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PE3IOME

B crarpe pacCMOTpE€HbI OCHOBHBIE 3TAIlbl U3yUYCHUA MOpCbO]IOI‘I/II/I 3alHUX KOHEYHOCTeN MTHUI| Kak IIpuUMep
HUCTOPHUYECKOT'O Pa3BUTUA MOp(bOJIOI‘I/I‘IECKI/IX HCCIeIOBaHui B O6MOJIOTUH: OT I/IJIJIIOCTpaI.II/Iﬁ YPOBHA MTPpOU3-
BeleHusA UCKYCCTBa, 4epe3 c6op AHAaTOMHNYECKOro MaTepuaJja u €ro beHKI.[I/IOHaJII)HyIO UHTEPIIPpETAIIUIO /10
PEKOHCTPYKIIUU TUIIOTETUYECKUX U PEAJIPHO JKUBITUX (I)OpM B xauectBe I/I]IJIIOCTpaI_[I/Iﬁ IIPUBOAATCA paéOTI)I
aBTOpa, OIMUCHIBAIOIINE CTAAUU B 3BOJIIOIIUU AKaH U TPOTOHOB, a TaKX€ KJ/IIOYEBYIO JIOKOMOTOPHYIO aJallTa-
ITUIO BOpO6I)I/IH]>IX IITHUIL. PEKOHCprKHI/II/I MSATKHAX TKaHeH! 1 CBSI30K 3aJJHUX KOHEYHOCTEN recrepopHuca, Moa
u opJa XaacTa Imo3BOJSI0T CyaAuTb 006 0c06eHHOCTAX JIOKOMOITY BBIMEPIINX BU/IOB.

Kiaouessbie ciioBa: alallTalluu, 3a/JlHNE KOHEYHOCTH, MOp(l)OJIOI‘I/Iﬂ, IITUITBI, PEKOHCTPYKI A
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SUMMARY

Here we discuss the main stages in the study of the morphology of the avian hind limbs as an example of the his-
torical development of morphological studies in biology: from illustrations at the level of a work of art, through the
collection of anatomical material and its functional interpretation to the reconstruction of hypothetical and real
forms. We provide a synopsis of original studies, describing the stages in the evolution of jacanas and trogons, as
well as the key locomotor adaptation of passerine birds. Reconstructions of the soft tissues and ligaments of the
hind limbs of the Hesperornis, moa, and Haast’s eagle make it possible to judge the peculiarities of locomotion in
extinct species.

Key words: adaptations, hind limbs, morphology, birds, reconstruction

OyuknuoHantbHass MOPGOJOTUS MTHUI[, KaK

IITUIl CBA3aHa C XY/OXECTBEHHOI'O KadyeCTBa HJI-

1 1106251 MOPGOJIOT U st AKUBOTHBIX, BKJIIOYAET B CeOsT
HECKOJIBKO COCTaBJSIONUX, TPEGYOIUX OT TOTO,
KTO PENIUJICS €10 3aHUMaThCs, Habopa BasKHBIX Ka-
yecTB ¥ yMeHuii. [lepoe — yMeHMe BULETh OOBEKT;
UJIeaTbHO, XOTSI ¥ He 00513aTeNbHO, TJIa30M XYI0K-
Huka. C caMoro cBOero BO3HUKHOBEHN S B TI03/[HEM
cpelHeBeKOBbe (PyHKIMOHAJNbHAS MOpdosorus

JocTpanusaMu. Bropoe — yMeHue TIareabHO CO-
6UpaTh U CUCTEMATU3UPOBATH MOPQOJIOTUIECKUI
MarepuaJ. TpeTbe — yMeHUE 32 XUTPOCIIJIIETEHUEM
MOP(OJIOTUYECKUX CTPYKTYP BUAETHh UX (PYHKIIU-
OHAJIBHYIO B3aMMOCBSI3b. B 3TOM poccuiickas Mop-
(osoruueckas mKosa Bceraa 3aHUMaja OAHO U3
muaupytonux mect (CeBepruoB [Severtzow] 1939;
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MImansraysen [Schmalhausen] 1947; IOxuH [ Yudin]
1957; Kopayu u I3epxunckuii [Korzun and Dzer-
zhinsky] 2001). 3to o6ecneunBaio (1 obecneunBa-
€T) el yCIlex B UCCJIeOBAHUAX, TTIe 32 PEIeHTHBIMU
(DYHKIMOHATBHBIMY y3JIaMU HEOOXOAUMO BUIETD
aIanTUBHYIO UCTOPUIO UX (popMUpOBAHUS. ITO —
BbICIIIAsI CTA[UsI OCBOEHUsSI MaTepuasa, MO3BOJSI-
I0IIasl CIEIUATUCTY PEKOHCTPYUPOBATH HPOIIJIOEe
U BO3MOXHOe Oy/yliee u3y4aeMbIX UM CTPYKTYD
B I[ENM 5BOJIOIMOHHBIX MpeoOpa3oBaHuil pury-
MoB. B Hamem 0630pe MbI IIPOUILTIOCTPUPYEM BCeE
yKa3aHHBIE BbIIE COCTABJSION[ME Ha TIPUMEpPE Ha-
mux paboT, MOCBAMIEHHBIX 3aJHUM KOHEUHOCTSM
nturl (3uHoBbeB [Zinoviev] 1993).

OtnaBast naub autorpadusam B pabore dpan-
y3ckoro aBropa IIbepa Besona (Belon 1555) u pu-
cyHkaMm B pabore Bosbxepa Koiitepa (Coiter 1575),
MEPBBIMU UCTUHHO XYI0KECTBEHHBIMU U300paKe-
HUSIMU 3JIEMEHTOB MOPGhOJIOTUH IITUI] MOXKHO CUHU-
TaTh WJJIIOCTPAMU U3 KHUTU XKUTess BonoHbu
Vauca Anpaposanau (Aldrovandi 1599). Ussect-
HBI 6oJlee KaK yYeHbli, YIuc AJbAPOBaHIU IIPO-
HUCXOAMUJ U3 U3BecTHOU B BosloHbe ceMbu, rocteMm
KOTOpOi1 B cBOe BpeMs OblI caM MUKeJaHIKeIo0
(1494—1495). B cBsi3u ¢ aTuM AJBAPOBAHIU OCO-
6oe BHMMaHMe oOpaIaJ Ha 3J€MEHThl HCKYCCTBA
B Hayke. VJITIoCTpanuy K ero mpou3BeIeHUIM U3-
rOTaBJIUBAINCH TPYIIION XyA0KHUKOB B COOCTBEH-
HOI MacCTEPCKON — cHayaJa ¢ 00beKTa aKBapeJIbio;
10 HEH BIIOCJIEICTBUY PUCOBAJIM Y€PHO-0ENYI0 -
JIIOCTPAIUIO U, HAKOHEIl, BhIPE3asu JUTOrpaduio
(This day in History... 2022). YIOMSHYB BeJIUKO-
JenHbIe rpaBiophl u3 pabot JKopxa Kosbe (Cuvier
1800) u Puyapma Oysna (Owen 1839, 1849), ctour
OTMETHUTH XYI0KECTBEHHBIN UHTEPeC K MOpdoJio-
TUU ITUI] ¥ Y COBPEMEHHBIX aBTOPOB. [IpumMepom
TOMY MOJKET SIBJATHCS KHUTa OPUTAHCKOW TMHCa-
TEJBHUIIBI W WJIIOCTPATOPA, CAMOYYKH B 06ia-
ctu opHutoJsoruyu, Karpuusl Bad I'poy (van Grouw
2013) ¢ 385 uBETHBIMK MILIIOCTPAI[AAMHU, H300pa-
KAOIUMU B XYAOKECTBEHHON MaHepe [IeTaju
MOPGOJIOTUY PA3HBIX BUIOB MTHII.

Baxxnoit Bexoil B uaydyeHun Mop¢OJIOTHU 3a-
THUX KOHEYHOCTEH TTHUI[ ABUJCSA cOOpP CpaBHU-
TEJIbHOTO MaTepuaja. IToMy B 6OJblIel CcTeneHn
611 mocBsamensl koHell X VIII u Bech XIX Bek.
Marepuas BO MHOTUX CJIy4asX COOMpAOT U my-
OJIMKYIOT per se, HO CO BpDEMEHEM B TaKUX IyOJu-
KaI[MsIX BCe Yalle MOSIBISIOTCS 9KCKYPCHI B CUCTe-
MaTuKy nTull. Kiaccuyeckumu npuMepamMu TakKux
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paboT U yKa3aHHOTO UX Pa3BUTHSA CIyXKaT My6JIu-
karmuu Puuapna Oysna (mampumep, Owen 1839,
1866), Makca DiopGpunrepa (umampumep, Fiirb-
inger 1888a, 1888b) u I'enpu lappona (Hampumep,
Garrod and Darwin 1872; Garrod 1873a, 1873b,
1874a, 1874b, 1874c, 1875, 1876a, 1876b, 1876¢,
1876d, 1876¢, 1876f, 1877) (0630p cM. B 3UHOBbEB
[Zinoviev] 2010).

C mocnenneit yetBeptu XIX Beka (a mpoyHO —
¢ Havasa XX BeKa) yTBEPAWJICA HOAXOHA ¢ 0bs3a-
TeJIbHOM MHTEPIIPETAIINEl 37IeMEHTOB MOP(hOJIOT T
OTUIl ¢ QYHKITMOHAJBHBIX TO3UIUi. TakuM mpu-
MepoM cpeau paboT XIX Beka MOTYT CIYXKHUTh IMy-
omukanuu Terpu Fappoga. IToutu 150 sreT mporiro
¢ Toro MoMeHTa, korga A. Tappox Been ang ymo6-
CTBa CUCTEMAaTHYECKUX TIOCTPOEHN B KJIacce MTHUIT
OykBeHHBIE 00603HAYEHUS AJIsI 0COO0 M3MEHUYMBBIX
ctpykryp (Garrod 1873a). [loctaTouHO GBHICTPO BHI-
SICHUJIOCH, YTO YKa3aHHas GopMyJia, IIO31IHEE pac-
IUpPEHHAs APYTUMH aBTOPAaMH, OKa3aiach yaoOHa
IJIS aHAJIU3a aJalTUBHBIX OCOOEHHOCTEN 3aJHUX
KOHEYHOCTEHN U JIOKOMOTOPHBIX IPEAMOUTEHNHN BU-
nos. ITo cytu gena ata paboTa 3aJI05KUIa OCHOBHI
HMHTEpIpeTanuyu 0a30BBIX JOKOMOTOPHBIX ajalTa-
[ He TOJBKO PEIEHTHBIX, HO ¥ BBIMEPIIUX BUIOB.

B03MOXHOCTH PEKOHCTPYKIIUU THIOTETUYE-
CKUX CTaJdii B 3BOJIOIUM 3aJHUX KOHEYHOCTEH
ITUI] WITIOCTPUPYET P Hamwux pabort. Tak, 3a-
IHWe KOHEYHOCTHU SIKaH, MPEACTaBUTENEd OTpsiaa
PKAHKOOOPa3HBIX, XapaKTePU3YIOTCS HEOOBIYHBIM
ILJIST 3TOTO OTPS/Ia YAJUHEHUEM 3aTHETO (TIEPBOTO)
nanbia crombl. OCOGEHHOCTH CYXOXKUJIBHOU CH-
CTeMBI, ero 06CIyXKUBAIONIEeH, CBUAETENbCTBYIOT,
YTO W MpEeAKU SKaH, MOZOOHO COCEIsAM IO OTPS-
Iy, UMeJIX YKOPOUeHHbIN 3aauuii majel. [lepexox
K IIEPeIBUKEHUIO 110 [JIaBaIONIe PACTUTENIbHOCTH
noTpe6oBasl YBEJIMUEHNS TJIOMAIN OTOPBI, KOTO-
past 6bLna JoCTUTHYTa (B TOM YHCJIE) BOCCTAHOB-
JIEHWEM M J[a’Ke YAJNHEHNEM 3a{HETO MMaJjIbla U ero
rkorta. M. flexor hallucis brevis, equncrBeHHBIN
crubaTesib, COXpaHUBIINI K TOMY BPEMEHH CBS3b
C TMEePBHIM TaJIbIleM, TIPUHSJ Ha ceOs BCIO TOJTHO-
Ty €ro o0c/IyKuBaHus. B mpeqoTBpalieHuu mepe-
pasrubaHus KOITeBO# (haJaHTM W BCEro Iajblla
KOPOTKOMY crubaresio crajia IoMoraTh (a IoToMm,
BEPOSTHO, U IIOJHOCTHIO B3sjIa Ha cebs 5Ty QyHK-
1UI0) CYXOXKUJbHAsI JieHTa, cOpMUPOBABINASCS
13 YaCTHU €ro CYXOKHUJIbHOTO YeXJIa.

Cayuaii ¢ HeOOBIYHOM KOH(PUTYpPAIMENd CTOIBI
TPOTOHOB, IZle Ha MMOMOIIh IEPBOMY MAJIbIly Ha3al:
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Puc. 1. Cxema, WIMOCTpUpyIOUIasi IIPeANOIaraeMblii MyTh
npuobperenus TporoHamu reteponsakTuauu. Koszomoeobpas-
HBIA IIPEJIOK OXOTHJICS HA JETAIOMUX HACEKOMbBIX B IIOII0JIO-
TOBOM NpOCTPaHCTBe (A) TPOIMYECKOTO Jieca, IIPUCAKUBASICH
B/IOJIb PACIIOJIOKEHHBIX TYT JK€ TOJICTHIX BETBEH, B CUILY CBOEI
OTrOJIEHHOCTH IIPEJOCTABJISABIINX IIPEKPACHBIE BO3MOKHOCTH
1151 0630pa OXOTHUYBETO TPOoCTpaHcTBa. Ha maHHON cTagum
MPOU30IILIA YTPATa CTONOW XBaTaTebHOU pyHKIUU. B cBsi3u
¢ 1mepexooM K (DPYKTOSIIEHUIO MPEeJOK IepeMecTuics B 60-
raryio miaogamu 30Hy (B), 4To mpuBenO0 K HEO6XOAMMOCTH
[IPUCAKUBATHCS MOIEPEK TOHKUX BeTBeil. DTO IOBJEKIO 3a
c060i1 BOCCTAaHOBJIEHNE YACTUYHO yTPAauYeHHON XBaTaTeNIbHON
(yHKIMY CTOIBL 32 CYET IPHUOOPETEHNS TeTEPOAAKTUINH, T. €.
PasBOpOTa BTOPOIO MaJIblla Ha IOMOIIb [IepBOMY (110 3UHOBbeE-
BY [Zinoviev] 2004).

Fig. 1. Scheme illustrating the proposed pathway for the acqui-
sition of heterodactyly by trogons. The nightjar-like ancestor
hunted flying insects in the subcanopy (A) of the tropical forest,
perching along the thick branches, which, due to their relative
openness, provided excellent opportunities for viewing the hunt-
ing area. At this stage, there was a loss of grasping function of
the foot. In connection with the transition to fruit-eating, the
ancestor was forced to move to the fruit-rich zone (B), which led
to the need to sit across thin branches. This entailed the restora-
tion of the partially lost grasping function of the foot due to the
acquisition of heterodactyly, i.e., turning the second toe to help
the first (after Zinoviev 2004).

A.B. 3uHoBbEB

Pa3BEPHYT BTOPOI, TO3BOJUJ PEKOHCTPYUPOBATh
UX TUIIOTETUYECKYI0 KO30[0EMOf00HYI0 CTaaMIoO.
ITo cytu nesa, npennoxenuorr JI.II. KopayHom
(Kopayn [Korzun] 1996) B sBosonmu TPOTrOHOB
CTagu¥ ANANTUBHBIX MPeOOpPa30BAaHUU C KJIOYe-
BOU ajamnTanueil K MUTAHUIO TJIOJAMU, CPbIBae-
MBIMHU C TIOJJIeTa U He 00BbIcHAImel ocaabaeHns
1-ro masbIfa, TMPEANIECTBOBAA KO3040€M0oA00Has
cranusi. IIpenok, mogo6HO COBPEMEHHBIM KO30710-
SIM, OXOTHJICSI Ha JIETAIOIUX HACEKOMBIX, Hanboree
NOCTYTIHBIX /IJIsSI BO3AYIIHOM OXOTHI B TOATIOJIOTO-
BOM IIPOCTPAHCTBE TPOMUYECKOTO Jeca (30HA A)
(Puc. 1) u 3arem mpucaxkuBajcs (BIOJb UJIHU IIO-
IIepeK C OIOPOH Ha I[eBKY) Ha PACIOJIOXEeHHbIE TYT
K€ TOJICThIE BETBU, KOTOPBIE B CUJIY CBOEH OTOJIEH-
HOCTH TIPEIOCTABJISIIN IPEKPACHbBIE BO3MOKHOCTHU
0630pa 0XOTHUYBEro IIpocTpancTBa. Ha aToii cra-
MU TPOU30ILI0 ocaabsenne 1-ro maabia. 3aTem,
B CBSI3UM C IIepexofioM K (GPYKTOSAHOCTH, NITHUIA
Obljia BHIHYKIEHA TIEPEMECTUTHCS B GOTATHIE TLIO-
namu Mecta (30Ha B), 4To mpuBesio K Heo6X0aMMO-
CTH TIPUCAXKUBATHCS Ha 60Jiee TOHKUE BETBU. JTO
MOBJIEKJIO 32 COOOM BOCCTaHOBJIEHWE yTPadyeHHOM
XBaTaTeNbHOM (YHKINM, HO U3-32 OCIabIeHHO-
ro 1-ro masbiia 3a cYeT pa3BOpPOTa 2-TO, KOTOPHIN
BKYIIE ¢ 3-M y>Ke y K030/[0sI UTPAeT OCHOBHYIO POJIb
B pukcanuu cromsl Ha BeTKe. C K030[0€em0100H0i
cTanueil B 9BOJIOIUM TPOTOHOB MOXHO CBSI3aTh
U TIOSIBJIEHWE METHHKOMOAOOHBIX TIEPhEB BOKPYT
kiioBa (3uHOBbBEB [Zinoviev] 2004).

W coBceM y:K IIpUMeYaTeNbHOM Kakercs Oa-
30Basi JIOKOMOTODHAs aJalTalus CaMOrO MHOTO-
YUCJIEHHOTO OTPsAa ITUL — BOPOOBHHOOOpa3HBIX
sensu Wetmore (1960). IToxxepTBoBaB 6OJBINTUH-
CTBOM MYCKYJIOB IIEBKY ¥ aIalITUPOBAB CTOIIY K TIe-
PEABUIKEHUIO B KDOHE NMPBIKKAMU C IIONEPEYHBIM
0XBaTOM HAcCecTa, OHU, TeEM He MeHee, 0Ka3aJUCh
CIIOCOOHBIMY BEPHYTHCS K TIEPEABUKEHMIO IO CY0-
crpary 6erom (Motacillidae, Alaudidae) (3unoBbeB
[Zinoviev] 2007Db).

3HaHWe aHATOMUY, IOMHOXXEHHOE Ha IIPUeMBI
(byHKIMOHANBHONW WHTEPIPETAIUU €€ CTPYKTYP,
II03BOJISIET B Psifie CyYae yBePEeHHO PEKOHCTPYH-
pOBaTh MATKYE TKAHU U 0COOEHHOCTHU JIOKOMOI[UU
BeIMepmIuXx BuoB. Iloka3zaTesnbHO B 3TOM OTHO-
IeHnu ucciaenoBanue recrnepopuuca (Hesperor-
nis regalis Marsh, 1872), menoBoii HejeTarouen
3y6aToil MTHIIBI, T/le aHAJU3 PEKOHCTPYHUPOBAH-
HBIX MATKUX TKaHel 3aJHUX KOHEYHOCTEH, cpeau
KOTOPBIX Beyllee 3HAUeHHNE UTPAIOT COCTABJS-
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fole MYCKYJIbHOU (hOPMYJIBI, TTO3BOJIMJ CYAUTH
0 ero IOABOAHOI JOKOMOIIMH, SBJIABIICH COOOM
coueTaHWe ABUKEHUU rarap u moraHok (Zinoviev
2011).

B moaTBep:keHme eiCTBEHHOCTU YKa3aHHOU
PEKOHCTPYKIMM MOXKET OBITh TPUBENEH CIaydai
C MOa — BBIMEPIIMMU TPEICTABUTEISIMUA OTPSIA
Dinornithiformes, eme 500 et Ha3ax BCTpeYaBLIK-
Mucs Ha o6oux 6onbmux ocrposax Hosoit 3enan-
nuu. TriatenbHass PEKOHCTPYKIIMS MSTKUX TKa-
Hell, CBSI30OK U CYXOXUJIUHN 3aJHUX KOHEYHOCTEH
HECKOJIBKUX TIPEJCTABUTEN€ Pa3HBIX JIOKOMO-
TOPHBIX THUIIOB II03BOJMJIA CYAUTh 00 UX JIOKOMO-
TOPHBIX ITPeATIoOYTeHUsX. Y ecim mpencraBuTesn
TAKOro poja, Kak Pachyornis, nelicTBUTENBHO CO-
OTBETCTBOBAJIU 00pa3y KPYMHBIX MOa KaK MeJJIu-
TEJbHBIX IEPHATHIX TUTAHTOB, TO MCIIOJHHCKUE
mpeAcTaBUTENN poaa Dinornis oKa3aau HEOXKU-
IaHHYI0 pe3BocTh. Ho, 4To camoe mHTEpECHOE, 0CO-
60€ cTpoeHMe ¥ MYCKYJIbHA IMOAJEPKKa BTOPOTO
majblla Moa yKa3ajii Ha €ro MpeuMyIecTBEHHOe
KCIIOJIb30BaHUE /IJIST BBIPBIBAHKS KOPHEBUII[ TIATIO-
POTHUKOB, 10 CUX TIOp mpouspacTaomux B Hosoit
3esaHAUM HA IPAHUIE OTKPHITHIX U 00JIECEHHBIX
IIPOCTPAHCTB — M3AI00JEHHBIX MECT KOPMJIEHUS
moa (Zinoviev 2013, 2014). 3xech Ha HEX OXOTHUJICS
opén Xaacta (Hieraaetus moorei Haast, 1872)— uc-
MOJUHCKUY ePHATHIA XUITHUK, YIIEeANIH B HEObI-
THEe BMECTe ¢ M0a. PEKOHCTPYKIINS MATKUX TKaHEN
3aJlHUX KOHEYHOCTel sToro oburaresnsa IOxHOTO
0CTpPOBA II03BOJIUJIA CYAUTh 00 aKTUBHON BEPCHU
OXOTHI ITHUIBI Ha OOJIBIIYIO HOOBIYY, C yMEpPIIBJIE-
HUEM TOoCJeHeN TOCPEJICTBOM HaHECEHWs paH
MOLIHBIMM KOITSIMM M IOTpebJeHHeM TYLIM Ha
MPOTSI)KEHN U I TEJIHHOTO BpEMEHHU C IOTPYKEHU-
€M TOJIOBBI BHY TP Tpyma (Zinoviev 2018, 2019).

HeT coMHeHUs, YTO CTPEMUTEIBHOE PA3BUTHE
KOMITBIOTEPHON TEXHUKU U HelpoceTell MO3BOJUT
CYIIECTBEHHO YIYYIIUTh BU3YaTU3AIUIO UCKOTIae-
MBIX (pOpM, HO, HEU3MEHHO, YTO TOJIBKO OCBOEHUE
BCEX YIIOMSTHY THIX BBIIIE yPOBHEN HHTEPIPETAINT
MOP®OJIOTUYECKOTO MaTepHraJia MO3BOJUT CIela-
JIUCTY BUJETD MPOIILIOE U BO3SMOXHOE Oyayliee us-
y4YaeMbIX UM CTPYKTYP B COCTaBe 9BOJIIOIIUU OpTra-
HU3MOB U TPYIIIL.
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