmoiuu. Akanemuss Hayk CCCP, Mocksa —
Jlenunrpam, 610 c.

Ahlstrom E.H., Amaoka K., Hensley D.A., Moser H.G.
and Sumida B.Y. 1984. Pleuronectiformes: develop-
ment. In: Moser H. G,, Richards W. J., Cohen D. M.et
al., eds. Ontogeny and Systematics of Fish. American
Society of Ichthyologists and Herpetolologists, 1. Allen
Press Inc., Lawrence: 640—-670.

Andersen N.C. 1984. Genera and subfamilies of the family
Nototheniidae (Pisces, Perciformes) from the Antarc-
tic and Subantarctic. Steenstrupia, 10(1): 1-34.

Andersen N.C., Hureau J.-C. 1979. Proposition pour une
nouvelle classification des Nototheniinae (Pisces, Per-
ciformes, Nototheniidae). Cybium, 3(6): 47—-53.

Arratia G. 2004. Ontogeny and phylogeny of teleosts with
special reference to cypriniforms. Estonian Marine In-
stitute Report Series, 12: 99.

Baer K.E. 1828. Uber Entwickelungsgeschichte der
Thiere: Beobachtung und Reflexion. 1, xxii + 271; 2,
315. Borntrager, Konigsberg.

Baldwin C.C. 1990 Morphology of the larvae of American
Anthiinae (Teleostei: Serranidae), with comments on
relationships within the subfamily. Copeia, 4: 913—955.

Balushkin A.V. 2000. Morphology, classification, and
evolution of notothenioid fishes of the Southern Ocean
(Notothenioidei, Perciformes). Journal of Ichthyology,
40(S1): S74-S109.

Collette B.B., McGowen G.E., Parin N.V., and Mito S.
1984. Beloniformes: development and relationships.
In: Moser H.G., Richards W.J., Cohen D.M. et al., eds.
American Society of Ichthyologists and Herpetologists
Special Publication, 1. Allen Press Inc., Lawrence, ,
335-354.

Collette B. B., Ollette B. B., Potthoff T., Richards W.].,
Ueyanagi S., Russo J. L. and Nishikawa Y. 1984.
Scombroidei: development and relationships. In: Moser

0.C. BockoboiinukoBa

H.G,, Richards W.,J., Cohen D.M. et al., eds. American
Society of Ichthyologists and Herpetologists Special Pub-
lication, 1. Allen Press Inc., Lawrence, 591-620.

De Beer G.R. 1930. Embryology and evolution. Claren-
don, Oxford, 116 p.

De Beer G.R. 1958. Embryos and ancestors. Clarendon,
Oxford, 197 p.

De Queiroz K. 1985. The Ontogenetic Method for Deter-
mining Character Polarity and its Relevance to Phyloge-
netic Systematics. Systematic Zoology, 34(3): 280—299.

Eastman J.T. 2006. Aspects of the morphology of phyleti-
cally basal bovichtid fishes of the Antarctic suborder
Notothenioidei (Perciformes). Polar Biology, 29:
754-763.

Eastman J.T. and M.J. Lannoo. 2007. Brain and sense
organ anatomy and histology of two species of phyleti-
cally basal non-Antarctic thornfishes of the Antarctic
suborder Notothenioidei (Perciformes: Bovichtidae).

Journal of Morphology, 268: 485—503.

Mazzei F., Ghigliotti L., Lecointre G., Ozouf-Costaz
C, Coutanceau J-C,. Detrich HW III, Pisano E
Ozouf-Costaz C, Coutanceau J-C,. Detrich HW III,
Pisano E. 2006. Karyotypes of basal lineages in no-
tothenioid fishes: the genus Bovichtus. Polar Biology,
29(12): 1071-1076.

Fahay M.P. and Nielsen J.G. 2003. Ontogenetic evidence
supporting a relationship between Brotulotaenia and
Lamprogrammus (Ophidiiformes: Ophidiidae) based on
the morphology of exterilium and rubaniform larvae.
Ichthyological Research, 50: 209—220.

Ford E.B. and Huxley J.S. 1927. Mendelian genes and
rates of development in Gammarus chevreuxi. British

Journal of Experimental Biology, 5: 112—134.

Gegenbaur C. 1898. Verdleichende Anantomie der Wier-
beltiere. 1. Engelmann, Leipzig, 978.

Goldschmidt R. 1938. Physiological genetics. McGraw-
Hill, New York, 375.

Gould S.J. 1977. Ontogeny and phylogeny. Belknap. Cam-
bridge. P. 1-501.

Haeckel E. 1866. Generelle Morphologie der Organismen.
Allgemeine Grundziige der organischen Formen-Wis-
senschaf., mecanisch begriindet durch die von Charles
Darwin reformirte Descendenz-Theorie. 1, xxxii + 574;
2, cxl + 462. Verlag von Georg Reimer, Berlin.

Haeckel E.1874. Anthropogenie oder Entwickelungsge-
schichte des Menschen. Gemeinverstindliche wissen-
schaftliche Vortrige tiber die Grundziige der menschli-
chen Keimes- und Stammes-Geschichte. Bd. 2, 473.
Engelmann, Leipzig.

Hennig W. 1966. Phylogenetic Systematics. University of
Illinois Press, Urbana, 263.

Hennig W. 1982. Phylogenetische systematik. Paul Parey
Verlag, Berlin & Hamburg, 246.

Horn M.H. 1984. Stromateoidei: development and re-
lationships. In: Moser H.G., Richards W.J., Cohen



HcnoaszoBanue IIPU3HAKOB PaHHUX CTaI[I/Iﬁ Pa3BUTHUA

D.M. et al., eds. American Society of Ichthyologists and
Herpetologists Special Publication, 1. Allen Press Inc.,
Lawrence, 620—628.

Imamura, I. and Yabe, M. 2002. Demise of the Scorpaeni-
formes (Actinopterygii: Percomorpha): an alternative
phylogenetic hypothesis. Bulletin of Fishery Society of
Hokkaido University, 53: 107—128.

Johnson R.K. 1984a. Scopelarchidae: development and
relationships. In: Moser H.G., Richards W.J., Cohen
D.M. et al., eds. American Society of Ichthyologists and
Herpetologists Special Publication, 1. Allen Press Inc.,
Lawrence, 245—-250.

Johnson R.K. 1984b. Evermannellidae: development and
relationships. In: Moser H.G., Richards W.J., Cohen
D.M. et al., eds. American Society of Ichthyologists and
Herpetologists Special Publication, 1. Allen Press Inc.,
Lawrence, 250—254.

Johnson G.D. 1986. Scombroid phylogeny: an alternative
hypothesis. Bulletin of marine science, 39(1): 1-41.
Kluge A.G. and Strauss R.E. 1985. Ontogeny and sys-
tematics. Annual Reviews of Ecological Systematics, 16:

247-268.

Lundberg J.G. 1973. More on primitiveness, higher level
phylogenies and ontogenetic transformations. System-
atic Zoology, 22(3):327-329.

Mabee P.M. 1993. Phylogenetic interpretation of ontoge-
netic change: sorting out the actual and artefactual in
an empirical case study of centrarchid fishes. Zoological
Journal of Linnean Society, 107: 175-291.

McNamara K.J. 1986. A guide to the nomenclature of het-
erochrony. Journal of Paleontology, 60(1): 4—13.

Mooi R.D., Winterbottom R. and Burridge M. 1990. Egg
surface morphology, development and evolution in the
Congrogadinae (Pisces, Perciformes, Pseudochromi-
dae). Canadian Journal of Zoology, 68: 923—-934.

Morgan T.H. 1934. Embryology and genetics. Columbia
University Press, New York. 258.

Nelson G. 1973. Classification as an expression of
phylogenetic relationships. Systematic Zoology, 22:
344-359.

Nelson G. 1978. Ontogeny, phylogeny, paleontology, and
the biogenetic law. Systematic Zoology, 27(3): 324—345.

151

Ontogeny and Systematics. 1984. Moser H.G., Richards
W.J., Cohen D.M. et al., eds. American Society of Ich-
thyologists and Herpetologists Special Publication, 1.
Allen Press Inc., Lawrence, 1-760.

Paxton J.R., Ahlstrom E.H. and Moser H.G. 1984.
Myctophidae: Relationships. In “Ontogeny and Sys-
tematics of Fishes”. H.G. Moser, Richards W.J., Cohen
D.M. et al., eds. American Society of Ichthyologists and
Herpetologists Special Publication, 1. Allen Press Inc.,
Lawrence, 239—-244.

Pietsch T.W. 1984. Lophiiformes: Development and rela-
tionships. In “Ontogeny and Systematics of Fishes”. H.G.
Moser, Richards W.,J., Cohen D.M. et al., eds. American
Society of Ichthyologists and Herpetologists Special Publi-
cation, 1. Allen Press Inc., Lawrence, 320—-325.

Roje D.M. 2010. Incorporating molecular phylogenetics
with larval morphology while mitigating the effects
of substitution saturation on phylogeny estimation:
A new hypothesis of relationships for the flatfish fam-
ily Pleuronectidae (Percomorpha: Pleuronectiformes).
Molecular Phylogenetics and Evolution, 56, 586—600.

Russo J.L. 1983. Interrelationships of the gempylid fishes
(Teleostei, Scombroidei). Unpubl. Ph.D. Dissertation,
George Washington University, Washington, 248 pp.

Sanchez S., Dettai A., Bonillo C., Ozouf-Costaz C.,
Detrich H.-W. and Lecointre G. 2007. Molecular and
morphological phylogenies of the Antarctic teleostean
family Nototheniidae, with emphasis on the Trematomi-
nae. Polar Biology, 30(3): 155—166.

Shubin, N., C. Tabin, and S. Carroll. 1997. Fossils, genes
and the evolution of animal limbs. Nature, 388: 639—648.

Sordino P. and Duboul D. 1996. A molecular approach to
the evolution of vertebrate paired appendages. Trends in
Ecology and Fovolution, 11: 114—119.

Wiley E.O. and Johnson G.D. 2009. A teleost classifi
cation based on monophyletic groups. In: J.S. Nelson,
H.-P. Schultze and M.V.H. Wilson (eds.). Origin and
phylogenetic interrelationships of teleosts. Verlag Dr.
Friedrich Pfeil, Miinchen: 123-182.

Williams D.M., R.W. Scotland, and S. Blackmore. 1990.
Is There a Direct Ontogenetic Criterion in System-
atics? Biological Journal of the Linnean Society, 39:
99-108.



