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IIpoGs1eMa BOSHUKHOBEHU A KOKHBIX JE€PHUBATOB
B 9Bo oIy amHuoT. KoxkHbIe npumarku —
yelrys, Imepo, BOJIOC

O.®.Yepuosa

Bmopoe uzodanue. Ilepsas nybnurxayus ¢ 2008*

IIpobeMa BOSHMKHOBEHUS KOYKHBIX HepHBATOB (IIPUIATKOB, BBIXOI -
IMUX HA TTOBEPXHOCTH KOKU U KeJIE3, JIeKAIUX B dIUIePMUCce U JepMaJib-
HOM CJI0€ KOJKH) U IIyTell uX IIpeo0pas3oBaHUi B aBooimu Amniota (1 mo-
3BOHOYHBIX B IIEJIOM) OCTAETCs JI0 CUX II0op HepelréHHor. OHa compoBOsKIa-
eTCsS MHOYKECTBOM TMIIOTe3 U IIPEIIO0JI0MKEeHNN, KOTOPhIE BCE sKe He B COCTO-
SIHUM IPOSCHUTH JBOJIIOIIMOHHBIN CIleHapUi BO3HHUKHOBEHUsI, MopdoreHe-
3a, TUBEPCUPUKAIINYI, TOMOJIOTMYHOCTH MJIN UCTOPHUIECKON Pa300IEHHOCTH
9TUX CTPYKTYP. ITO O0BICHSIETCSI KAK THOCEOJIOTHYECKOM CJIOMKHOCTHIO IIPO-
0JIeMBblI, TaK U CKYJIHOCTHIO ITAJIEOHTOJIOTHYECKUX U CPABHUTEJIHHO-MOPJO-
Jormyeckux maHHBIX. [IpercraBiieHHBIE B HAyYHOI JIUTepaType KOHIIEII-
IIUU 00 9BOJIIOIIMOHHBIX ITPE00Pa30BaAHUAX KOMKHBIX IIPUIATKOB (B TOM YMC-
Jie Tiepa M BOJIOCA) BO MHOTOM HPOTHBOPEYUBEI M HE IIOATBEP:KIEHHI (hak-
THYECKMMM JTAHHBIMY, HAIpPHUMEpP, CBeJeHHUIMU 00 M3HAYaJILHBIX U IIepe-
XOOHBIX (popMax, 00 MHAYKINK (IIepPBUYHOM CTHMYJIe) X Mopdorexesa, o
Pa3IMINAX XUMHUYECKOT0 COCTaBa IIPEIII0IaraeMbIX T'OMOJIOTUYHEIX CTPYK-
Typ u T.n. MHorue mpeajaraemMble KOHIEIIIINH MMEIOT XapaKTePHbBIHA HeI0-
CTaTOK, Ha KoTopbIii yka3eiBaeT b.C.MatBeeB (1932), — mpuMeHeHHuEeM IJIs
aHAJIN3a CTPYKTYP IIPAMOTO IIOCJIEIOBATEJIBHOTO PSIa PEeIeHTHHIX (PopM.
Taxoii moaxoq He BBISIBJISAET 9BOJIIOIIMOHHBIX CBI3€HM CTPYKTYP, TaK KakK
CPaBHUBAIOTCI He IIPEeIKN U UX IIOTOMKH, a C(QOPMHUPOBABIINECS KOHEUHbBIe
dopMEBI 00KOBBIX BeTBell (PHUIOTEHEeTHYECKOro JpeBa.

[TonpITKY IIpOBEeIeHMa aHaAJIN3a IIPO0JIEMBI C COIIOCTABJIEHUEM JTAHHBIX
MOPQOJIOTHH, OMOXMMUU, MOJEKYJIIPHOM OMOJIOTMM M TKAHEBOM HHIKEeHe-
pun equuanaHbl (Chuong, Hornberger 2003; Wu et al. 2004), HO y:xe 1mIoKa-
3BIBAIOT IIPOYKTUBHOCTH TAKOTO KOMILJIEKCHOTO II0IX0/IA.

Kax maBectHo, muexonuratomnme Mammalia u oruier Aves mpeacras-
JISIIOT cOOO¥ ABe caMOCTOSATeJbHBIE (pUIoTeHeTUYeCKHue BeTBU, KOTOPhIE
BMecTe ¢ mpecMbikaomumucsa Reptilia cpequ BhICIINX ITO3BOHOYHBIX Am-
niota 00bEeIUHSIOTCA II0 YPOBHIO PA3BUTHUA. 1aK, M3 BCeX PEIeHTHHIX IIpes-
CTaBUTEJEl MO3BOHOYHBIX JKUBOTHBIX JIUIITH MJIEKOIIUTAIOIINE U ITHUIIHI SB-
JISIOTCS HACTOSIIIIUMHU TEILJIOKPOBHBIMHU (TOMOMOTEPMHBIMU, 9HI0TEPMHBIMH)

*Yeprosa 0.0. 2008. I[Ipobaema BOZBHIKHOBEHUS KOMKHEIX JePUBATOB B 3BOJIIOIANA AMHHUOT.
Kosxubre mpumatkn — venrys, mmepo, Bojoc / Kypwu. obw,. 6uos. 69, 2: 130-151.
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cymrectBamMu. B o0omx Kjaccax OOHOM M3 CHCTEM OPraHoOB, 00ecIIedrBalo-
Imew IoJepskaHre BHYTPEHHEro roMeocTasa, CJysKaT HapysKHBIe IIOKPO-
BBI — BOJIOCSTHOIL IIOKPOB Y MJIEKOITUTAIOIINX 1 IIePheBOH IIOKPOB y IITUIL. 3a-
KOHOMEPHO BOSHHUKAIOT BOIIPOCHI O CTEIIEHH CXOJACTBA CTPYKTYPHBIX IIPHUCIIO-
COOJIEHHI BOJIOCSHOI'O M IIEePheBOI0 IMOKPOBOB, CJIAYKAIIUX IJIS TEIJI03AIILH-
THI B 000MX KJIaccaX, a TaK:ke 0 MOP(QOJIOrMYEeCKHX IIYTSIX, 00ecIIieurBaio-
IIMX BBHIIOJIHEHME W B3aMMOOTHOIIEHNE PA3JIUYHBIX (PYHKIIUH 3TUX MYJIb-
THQPYHKIINOHAJIHLHBIX CHCTEM OPTraHOB — B TOM YMCJI€ ¥ AHTATOHUCTHYECKIX
pyHKIIHMI, TakUX, KaK 3aIluTHAs (PYHKIHUS, BBHIIOJHAEMAsA IIOCPEICTBOM
KepaTUHU3AIINNU HAPYKHBIX IIOKPOBOB, M CEeKpeTopHAas (PYHKIUS, HUJIU
3amuTHAs W aspoaumHaMuyeckas Qyuxmmu. Hampmmep, ¢cM. o cooTHore-
HUU B OHTOreHe3e U (PUJIOTeHe3e aHTATOHMCTHUYECKHUX «CKeJIeToo0pasyio-
HIei» U «Keae3ncToi» pyHrnui y peido (Matsees 1945).

Hapy:xHble IIOKPOBBI U UX IPUIATKH CIAYKAT YIAUHBIMUA MOIEJIbHBIMUI
00BbEKTaMH CPABHUTEJILHO-MOP(OJIOTHYECKUX HCCJAECIOBAHUI II0 IIEJIOMY
PAY IPUYNH:

1) Hapy:KHBIE TTOKPOBHI KAK 9KTOCOMATHUYECKAsI CHCTeMAa OPraHOB HeIlo-
CPeaCTBEHHO KOHTAKTHUPYIOT C BHEIITHEM cpedoil m Hambojee sIpKO OTpaska-
0T aJaITaIuIo SKUBOTHEIX K YCJIOBUSIM OOUTAHMUSI;

2) BOJIOCSHOM M IIePhE€BOM IIOKPOBBI KaK COCTAaBHAS YACTh HaAPYKHBIX
IIOKPOBOB, MyJILTHQYHKIIMOHAILHBI, 1 HECMOTPS HA CIEIU(PUKY ITHUX (PyHK-
1y (HaIIpuMep, adpoauHaMuYecKkasi PyHKIINS IIepheBOro IIOKPoBa y ITHIL),
00a UrparT CyIIeCTBEHHYIO POJIb B 00€CIIeUeHIH TeIlJI03aIUThL,

3) B 000MX KJaccax BOSHHKHOBEHME COOTBETCTBEHHO II€PhEeBOr0 HJIHU BO-
JIOCSTHOTO IIOKPOBA OTHOCUTCS K apoMopd03aM — KPYIHBIM 9BOJIIOITMOHHBIM
COOBITUAM, 3HAYUTEJIHHO IIOTHSIBIINM YPOBEHb OPTAHU3AIIUU KUBOTHBIX U
obecrrieunBIIUM ux Omosormueckuit mmporpecc (CesepiioB 1949; IlImansray-
3ed 1969). TenokpoOBHOCTL II03BOJIMJIA MJIEKOIHUTAIOIIMM W IITUIIAM OCY-
IIIECTBUTDH 9BOJIIOIIMOHHEIN IIPOPHIB M OCBOUTDL PA3JIMUHBIE CPEgbl OOMTAHMUSI.
Omna crrocodcTBOBaIa BO3MOMKHOCTH BBITECHEHUS APEBHUX IPECMBIKAIOIIIX-
CsI IO Mepe OXJIAKIECHUS KJINMATa B MEJIOBOM IIePHO/IE;

4) 1Iepo — IPHUOATOK HAPYIKHOTO IIOKPOBA IITHII, IIPOM3BOAHOE (DOJIIH-
KYJISIPHOM 9KTO-Me30ePMAaJIbHOM CTPYKTYPhI, KOMIIO3UITMOHHEIN OpraH, Kak
IIPaBUJIO C NePAPXUUYECKUM BeTBJIeHNEeM (M3BeCTHBHI U HEeBETBAIINECS BOJIO-
COBHIHbBIE Iephbsd), OJI KOTOPOTO XapaKTepPHBI TOIOJIOTHYECKHEe TpaHcdop-
MAaIIMX MHOT'OCJIOMHBIX KePaTHHOBBIX CTPYKTYpP U pereHepanusa. OHo ABJIA-
eTcsI OMHUM 13 HanboJiee CJIOKHBIX POPM M (pH3MUECKUX KOHCTPYKIIHH cpe-
¥ IPUOATKOB HAPYKHBIX IIOKPOBOB y M03BOHOYHEIX. Jl/1s mmepa xapaxrep-
HO MepapxXuyecKoe BeTBJIEHUE CTEPIKHS, IPUIAIoIIee eMy aCUMMETPUYHYIO,
OusIaTepaJIbHO CHMMETPHUYHYIO MJIN PAINaIbHO CHMMETPUYHYIO DOPMY;

5) BOJIOC — He BeTBSIIUNCA IPUIATOK HAPYKHOIO IIOKPOBA MJIEKOIIHTA-
IOIIUX, IIPOU3BOAHOE (POJIIUKYJIAPHON 9KTO-Me30epMaIbHONI CTPYKTYPHL,
KOMIIO3UIIMOHHBIN OpraH, IJI KOTOPOTo, KaK M JJId IIepa, XapaKTepHBI TO-
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IIOJIOTHYECKYEe TPAHCHOPMAIIUU MHOTOCJIONHBIX KePATHHOBBIX CTPYKTIYP HU
pereHepaIms;

6) mepo M BOJIOC KaK MOP(OJIOTHMYECKIEe CTPYKTYPhI XapaKTepPU3yITCs
BBICOKOI CTeIIeHbI0 II0JIMMOpPdu3Ma (reTeporeHHoCTH) 1 AuddepeHITnaIinm,
a oOpa3yeMble UMK IIOKPOBEI — APYCHBIM cTpoerreM. Cpear BOJIOC MOIKHO
BBIIEJISATh Pa3JIMYHbIe MOPQOTHIIBI (BAPHMAHTEI): BUOPHCCHI, OCTEBBIE BOJIO-
ChI PA3HBIX IIOPAIKOB B 3aBUCHMOCTH OT JJIMHBI M TOJIIIIHUHEI, KPOIOIIIEe BO-
JIOCBI, IIyXOBBI€ BOJIOCHI, MIJIbI, IOJIYUIJIbI, KOJIFOUKH, IOJIyKOJIOUYKH, IIeTH-
HBI, TeJIOTPUXUN, MOHOTPUXUM, OCMETPUXUN U IP. BOJIOCHEI MOMKHO pas3iu-
YaTh M0 KOH(MUTYpPAIIMH CTEPsKHS OT IIPSIMBIX J0 3UT3aroo0pas3HbIX U U3BU-
TeIX. [lepbsa Takske OTIMUAIOTCS pas3HOOOpas3meM — MOKPOBHBIE IIephsd paas-
HBIX KaTEeTOPHH, IIyX IITEeHIOB (HEOIITUJIb) M B3POCJIBIX ITHUIIL (TEJIeONTHIb,
IeUHUTUBHOE IIePOo), IIOJIYILyX0BOEe, BOJOCOBHIHOE M KHICTOYKOBOE IIePhs,
IIeTUHKA, IIyIpeTKa 1 T.1I;

7) TeTEePOXPOHUS PA3JTUUHBLIX KATErOpPHUI BOJIOC M IIEPheB CIIYKHUT Xa-
PaKTEPHOI YepTOM KaK BOJIOCSIHOIO, TaK M IIepheBoro moxkposoB. Hampu-
Mep, Pa3BUTHE BUOPUCC OOBIYHO IIPEIIIECTBYEeT BOSHUKHOBEHUIO BOJIOCSIHO-
ro HMOKpOBa (3a peIKUM KCKJIIOUYEHHEM), UTJIbI ITOSABJISIOTCS ITI033Ke BOJIOC
(UepnoBa, Ilemuxoa 2004; YepuoBa 2006a), mmyxoBbie Iephbs IPEJIIIECT-
BYIOT II0sIBJIeHUIO Kpororux (Lucas, Stettenheim 1972).

3aaya HACTOSIIEr0 MCCJIEI0BAHUS COCTOUT B IIPOBEIEHIN CPABHUTEIID-
HO-MOP(QOJTOTHUUECKOT0 aHAJN3a CTPYKTYPHBIX MOP(POPYHKITIOHATIHLHBIX
eIHUII — BOJIOCA U IIepa, BKJIIYASI He TOJbKO UX CTEPKHEBYIO OPOrOBEBIIIYIO
YacTh, HO U (PoJLIHKYJIBEI. KpoMe TOro, MbI IIOIIBITAJIMCH COBMECTUTH IIpes-
CTaBJIEHUS KJIACCUYECKON MOP(OJIOTHH, IIAJIEOHTOJIOTUU W MOJIEKYJISIPHOMI
FeHeTHKU 0 BOSHUKHOBEHUH 1 MOP(OJIOTUYECKON TUBEPCU(PUKAIINHI BOJIOCA
U IIepa B (puJIoreHe3e COOTBETCTBEHHO MJIeKoIuTaoIux u mnrull. Ilocaeny-
IOIIIMM 9TAIIOM Halllell paboThI OydeT pacCcMOTpeHMe dBOJIIOIIMOHHBIX acIIek-
TOB IUBEPCUPUKAIINN KOMKHBIX 5KeJIE3 T0O3BOHOYHBIX KUBOTHBIX.

[IpenaraeMsbrii aHaIM3 OMHpPAETCS HA HAIIKM MHOTOJIETHHE HCCJIEIOBAHUS CPABHU-
TEeJILHOM MOP(OJIOTHH KOKHBIX ITOKPOBOB BBICIIINX IT0O3BOHOYHBIX KHBOTHBIX, B TOM YHCJIE
¥ UX IPUIATKOB U JKeJIE3, a TaKKe Ha JaHHbIe JUTEePATYPhI II0 dIMOPHOJIOTHH, AJIEOHTO-
JIOTUH, MOJIEKYJIAPHOM TeHEeTHUKE U KOMKHON MHIKeHEPUH.

Mecrosis3ysa rucTosiornyeckne U T’UCTOXUMUYECKe MEeTOIUKH, Mbl U3YYHJIA B CBETO-
BOM MHUKPOCKOIE: 1) TOHKOe CTPOeHMe KOKHBIX IMOKPOBOB (B TOM YHCJI€ BOJIOC, BOJIOCS-
HBIX (POJITTHKYJIOB, $KeJI€3) MJIEKOIIUTAIOIINX, IIpeAcTaBadnmx 228 BumaoB, 145 poos,
64 cemeticTBa 1 18 oTpsAmoB (cM. mepeueHb BuM0B — YepHoBa 1996; onucauus — Coko-
0B, Yeprosa 2001); 2) B CKAHUPYIOIIEM 3JIeKTPOHHOM MHUKpOcKoie Jeol 840A — apxu-
TEeKTOHUKY (TOHKOE CTPOEHME) OCTEBBIX BOJIOC M HUIJ 322 BuAoB (238 pomos, 64 cemeii-
ctBa U 18 oTpAmoB); 3) B CKAHHPYIOIIEM JJIEKTPOHHOM MUKPOCKOIE — APXUTEKTOHHUKY
CTEepIKHeM, OOpOIOK oIlaxajia M IIyXOBOM YacTH Ae(PMHUTHBHBIX IMOKPOBHBIX IIEPhEB 38
BugoB Tyl (23 poma u 11 orpsmos) (cMm. mepedeHsb BumoB — depuoBa 2005 a), MCIIOJIb-
3yst oObruHble MeTomukm (cMm. CokosioB m ap. 1988). OaexrpoHorpaMmbl (MHKEPOQOTO-
rpaduu) U3TOTOBJIEHBI C ITPOJIOJIBHBIX, OTIEPEYHBIX CPE30B U C IIOBEPXHOCTA HATHUBHBIX
BOJIOC U TIEPHEB.
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Boostoruyueckuit MaTepuas J0OBIT HAMHU B pa3HBIX pationax Poccum u mpuiieramonimx
teppuropuii, B Monroauu, Boerrame, Odmonuu, Ilepy, Ha octpoBe Kyba, a Taxsxe mo-
JaydeH u3 xosutexinii CMutcoHoBcKoro myaesi ecrectserHoi ucropuu (CIIA), 3oostoru-
veckoro mya3est MockoBckoro yHuBepcurera u JlabopaTopuu cyne0HO-IOYBOBETIECKUX U
OmoJIoruUecKux aKcrepTus Poccuiickoro demepasibHOrO IeHTpa CyZeO0HOM 9KCIIePTH3BI
Munwncrepcrsa IOcrumuu PO.

B macroamieit pabore MbI OygemM paccMaTPUBATHL JIUTH TUIIMYHOE CTPOE-
HMe BOJIOCA W IIepa, a MHOTI'OYMCJIEHHbIe MCKJIIYeHnsa, adeppaHTHbIe (op-
MBI M CHEI(pUUEeCKre OCOOEHHOCTH ITHX CTPYKTYP OCTAIOTCA 3a paMKaMH
HAIIIEer'o COOOIIeHU .

JIutepaTypa mo 1mmpobJieMe BO3SHUKHOBEHUS M OBOJIIOIIMHM KOYKH M KOK-
HBIX IIPUIATKOB BBICIIIHX IT03BOHOYHBIX HACTOJBKO OOINMHMPHA, YTO B 9TOM
cTaThbe HeBO3MOKHO YKAa3aTh OOJBIIMHCTBO U3 dTHUX PabO0T, IOITOMY MBI
IIPUBOOUM JIUTH OCHOBHEIE CBOIKM-0030phI M OTAEJIbHBIE CTATHH B KAYECTBE
npuMepos. JIuTepaTypHbBIA MaTepHa 0 CTPOCHHUIO U PA3BUTHIO YeIIyH
IIPECMBIKAIOIINXCSA M IITUIL IIPUBJIEYEH 110 Mepe HaJ00HOCTH CpaBHUTEJb-
HOTO aHAJIN3a.

I'mmoress! o IIPOUCXOXKOECHNH BOJIOCA MU IIepa

[IepBoHaYaIbHO CYMTAJIM, YTO TEMIIBI dBOJIIOIINU ABYX CPaBHHBAEMBIX
KJIACCOB CHMJIBHO Pa3JIMYaJIUCh: IITUIEI (QOPMHPOBAJINCH B TeUEHUE IIPH-
mepHO 200 MuTH. J1eT, a mutekonuTamIme — 70-150 MaH. JIeT, 4To II0 cpas-
HEHHIO C TEeMIIAMH 9BOJIIOIIMN APYTUX THIIOB M KJIACCOB $KHBOTHBIX MOYKET
CUMTATHCS JOBOJILHO OBICTPBIM HMCTOPHUYECKUM IIpolieccoMm. Takas pasHuia
B TeMIIaX dBOJIIOIIMK XOPOIIO 00BSICHSIIA HAMOOJIBIIYIO CpeIr BCeX CPaBHHU-
BAaeMbIX KOYKHBIX IIPUIATKOB CTPYKTYPHYIO CJIOYKHOCTH IIepa (B YaCTHOCTH,
ACUMMEeTPUIHOTO MaxoBoro). OmHaxko mo ImocJaeqHUM JTaHHBIM BO3pacT Ha-
XOJOK BOJIOC B OKAMEHEBIITNX KAIIPOJINTAX JPEBHUX CyIIecTB mocturaer 210
MuntroHoB JieT (Meng, Wyss 1997). Bunumo, 0BOJIOIIEHHBIE TIPEIKU MJIe-
KOIMTAWIINX 1 OIIePEHHBIE JIeTaloIIue SAIlepbl BO3HUKJIN mpmMepHOo 200
MWJLJINOHOB JieT Ha3an. B cBoio odepens, yiKe MX IIPeaKoBbIe (DOPMEI IIpes-
CTABJISLJIA COOOI CaAMOCTOSATEJIbHBIE M HE3aBHCHUMbIE BETBU (PMJIOTEHETHYe-
crkoro apesa. IlpoucxosmerHie IITHUIL CBA3BIBAIOT C 3ayPOIICHIAMU Saurop-
sida, a muexomuTalomux — ¢ Tepancumzamu Therapsida. IlepBeie umenn
BJIATOHEIIPOHUITAEMYIO OPOTOBEBIIYIO, JIUIIIEHHYIO $KeJIE3 YelllyhuaTyio KO-
3Ky, a BTOpbIe — MATKYIO H, BO3MOKHO, sKeJje3ucTyio Koky (Tatapuuos 1976).
BeposTHo, MiIekonuTaloIie, CiiocOOHbIe ILJIaHUPOBATh, HEOJTHOKPATHO BO3-
HHUKAJIW Ha paHHUX dTamax QuioreHesa kjaacca (mampumep, Volaticothe-
rium antiquus, Bo3pact 125 muH. jget, mo: Meng et al. 2006). BoamosxHo,
IUIAHUPYIOIIHE M JIeTAIINe MJIEKOIINUTAIOIINE IIOSIBUJINCH Jaske paHbIlle
TITHII.

IIpencraBienrbie MOPQPOPYHKIIMOHATIBHEIE M 9BOJIIOIIMOHHO-MOPEOJIO-
THYeCKHe THUIIOTe3bI 0 MePBOIPUYNHE BOSHUKHOBEHHS II€PhEeB 1 BOJIOC KaK
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IIPUAATKOB HAPYKHBIX ITOKPOBOB MMEIOT KaK (PYHKIIMOHAJIBHBINA, TAK 1 MOP-
domorrmueckuii acekTol. MlHave roBops, ¢ OOHOI CTOPOHBI, UOET OIpeee-
HHe M3MeHEeHHH B3aMMOOTHOIIEHHUN PA3JIHUYHBIX PYHKIHNN HAPYKHBIX II0-
KPOBOB B MCTOPHUYECKOM IIPOIILJIOM, & C APYTOH — IIOMCK TOMOJIOTHMYHBIX
CTPYKTYP.

PaccmarpuBass mpobiieMy ¢ PYyHKIIMOHAJIBHBIX ITO3UIIMIM, YKA3BIBAIOT
0oJiee MJIM MeHee IIPaBIOII0NO0HBIE (PYHKIIMK IIePheBOro IMOKPOBA IIPEIKO-
BBIX (pOopM, TaKMe, KaK JIOKOMOTOPHAS, 3AIMUTHASA, TEPMOPEryJIaTOpHAasd,
TaKTUJIbHAA, TUAPOoPOOHAsI, KOMMYHHKATHBHAS (HAaIpUMep, B BU3yaJIbHOMI
KOMMYHUKAIINNA B KavecTBe AeMOHCTPAIIMOHHON CTPYKTYPBI), KPHUIITHUE-
ckad u ap. (Prum, Brush 2002; Kundrat 2004; Xu et al. 2004). IIpenmoia-
rafoT, YTO POTOBBIE BHIPOCTHI MOTJIM BO3HHUKHYTH JIJIA 00Jiee OBICTPOrO pa3o-
rpeBa XOJIOSHOKPOBHEIX (JKTOTEPMHBIX) IIPEIKOBBIX (POPM WJIM, HAIIPOTHUB,
OHU CJIYKIJIN JIJISI OTOAYM M3JIUIIKOB TEIJIA B YCJIOBUAX KAPKOTO M BJIAK-
HOTO KJIMMATA Me3030s: II0 KOCBEHHBLIM OIleHKaM, TeIJIOIIPOBOIHOCTL Kepa-
THHAa IpuMepHo B 10 pas mpeBbIIIaeT TeIIoIIPoBOaAHOCTh Bo3ayxa (MBies,
Yepuora 2005). CHavasa poroBble IPUIATKN MOTJIN BBIIIOJHATH TAKTHJIb-
HYI0 (DyHKITMIO, KOTOpas 3aTeM yTpaTHUJIa CBOE 3HAUYeHIe U ObLia 3aMeIleHa
dyuKIeH TerwtodamuTthl (Lucas, Stettenheim 1972). Bripouem, HekoTOpHBIe
aBTOPBI CYUTAIOT, YTO U OIIEPEHHBIE JUHO3AaBPHI U JPEBHUE IITUIILI He ObLIN
TEILJIOKPOBHBLIMHU KMBOTHBIMH, TAK KaK IPAMBIX JOKA3aTeJbCTB 9TOr0 He
"aineno (Feduccia et al. 2005). Hanpumep, sspycHoe CTpOeHHE OIepPeHUs
COBEpPIIEeHHO HEM3BECTHO y MUHO3aBPOB. Y IITHUIIL K€ HIDKHUI sSpycC mepbe-
BOTO IIOKPOBA M3 IIYXOBBIX IIEPHEB CJYIKHUT XOPOIIUM TEILIO3AITUTHBIM CJI0-
eM 0 TeX IIop, IToKa He HamMoKHeT. HamokaHmM0 9TOT0 sipyca mepbeBoro mo-
KPOBa HPEIATCTBYEeT TO, UTO IIyXOBbIE IIEPhS CBEPXY HPHUKPHITHI IIOKPOBHEI-
MU TIepPbIMH 1, KaK IIPABUJIO, XOPOIIO CMAa3aHbI JKHPOBBEIM CEKPETOM KOII-
YHUKOBOM sKeJIe3bl. JTO IPUAAET UM THMAPOQOOHEIE CBOIicTBA (BKyIe C TH-
POPOOHBIMI CBOMCTBAMY CAMHX IIEPhEBBIX KEPATHHOB).

[IpuMuTHBHBIE IIEpheBbIe CTPYKTYPHI BIEPBHIE IIOSBHJINCH y HEJIEeTa0-
IMUX Ha3eMHBIX TEePOHOAHBIX JTHUHO3aBpOB. BeposaTHo, M3HAYAJIBLHO 9BOJIIO-
11 IIepa He ObLa CBsI3aHa CO CTAHOBJIEHHEM €TI0 aspOauHAMIYECKOH (PpyHK-
MY, XOTSI HEKOTOPhIe aBTOPHI CUUTAIOT, YTO IIePhs IIOIBUJINCH UMEHHO IJIs
mosiéra (Prum, Brush 2002; Sumida, Brochut 2002; Wu et al. 2004).

[IpouncxosxmeHre BOJIOC CBA3BIBAIOT C CAMBIMHU PA3JIUUYHBIMU CTPYKTY -
pamu npenkoBbix popm (Uepuona, Ilemuxoa 2004; Yeprosa 2006a,6). Ha-
IpUMeEP, CUUTAIOT, YTO BOJIOCHI MOTJIM IIPOM30MTH OT CEHCOPHBIX IPHUIATKOB
IPEeIKOBBIX (POpM, HAIIPHMEP MEeXaHOPEeIIeIITOPOB MJIM OCI3aTeJILHBIX BO-
JIOCKOB-«IIpoTOTpuxuin» 0ecxBocTthix amduouii (Ellias, Bortner 1957). Taxk-
TUJIbHASA (PYHKIMS MeXaHOPEeIIeIITOPOB IIOCTEIEHHO IIPOTPEeCCHBHO 3aMe-
IaJIach (PyHKIIMEH TeIJIO3aIlllUThl OJII COXPAaHEHHS BHYTPEHHEro roMeo-
crasa. ¥YBeJIMYeHre KOJIMYEeCTBA «IIPOTOBOJIOC» MOIJIO OBITH BBHI3BAHO I'€H-
HBIMH MYyTAIUSIMHM, IIPUBEOIIAMHA K PACIPOCTPAHEHHUI0 W YILJIOTHEHHIO BO-
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JIOCSTHOTO TIOKPOBA, YTO CIOCOOCTBOBAJIO TEILJIOBOM M MEXaHWYECKO! 3alllH-
Te. Bo3aM0o:KHO, K 9TOMY IIpUBEJIO HECKOJBKO M3MEHEHUN B MOJIEKYJISIPHBIX
CUTHAJIbHBIX HyTAX (04 BJIHUSHIEM (PAKTOPOB OKPYIKAIOIIEH cpeabl), yiacT-
BYIOIIIHX B POPMHPOBAHUU CTPYKTYP KOKHBIX IIPUIATKOB (CM. HIKE).

IIo anpTepHATUBHOI THIOTE3€, BOSHIKHOBEHNE BOJIOC COIPOBOKIAIOCH
CTAHOBJIEHHEM TeILIOM30JINPYIoNiell (PYHKIIMN HAPYKHOI'O0 IIOKPOBA M TIO-
MOMOTepPMHUHU, JIU00 MIePBOHAYAIbHON (PYHKIIHEI BOJIOCSHOTO IOKPOBa ObLIA
3aluUTa OT IIeperpeBa, TaK KaK HECIOCOOHOCTh MHTEHCHUBHO OTHABATH TeIl-
JIO TOPMO3UJIA JBOJIIOIUI0 MJIEKOIIHTAIONINX B YCJIOBUAX KAPKOTO U BJIAK-
Horo kaumarTa me3030s (Ueprona 20060).

B xadecTBe TOMOJIOTHYHBIX 00Pa30BaHHUM pPaccMaTPUBAIOT, C OIHOI CTO-
POHBI, YEIYI0 HMPECMBIKAIOIINXCA U Iepo HTHIl, a ¢ APYIoi — Yellylo IIpe-
CMBIKAIOIIUXCS WM BOJIOC MJIEKOIIUTAIIINX, T.€. IIePO M BOJOC, KAK 9KTO-
Me30JIepMaJIbHbIe CTPYKTYPHI, COIepsKallie KepaTUHbI, IIPOU3OIILINA OT 3a-
YATKOB YeIlyi OOIMMX PEeITHUJIbHBIX HIPEeIKOB IITHUI[ M MJIEKOIIMTAIOIIIX
(Danforth 1925; Sharpe 2001). Mau, HanpoTUB, moJIaraimoT, YTO IIepo U BO-
JIOC Pa3BUBAJINCH COBEPIIEHHO HE3aBUCHMO; IIepO — OT Yelllyil IpecMbIKa-
IOIITUXCS, a BOJIOC — KaK HOBOOOpas3oBaHMe IIyTEM IIpoJindeparniu 1 Bpac-
TaHUS IITUIePMAJILHBIX KJIETOK B JIEpMY € 0Opa3oBaHueM (POJLIUKYJITIPHOM
CTPYKTYPHI U JaJbHeHIIuM oporoBeHueM crep:xkHsa (MaTBeeB 1932) (cMm.
HUKeE).

B mociemmme rombl MHTEHCHBHO PAa3BHUBAIOTCSI MOJIEKYJISIPHO-Te€HETH-
YeCKHe HCCJeTOBAHUA IIPO0JIEMBI 9BOJIOINN KOMKHBIX IPHUIATKOB, B KOTO-
PBIX VUYHTHIBAIOTCS HAaHHBIE II0 UX MopdoreHesdy. Hampumep, mpemgmoxkena
THUIOTEeTUYECKAsT MOJIEKYJIAPHO-TeHeTHYecKass MOoIesb Pa3BUTHUSA IIPHUIAT-
KOB HAPYKHBIX IIOKPOBOB (UeIllyH, mmepa, BoJioca, 3yda, KOIIpITa, pora) B
opostiortuu amHUOT (Wu et al. 2004; Yepuosa, [leauxosa 2004). as mop-
(poreHesa KOKHBIX HPHUIATKOB BBISABJIEHBI CXOIHBIE MOJIEKYJISIPHO-T€HETHU-
JeCKHe CHUTHAJIbHBIE IIyTH, B OCYIIIECTBJICHHH KOTOPBIX YYACTBYIOT OOHU U
Te ke curHaybubie Oenxn: SHH (curmansubeii mentp), Noggin (KoOHTpOIH-
pyeT mposmmdeparinio KiIeTok), Wnts B-kaTtenun (ompemgesisieT CBOMCTBA CTBO-
JIOBBIX KJIETOK, IIepepacipeeseHue 1 mpoJrdepalmio kiaeTok), Notch (KoH-
Tpoaupyer pocT KjaeTok), Hairless (amrarommer Notch) m BMPs (amraro-
auct Noggin), FGFs (kouTponupyer mpoaudepariuio) u ap. (tadbauia 2 B:
Chuong, Hornberger 2003). CTBoJI0BBEIE KJIETKH (POJLJIMKYJIOB IIepa M BOJIOCA
OTHOCATCS K COMATHYECKHUM IepMUHATHUBHBIM HOJIMIIOTEHTHBIM KJIETKAM —
MCXOTHBIM KJIETKAM B OOHOBJISIOIIMXCS TKAHAX sKMBOTHBEIX. OHuU crermmdud-
HBI IJIsI KasKI0r0 TKAHEeBOro THIIA, HO B €r0 IpeJiesiax MOTYT PAa3BHUBATHCSI B
Pa3HBIX HAIPABJIEHUSX, B OTJIMYME OT TOTHUIOTEHTHHIX IMOPHMOHAJJIBHBIX
CTBOJIOBBIX KJIETOK, KOTOPBIE JA0T Havyayo BooOiie BceM TKauHsaM. CTBOJIO-
BBIe KJIETKH — CAMOIIOIIeP KHIBAIOIIAACT IIOMYJIAIN KJIETOK, TAaK Kak IpHU
JeJeHUN KJIETKH OJHA MOYePHSsS KJIETKA OCTAETCS B CTBOJIOBOM JIMHUHU, a
opyras nudgdepeHIInpyeTcs B ClIeInaJIn3upoBaHHY0 KJIeTKy (Stem cells...
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1983). IlosaraiT, 4YTO B 9BOJIIOIIMK M3 IIOKPOBHOI'O SIIUTEJHNS YW IIOACTIJIA-
IOIell SIUTEIMAJIBHYIO 3aKJaJIKy MEe3eHXUMbBI ITPOHCXOIHUJI0O HOBOOOPAa30-
BaHHE U JUBEPCUPUKAIIUSI KOKHBIX IIPUIATKOB 0JIarogapss MHAYKITUN JITH-
TeJINAJbHOM 3aKJAJIKU MEe3eHXHMOM; II0CPeJICTBOM B3aMMOJIEUCTBUSI ITUX
TKaHeH II0I MOJIEKYJIAPHO-TeHeTHYeCKHM KOHTPOJIEM; BCJIEICTBHE BJIMS-
HUs (paKTOPOB OKPYsKAIOIIEH Cpeabl Ha M3MEHEHHUI MOJICKYJIAPHBIX MeXa-
HM3MOB M TeTepoXpoHuil (pasHoBpeMeHHOCTH Mopdorenesa). M aTor mpo-
Iecc IIPOMOJISKAJICA MHJLJIMOHBI JIeT HyTéM Hpo0 M OIIHMOOK IIPHPOILI
(Chuong et al. 2000).

KosxHo-TRaHEBasT MHKeHEPHUsI TaKyKe BHOCHUT BKJIAJ B HU3ydeHHE IIPO-
0J1eMBI 9BOJIIOIINI KOYKHBIX IIPHUIATKOB. JKCIePHUMEHTAIbHOE N3yUeHne KJile-
TOYHO-MOJIEKYJIAPHBIX 3aKOHOMEPHOCTell MopdoreHe3a KOMKHBIX IITPUIAT-
KOB MHTEHCHUBHO Pa3BHUBAETCA M yiKe IIOMOraeT IIOHSITH MeXaHH3MBI (hop-
MHPOBAHUA W dBOJIIOINK KOKHBIX HpumatkoB (Yu et al. 2002; Plikus et al.
2004). B 1mesoMm Bce KOKHBIE IIPUIATKH BO3HUKAIOT B Pe3yJIbTATE OKTO-
Me30IepMaJIbHOTO0 B3aUMOJAEHCTBUSA IIPU PA3JIUYHON CTEIeHN yIacTUs 000-
ux caoéB (MartBeeB 1932, 1949; Quay 1972), T.e. ABJIAIOTCSA «BapHUAIASIMU
Ha obmryo Temy» (Chuong, Hornberger 2003). IloxkpoBHBIN smuTe/Inii Kak
TKaHeBas CTPYKTypa U ero repMUHATUBHBIN CJIOM MMEIOT TeHeTHYECKH 00Y-
CJIOBJICHHBIE, IIOTEHIINAILHO Pa3JIMYHbIE CIIOCOOHOCTH K IIPOH3BOACTBY TEX
WJIA UHBIX CTPYKTYP B OTPAHHYMTEJbHBIX paMKax THIA TKaHU (B HaIIeM
cJIydae — IUTeJINAJILHOM U PBIXJION COeINHUTEILHOM).

Jlorkasano MHOYIIUPYIOIIee BJINSIHIE Me304ePMbl Ha BO3HHUKHOBEHIE U
Pa3BUTHE JIMUAePMAJIBHOMN 3aKJIaJIKU. JTHU HPOIECChl PeryJIUPYIOTCS CXOI-
HBIMHM MOJIEKYJIIPHBIMHU CUTHAJBHBIMU IIYTAMU, HO CO CIIBUTOM MOJIEKYJISIP-
HBIX TPAIUEHTOB B 3aBUCUMOCTH OT BO3IEHCTBUSA PA3JIUYHBIX (PaKTOPOB.
Bapuaiuu rpagueHTa CHUTHAJIBLHBIX OEJKOB, PEryJIHPYIOIINX MOpQoreHes
SIIUTEINAJBLHBIX CTPYKTYP, 3aBHCIT OT YCJIOBHH OKPY KAaOIIell OpraHu3M
cpensl (Chuong, Hornberger 2003). Hampumep, nHIuBHAyaIbHBIE 0COOEH-
HOCTH YCJIOBHII oaMOpPHOTeHe3a YeJIOBeKa BJIMAIT Ha (POPMHPOBAHIE KOK-
HBIX AW LIAPHBIX Y30POB, YTO W II03BOJIAET UACHTU(PUIINPOBATH MHINBH-
IyyMOB (IepMaTOTIN(PHUKA).

Pasnuuns B cHTHAJIBHBIX IIYTAX W COOTHOIIEHUSAX CUTHAJIBHBIX O€JIKOB
B IIEPHOJ MOpP(oreHe3a KOMKHBIX IIPUAATKOB BKYIIE C IIPeIoIIpeIe Ié HHbIMI
IIOTEHIIUSAMU JIUTEJUS W ME3€HXHUMBI U IIPUBOOAT K PA3JIUYHBIM BapHa-
IAAM OIUTEIMAJIBHBIX OPTaHOB. DTy JIOTHKY YIAJIOCh IIPOBEPUTH dKCIIEPH-
MeHTAaJIbHO. TpaHcreHHBIM JiabopaTopHBIM MbIamMm BBoauau K-14 Noggin
c 1esbio nuameneHusa aktusHoctu BMPs (Plikus et al. 2004). B pe3ynabprarte
IIPOM3OIILJIO YTOJIIIIEHNE JIMUAePMUca KOKH, yBeJIMUYeHWe IIJIOTHOCTH BOJIO-
CAHOT'O IIOKPOBA, M3MEeHEeHMNe THIOJIOTMU BOJIOC, YCKOpeHHe aHareHa (cTa-
OUHW aKTHBHOI'O POCTA BOJIOCA) U POPMHUPOBAHHE CJIOMKHOTO (POJIINKYJIA
BHOPMCCHI, YBeJIMUYEeHNEe HapYsKHBIX TeHUTAJINN y 000X 110J10B. TaxuMm 00-
pas3om, naMmeHeHUs akTuBHOcTH BMPSs MoryT ompeensiTh: KOJIMYECTBO 9K-
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TOAEPMAJILHBIX OPTaHOB IyTEM M3MEHEeHUs aKTUBHOCTH MHIYKIIUN KX 3a-
YATKOB; TUIIOJIOTHIO OPraHOB — Ha cTaguu MopdoreHesa u guddepeHIu-
POBKM; BO30OHOBJIEHIE POCTA OPraHOB HA CTAIWM pereHepaiuu. Bce artm
M3MEHEeHHsS MOYKHO CUHTATH IIATOJOTHYECKHMI, TAK KaK IIPpeo0pasyioTcs
MOP(OJIOTHUECKHN «HOPMAJIbHBIE» opradbl. OIHAKO HpH U3MEHEHUIX OKpPY-
SKAIOIIEH Cpembl OHU MOTYT CTATh (PYHKIIMOHAIHHO 3HAYNMBIMH.

CrBoJIOBBIE KJIETKH MCIIOJIb3YIOTCSI B TKAHEBOM KOKHOM nHkeHepun (Gat
et al. 1998; Chuong et al. 2000, 2001; Chuong, Homberger 2003). IIyrém
PEKOMOMHAIINY W T€HHBIX 3aMeIleHnH XapaKTepu3yIoTCs: 0COOEHHOCTH pas-
JIMYHBIX CTAAUN Pa3BUTUS SIUIePMAJIbHBIX U JePMAJJIbHBIX CTBOJIOBBIX
KJIETOK, W OIIpeesIdeTcs pereHeparus PasIMJHBIX CTPYKTYP HAPYKEHOIO
IIOKPOBA, B TOM YMCJIe BoJIoC 1 mepbes. [locie aToro m3 pasoOIEHHBIX KOM-
IIOHEHTOB JIIUIEPMUCA U JePMbI KOHCTPYUPYIOTCS KOMKHEIE IIPUTATKH.

Ha ocHOBaHMM 9THX MOJIEKYJISIPHO-T€HETHYECKUX JTAaHHBIX BBIIBUHYTA
«MopdoperyIaTopHas KOHIIEMIINA», KOTopas IpenIoaraer, 4ro Mmopdore-
HeTHUYECKHEe IIPOIeCCHl MOIYT MOLYJIHMPOBATHCI MOP(OJIOrMUECKUMU PEery-
JIATOPAMH, YTO BeOET K M3MEHEHHI0 (PeHOTHIIMYECKHX OCOOEHHOCTEH opra-
HOB B pas3Butum u oBojoiuu (Wu et al. 2004). B sBosoitin aMHUOT pas-
JIMYHbIE BAPHAIIMK B YHCJIE W padMepax KOMKHBIX IIPUIATKOB MOIJIK IIO-
CIIY3KUTH 0a30# )11 BOSHHUKHOBEHUS CIIEKTPA PA3JIMYHBIX (PEHOTHUIIOB KH-
BOTHBIX (AJaOTHBHOM paguallin), T.e. TAKHE BAPHAIIUHN SABJIAIOTCS cybcTpa-
TOM JIJIsI 0TOOPA U CTAHOBATCS «IIPOJIBUHYTHIMI» IIPH OIIPENeIEHHBIX M3Me-
HEHHUSIX OKPYIKAIOIIEH CpeIbl.

I[IepreBoit TOKPOB

IIpobeMa IIpoMCXOKOeHMs IITHIL IIIUPOKO oOcy:kaaerTcsa. B Hacrosmee
BpeMs MMeIOTCS IB€ OCHOBHBIE BEPCUU O ITPOUCXOKISHUN IITUIL OT PA3HBIX
rpyun apeBHux npecMbikaonmxcsa (Kypoukua 2001, 2006).

1. IITuirer GepyT HaYaI0 OT TEPOHOSHEIX JUHO3ABPOB B Iope. B aurepa-
Type 3TOT BOIIPOC IIHPOKO AUCKYTHUPYETCsI, IIPUBOMATCS MHOTOUYMCJICHHBIE
JIOBOOBI «3a» U «IIPOTHBY» 9TOM T'MIIOTE3bI, B TOM YMCJIE C HCIIOJIb30BAHIEM B
KadvecTBe apryMeHTOB IMePbeBhIX 1 Mo00HBIX UM cTPYKTYp (Kypouxuu 2001,
2006; Prum, Brush 2002; Chuong, Homberger 2003). Pasauunnie mepbe-
Bble 00pas30BaHUSA HEOJHOKPATHO M IIapajijie/;IbHO BO3SHUKAJIH B PAa3HBIX
BETBSIX (PUJIOT€HEeTUYECKOTO ApeBa IMPEeCMBIKAIOIINXCA 3a00JIT0 0 IIOSBJIe-
HUS IITHI, HAIIPUMeEp Y JIeTAIOIIUX SIIEepoB, 0 YéM CBHIETEJILCTBYIOT Ha-
xonku 1990-x romoB B CeBepuoMm Kurae (Fossil... 2003; Zhou et al. 2003).
Muorue TepomogHbIe OUHO3aBPHI MMEJIN KOMKHBIE POroBble IIPUIATKH, KO-
TOpBIE 0003HAYAIOTCA KAK «IIPoToIepo» (CM. HUMKE).

Oty HaxXoOKM paspyIININ JBe Ka3aJI0Ch ObI HEOCIIOPMMEIE JOIMEI: 1) Bce
BUOBI C IIEPbAMH — IITHUIIBI;, 2) BCe KOKHBIE IPUIATKH C HePAPXUIECKUM
BeTBJIeHHEeM ecThb Hepbs (Yu et al. 2004).

Crenyer oTMETUTH, YTO HEKOTOPBIE IIAJIEOHTOJIOTH IIOJIATaioT, YTO HAM-

5630 Pye. oprumon. meypr. 2018. Tom 27. Dxcupecc-ormyck Ne 1696



IIeHHBICe «(pHUIaMeHTO3HbIe CTPYKTYPhD (JUIMHHBIEC BOJIOKHA) Ha CAMOM JeJIe
SIBJISIFOTCSI OTIIEYATKAME HEe IePbheB, a IIePeKPeIInBAIOIINXCSI CJI0EB KOJLIa-
TeHOBBIX BOJIOKOH KOJKH IPEBHHUX SINEPOB MM MUHEPAJIHU30BAHHBIMH CY-
xoxxmuamu (Feduccia et al. 2005). Takue cTpyKTyphl TPEOYIOT CIEIHAJIb-
HBIX KCCJIEJOBAHUU II0 pasrpaHHYeHH0 [-KepaTHHOB (XapaKTEepPHBIX IJIs
YeIIyld IPeCMBIKAIOIINXCS M IepPhbeB IITHUI[) M KOJLIAareHoB (XapaKTepHBIX
IIJIST JePMBI KOYKI), M CUUTAJIOCH, YTO IJIS IIaJIEOHTOJIOTMYECKOI0 MaTepra-
Ja Taxkasa metoguka Bpsan ji BoamoskHa (Lingham-Soliar 2003). Brpouewm,
aJIbTepHATUBHBIE HOBOOLI BIoJIHe yoemuTeabHBI (cM. Prum, Brush 2002).
Hampumep, ¢ mOMOIIIBI0 IMMYHOJOIMYECKHUX METOIOB BCE ke yIaJIOCh OIpe-
IesIuTh [-KepaTuHBI B PUIAMEHTO3HBIX CTPYKTypax Shuvuuia (Schweitzer
et al. 1999). OTu CTPYKTYPHI IIPUUHNCIIIOTCI K KOMKHBIM IPUIATKAM COTJIac-
HO cjenyoiuM (pakTam: 1) HepaBHOMEPHOMY paclIpenesieHn0 uIaMeH-
TO3HBIX CTPYKTYP IIO TeJIy WM UX HAXOOKAM Ha HEKOTOPOM PACCTOSIHUU OT
TeJia JUHO3aBpa (HalpuMep, IIydKH (PHIIaMeHTOB OOHapy:KeHBI B 35 CM OT
Hoca Sinornithosaurus); 2) BApbHPOBAHUI UX Pa3MepPOB B PA3HBIX y4acCT-
Kax Tejia, B TOM YHCJIe HIPUCYTCTBUE (PUJIAMEHTOB TaM, IJe 3aBeJOMO OT-
CYTCTBYIOT CYXOKUJIUS; 3) CXOJICTBY 9TUX CTPYKTYP C MePbIMH HCKOIIaeMBbIX
atutl (Prum, Brush 2002).

2. IITUIBI TPOMSOIILIN OT IIOKA eIlEé HeM3BECTHBIX MEJKHX apXx03aBpo-
Mmopdos B Ttpuace (Kypouxma 2001, 2006). DBOJIOIIMOHHLIE BETBU BEEpPO-
xBocThIX (Ornithurae) u smepoxBocTeix (Sauriurae) OTHIL BOSHUKJIN He3a-
BHMCHMO, Pa3BUBAJIMCH KOHBEPIreHTHO, BETBh SIIEPOXBOCTBHIX (BMeCTe C ap-
xeonrepukcoM Archaeopteryx) Oblaa TYIIMKOBOM, IIOTOMKH BEE€POXBOCTBIX
IITUIT — COBPpeMeHHbIe NTuIhl. HacTosIe BeepoxBocThie IITHITHL YiKe CYIIe-
CTBOBAJIM B PaHHEM MeJy. B mo3gHemM Melly MX BeTBb pasfiesINJIach Ha CO-
BpeMeHHBIe OoTpsaabl. CXONICTBO K€ TEepPOIIOJHBLIX JUHO3aBPOB U BEEPOXBO-
CTBIX IITHIL OOBSICHSIETCA WX IIapaJlIeJIbHBIM (PIJIONeHEeTHIYEeCKHIM PAa3BHTH-
em. VIMeHHO IO HAJWYHIO IIePHEBOI0 IIOKPOBA O0BEOUHSIN apPXEOITePHK-
coB u oHaHcuopHKcoB Enantiornithes (A1epoxBoCTHIX) ¢ ITHUIIAMH JI0 TeX
0P, IIOKAa He OBLI0 HAMIeHO IIMPOKOe PACIPOCTpaHEeHHe IePheBOro IIOKPO-
Ba M y JIPYTUX POACTBEHHBIX MM TE€POIIOIHBIX JUHO3aBPOB (BEePOXBOCTHIX),
9BOJIIOIINS KOTOPBIX IIPOXOIMJIA KOHBEPTreHTHBIM IIYTEM.

[lenpHOE, cHAOKEHHOE PA3BUTBHIM OIIAXaJIOM U IIEHTPAJIBHBIM CTEPIK-
HeM, OTHOCUTEJIbHO KOPOTKOEe Hepo («IPUMUTHUBHOE» WJIN PeayIIPOBAHHOE)
HaigeHo y HeJsierawomux guHo3daspoB Caudipteryx u Protarchaeopteryx (Ji
et al. 1998, 2001; Zhou, Wang 2000; Fossil... 2003). OHo He cIIy:KKI0 I
mosiéta (Padian 1998; Padian et al. 2001). Ha xBocTe HeseTarommx («non-
avian») IUHO3aBPOB 0IIaxaJjio IIepheB OBLLI0 0oJiee MM MeHee CHMMETPHUY-
HBEIM C IapaJijIeJIbHBIMU OOPOIKAMM, BBITSIHYTHIMH BI0JIb XBocTa. llepbs
pacmoJiaraJnch U Ha IPyrux ydacTtkax Tejaa. OHEM HAIIOMHHAIOT IIyXOBBIE
Imepbs, TAaK KAK COeMHEHBl B OCHOBAHUU B IIYYOK. Y «UETHIPEXKPBIJIBIX)»
Microraptor gui u Cryptovolans pauli mepbsi ¢ aCHMMETPHUYHBIM OIAXaJIOM
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MMeJINCh Ha IIepeqHUX M 3aJHUX KOHEUYHOCTAX, M Ha xBocte. Ha mepemueit
KOHEUYHOCTH OHM IIPeICTaBJIEHbl IIEPBOCTEIEHHLIMH M BTOPOCTEIEHHBIMU
MAaXOBBIMM, M MaJIEHbKHUMH IIPIMBIMU HEePhIMU KPBLIBIIIKA, T.€. 9TO OBLIO
HaCTosIIee KPBLJIO, CIIOCOOHOE BBIIIOJHATH AdPOANHAMUYECKYI0 (PYHKITHIO.
JlmuHHBIe Tmepbs IIOKPBIBAJM T'OJIEHb M ILIIOCHY. BuamMmo, aTu OUHO3aBPHI
MOTIJIM IIJIAHUPOBATh, B oTjinmune oT Oeramomux gopm (Kypoukunr 2004,
2006).

IlepBasa Hacrosmas KuiaeBasi, IIOKpBITas IepbaMu nruiia Ambiortus,
JKUBIITasg B HAaJaJie MeJIOBOro Iepmona, Halmerna B nycteiHe 1'oou (Kypou-
kuH 1982). B ceBepo-BocTouHO o0s1actu Kuras ooHapysxeHbl mpumepro 20
BHUJIOB JPEBHUX ME3030MCKHUX SAIEPOXBOCTHIX ¥ BEEPOXBOCTHIX IITUIL. Longi-
rostravis (Bo3pact 120 MJIH. JI€eT) oIIpeeseHa Kak caMas IPeBHAI HaX0IKa
n3 oouraBmux 3aeck oruil (Chuong et al. 2001, 2003; Chiappe, Dyke 2002;
Sawyer, Knapp 2003; Fossil... 2003). Ora nruiia nmesia mepBoCTeIIeHHEIE 1
BTOPOCTEIIeHHBIe MaxoBhIe Imephba. Omaxasio mepa OJIMHHOE U Y3KOe C IIPHU-
3HAKaMM aCHMMETPHH, T.€., BePOSITHO, aTa IITHIIa Xopoimo Jerayaa. ¥ Con-
fuciusornis Bcé Tesio OBLIO OIEePEeHO, MEJIHNCh X0X0JIOK Ha I'0JI0Be, KPYIIHbIE
MAaxOBbIe IIephs U IIapa IJIMHHBIX ITepbeB Ha xBocTe (Hou et al. 1995).

M3BecTHBI ABE€ OCHOBHBIE KOHIIEIIIIMI O IPOMCXOMKICHUN IIepa.

1. IlepBas xonmemusa («scale-based model») mpeamosiaraer IIpomncxox-
IeHUe IIepa 13 Yellyd IPegKoBEIX popM; Ha MOPEPOJIOTUUECKOM YPOBHE
IIepo TPASHUIIMOHHO CUYMTAETCS IOMOJIOTOM YeIlyH IIPEeCMBIKAIOIINXCI. JTa
KoHIIemIus cyiiecrsyeT ¢ cepenunbl XIX Bexka (MatseeB 1932; Lucas, Stet-
tenheim 1972). BepossTHO, 9BOJIIOIINS KOKHBIX IIPUIATKOB Sauropsida mpo-
xonuia mmyTém aHabouu (HagcrtaBim) (CeBepiioB 1949; Mopmanmckmit 2001).
Paunue cragmm Mopdorenesa 1epa OTHUIL IIOJHOCTHIO COOTBETCTBYIOT MOP-
(poresesy poroBoii YeIIyH IIPECMBIKAIOIINXCS, a II0CTIeAYIOIINe CTAIHUN Pas3-
BUTH IIepa Kak ObI IPOIOJIKAIOT 9TOT MOP(oreHes qaJIbIlle COCTOSHUS, T0-
CTHUTHYTOI'O Y IIPECMBIKAIOIINXCS B UX KOKHBIX POrOBBIX 00Pa30BAHUAX.

B mocienmee Bpems IIajIeOHTOJIOTHMYECKHE HAXOIKKW M PEKOHCTPYKIIHMK
OIIEePEHHBIX JUHO3aBPOB BO3POJUJIN MHTEPEC HCCeaoBaTeJIer K 9TOU KOH-
memuu (Prum, Brush 2002; Chuong et al. 2003; Fossil... 2003; Sawyer,
Knapp 2003). Eé moaTBep:kaeHmreM cay:KaT HEKOTOpbIe (paKTUYeCKUe TaH-
aele. Hampumep, y Protopteryx nBa IIeHTpaJIbHBIX IIepa Ha XBOCTE YeIlye-
BHIHBIe 1 HeBeTBsammecs (Zhang, Zhou 2000). I1lepo, HamoMuHaIIIee ITH-
ube, HO He nTuube («non- avian feather») mmesocs y TpracoBoro apxosaspa
Longisquama (Bo3pact npumepuo 220 murH. jget) (Ilapos 1970; Jones et al.
2000). ¥V ostoro apxosaBpa yIJMHEHHBIE W HaJIeralollyre OJHA Ha APYTYIo
Yelllyrd PacIIojarajuch II0 3aJHeMy Kpalo Iieda U Opeariedbd. JJIrHHbIe
(mo 1 m) vemyu («mepo-mmeHér», pin-feather), pacmosiosxeHHble B 1Ba psaga
Ha CIIMHE U CIeIlJIEHHBIE II0 IIepelHeMy Kpaio, HMeJH PacIIupeHHbIe TU-
cTaJibHbIe KOHITEI. («IIeHEK» — opHUTOIOTHYECKHIT TePMUH, 0003HAYAIOIITNI
pacTyliiee Iepo, elre 3aKJIIOYEHHOe B POTOBOM YeX0JI UJIHU TOJIBKO YTO BHI-

5632 Pye. oprumon. meypr. 2018. Tom 27. Dxcupecc-ormyck Ne 1696



IeIree Hapy Ky U3 KOKK.) ITO HATIOMUHAET 0IIaxaJio mepa. Yerryu umesn
POTOBYIO 000JIOUKY, 00pas3oBaHHYIO 3a CUY€T stratum corneum smmaepMmrica
(Spearman, Hardy 1985). OummepMuc ITHIL COCTOMT M3 BHYTPEHHETO TPEX-
PAIHOro 0a3aIbHOro cjod (stratum germi-nativum) u HapysKHOI'O POTOBOTO
cjiosg (stratum corneum). IlepBoiil 0Opa3oBaH TpeMs CJI0OSIMH MeTa0oJIde-
CKM aKTHUBHBIX KJIETOK — stratum basale (ormesénHOro or mepMbl 0a3ajib-
HOM MeMOpaHOM membrana basalis), sratum intermedium (romoJsioruues
stratum spinosum souaepMuca MJIEKOIHTAIOININX) U stratum transitivum
(coorBeTcTByeT stratum granulosus smmaepMuca MiIeKonuTawomx) (Spear-
man, Hardy 1985). YcranoBiieHo He TOJIBbKO mogo0me MOPQOJIOTHUH dTUX
OPUOATKOB IIePhIM COBPEMEHHBIX ITHUIL (TPyOUaThIf CTep:KeHb, O0POIKI),
HO W pas3BUTHE WX II0 THUIIY OTHUYLErO IIepa, T.e. ¢ 00pa3oBaHueM (POJLIIHUKY-
JIsapHON cTPYKTYpHI (Jones et al. 2000). Ot BBEIBOABI MOABEPralOTCSI MOIII-
HOI KPUTHUKE, a MOATBEPKIAIOIIEe X PaKTHIECKe JaHHbIe 00bABIISIOTCS
apTedaKTOM, BEI3BAHHBIM IIJIOXOM COXPAHHOCTBHIO I1AJI€OHTOJJIOTHUYECKOTO
MaTepuaJja, porosele IpuaaTku Longisquama He IPU3HAITCS TOMOJJIOTaAMI
nepa orutl (Prum, Brush 2002). Hago otMeTuTh TPy IHOCTH PACIIO3HABAHUS
O0OpoIoUeK Ha ITaJIEOHTOJIOTHMYECKOM MaTepHaJie, TaK KaK OHH HaCTOJIBKO
TOHKW Y HEKHBI, YTO He COXPAHSIOTCSI, OTHAKO KOCBEHHBIM JIOKa3aTeJIb-
CTBOM HX IIPUCYTCTBHS CJIYKHT IIJIOTHOE COeIUHEeHKe OOPOMOK B IIeJIbHOE
omaxaJjio (HallpuMep, y apXeoIITepHuKca).

IIpenmosarator, uTo B (prjIoreHe3e 3aYaTKH YeIIyU IIPEeCMBIKAIOIIIXCS
IPEeIKOB IITHUIL yIJIUHAINCH, 4 3aTeM Pa3BeTBJIAJINCH C 00pa3oBaHUEM OIIa-
xana (MatBeeB 1932; Regal 1975) (cm. Huzxe). KoHrlemiiusa onupaercsa Ha
CXOJICTBO CAMBIX PAHHUX 9TAIOB MOp(oTreHe3a Uellyd W IIepa, TaKuX, Kak
nuddysHoe pacupesesieHne 3aKJIaI0K, yCTAHOBJIEHUE TIepeIHe-3aHel ocr
BHYTPHU 3aKJAIKU (IJIAKOIBI), BRITATUBAHNE 3aKJIAAKNU U €€ BO3BLIIIEHUE
HaJl IOBEPXHOCThI0 Kok1. CpaBHeHHE pasBUTHS YeIlyil HA HOrax IITHUIL U
IIePbEeBBIX IIeHBKOB IMOKA3BIBAET, UYTO 9TO I'OMOJIOTMYHEIE CTPYKTYPHI, a II0-
CKOJIbKY YeIy!d IITHIL TOMOJIOTHYHBI YeIlysIM IPEeCMBIKAOIINXCSI, TO U OTH
Imepbsa B CBOIO Ovepeah TOMOJIOTMYHBI YeIlysM IpecMbIKammmxcsa (Spear-
man, Hardy 1985). V 1pIIIAT HEKOTOPHIX IIOPOI KYP IIepheBble IIeHbBKU
pacTyT IPsSIMO K3 BEPIIHHBI TapP30-MeTaTap3aIbHOoM vertyu (cM. puc. 1.15 B:
Spearman, Hardy 1985). (Hamo orMeTuTh, 4TO B YelIyHHONH KOKe MJIEKO-
IIUTAIOIINX BOJIOC BOSHUKAET B KOMKe MEKIY YeIlllysIMU, HallpuMep, Ha XBO-
CTe TPBI3YHOB.) TakuM 00pas3oM, y IBILIAT POJJIUKYJI 3aKJIagbIBaeTcs Ha
cepeIrHe Yelllyr, ¥ POrOBOI CJIOM Yelllyr o0pasyeT Hapy KHYI0 CTeHKY IIPOK-
CUMAJILHOM YacTH (POJLIHMKYJIA W IIeHbKa. ¥ TaKOTo IIepa IPOKCHMAJIbHAS
YaCTh IPEJCTABJISAET COOOM «Uellylo», a JUCTAJIbHAA YacTh — COOCTBEHHO
«repo». llo3muee B oHTOreHE3€E 110 Mepe (POPMUPOBAHIS IIePHEBOI0 IIOKPOBA
9TH ePbhs-IMeHbKU MCUe3al0T, 34 UCKJIIOUeHHEM PACTYIINX Ha YeIlysX, IPH-
MBIKAIOIINX K OIIePEHHBIM y4acTKaM HOT.

OKcIIeprMeHTaJIbHOEe U3yUeHe KIeTOUHON KYJIbTYPhI, IIOJIydeHHOM IIy-
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TEM PEKOMOMHAIIUN JePMBbI IIBIILJISAT U dIUAePMIca SIIePUIl M BhIpaIlrBa-
eMOIl Ha XOpHO-aJIJIAHTOMIHONM MeMOpaHe KYyPHHOIO AHIla, II0Ka3aJjo, 4To
Iop3asibHAS JepMa M3 HOPMAJBHO OIEPEHHOM KOMKK IT03THEro sMOpPHOHA
IBIIJIEHKA WHOYIIMPOBAJIA HOPMAJBHYIO 3aKJAOKy YeIlyd B JIUIePMICce
samepuipl. OgHaKo 3aKaagKa Yellyd MMeJa IeCTHYTOJbHY QOopMy, TH-
OUYHYIO J1JId 3akjaagku mmepa (Spearman, Hardy 1985).

B kauecTBe aprymeHTa B HOOIEPKKY 9TOM KOHIIEIIIINN HCIOJIB3YIOT 0CO-
OeHHOCTH KepaTHHH3aIuu IIOKPOoBOB («keratin-based theory») y mmpecmbi-
karonmxesa 1 orull. KepaTtuHbl mpeacTaBiigoT coboil puiaMeHTo3HbIe 0eI-
KH, IIPOOYyIpyeMble 3IMUAePMAIbHBIMHA KJIETKAMM, KOTOPhIie 00pa3yioT
IPOYHbIe M THOKME II0JHUMephl ¢ TuApodoOHBIMU cBoiictBamu. DuiameH-
TO3HBbIE (HUTEBHUIHBIE) OJIKM (B TOM YHCJIe KepPaTUH) OTHOCATCSI K T'PYIIIe
CTPYKTYPHBIX O€JIKOB, WX IJMHHBIE HUTH 00PAa3yiOT IIMTOCKEJIeT KJIeTKI.
MostekynsipHas CTPyKTypa KepaTHHOB pasHooOpasua. PasiamuarT aBe oc-
HOBHBIE€ TPYIIILI KEPAaTUHOB.: «MIATKHE» (-KepaTHUHLI MMEIOT CIHPAJILHYIO
CTPYKTYPY, a «KécTKHe» [B-KepaTuHbBI — cKIaguaTo-muToByo. [lepBbie Hati-
JIeHBI B JIIHIePMIICe BCeX IIpeJICTaBHUTeJIell aMHHOT, B KOMKHBIX ITPHIATKAX
MJIEKOIIUTAIONINX W B OTHOCUTEJILHO MATKOM KOKe MEKIy YeIllysIMHU y IIpe-
CMBIKAIONIUXCA U ITUI. KoskHBIe IPUIATKY IPECMBIKAIOIINXCA U IITHUIL CO-
IepskaT KepaTUHBI 000UX THUIIOB.

YV Sauropsida mpobsiema mpemoTBpallieHuss BOIHBIX IIOTEPh OpraHu3Ma
yepes KoKy ObLiIa pellleHa IIyTéM 00pa3oBaHUS KOMILJIEKCHOI CHCTEMBI Ke-
PATUHOBBIX IIPOTEMHOB M CJIOMKHBIX JIMIIHAOOB. VI3BECTHO CXOICTBO KepaTu-
HOB mepa ntull u denryii Lepidosauria. [loBepXHOCTHBIN OpOrOBEBIIHUE CJIOM
KOJKI COIEPsKUT IIPOUYHBIe [-KepaTHHBI, a IIOACTHJIAIOIINI ero 0ojiee HeX-
HbI# cJioi — a-KepatuHbl (Maderson 2003). I[lepBrhIit 1 cTa OCHOBHBIM KOM-
IIOHEHTOM 4YeIlyid W IIepbeB, 1 MMEHHO OH oOecIednBaeT MeXaHUYEeCKYIO
3aIlITy W HEIIPOHUIIAEMOCTb KOKHM. [3-KepaTWHBI 00HAPYKEHBI B CTPEsKHE
mepa u oopoakax (Alibardi 2002; Wu et al. 2004). OHu ABASIOTCS IPOIYK-
TaMH JesATeJIBHOCTH OOJIBIIION0 CeMeHCTBA IOMOJIOTHYHBIX I'e€HOB, KOTOPBIE
TOMOJIOTHYHEI ¥ TeHaM KepaTHHOB Yelllyi IIpecMbIKaioImxcsa. ['eHsl Kepa-
THHOB IIepa IITHUIL BIIOJIHE MOIJIM IIPOM30MTH OT IOMOJIOTHYHEIX I'€HOB Ye-
IIyH HPEeCMBIKAIOIINXCA HYyTEM eIHMHCTBEHHOU mejeluu (IIOTEPH ydacTKa
xpomocoMmbl) (Gregg et al. 1984). IIpucyrcTBre CXOOHOTO OJIS YeIIyi IIpe-
CMBIKAQIOIINXCSA M YelIyi IITUIl KepaTHHA IIOATBEeP:KIAeTcsa ero peakrIrei
Ha anturena K B-kepatmaam (Wu et al. 2004). [IpumeneHne TMMYHOJIOTH-
YeCKHX METOH0B MCCJIEJOBAHMS BBIABHUJIO CXOICTBO MEXKIY HOSOOHBIMH IIe-
PBSIM IITHIL POrOBBIMH CTPYKTypaMu auHo3aBpa Shuvuuia U IepbsIMU IIBIII-
JIEHKA, T.e. Y 9TOr0 JUHO3aBpa HMMEJINCh [-KepaTHHBI, XapaKTepHbIe I
mmepa pereHTHHIX BuAoB Itull (Schweitzer et al. 1999). a-kepaTuH IPUCYT-
CTBYET JIMIIIb B IIePheBOM BJIATAJIUINE K 00poaKax B (POJIIMKYJIe Pa3BUBA-
forterocs mepa (Chodankar et al. 2003).

OxHako IITHUITBI BMECTe ¢ KPpOKoOuIaMu oTHocaTes K Archosauria, y xo-
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TOPBIX YTEPSHO BEPTHUKAJIBHOE IIOCJIOMHOEe paciipeneseHue a- u [-Kepartu-
HOB, XapakTepHoe 1 Lepidosauria u crmocoOcTBymOIlee JIMHBKE UX ITOKPO-
BoB. Kpome Toro, B mepbsax HTHI] IIPHCYTCTBYIOT €IIE U CIEI(pUIecKre
JIUIIb JIS 3TUX CTPYKTYP (P-KepaTHuHBI, KOTOPbIEe SBJISIOTCSI Pas3HOBUIHO-
CThI0 [-KepaTHHOB M OTJIMYAIOTCSA OT (P-KePATHHOB KJIOBA, IIIUTKOBBIX Ye-
IIyH ¥ KOITeH HTHIL 0oJiee HU3KOM MoJeryJasapHou maccoi (10.4 x/lx mpo-
tuB 13.5 xJlH). Cxomubie, HO 0oJiee 9BOIIOIIMOHHO IIPOABUHYTHIE (P-KepaTH-
Hbl (14.0 x/lH) HafigeHB B HOAKOMKHBIX KJIETKAX dMOPHMOHAJIBHBIX IITHUTKO-
BBIX YelIysaX M B Kortax asmratopoB Alligatoridae, T.e. mepneBble Kepa-
THUHBI TOMOJIOTHYHBI KepaTuHaMm ajanraropos (Sawyer et al. 2003 a). Kpo-
Me TOro, Ha paHHel cTaauu 3avaTKa Yellyd U IIepa ITHII, 1 YelllyH aJlJIu-
raTopoB JEeMCTBYIOT OJMHAKOBBIE MOJIEKYJISIPHBIE CUTHAJbHBIE IIyTH (Shh/
BMP2) (Harris et al. 2002). BeposaTHo, aTH cIIeIrpruecKie KepaTHHbI ObLIN
IIITPOKO PACIPOCTPAHEHBI Y JPEBHUX apX03aBPOB — MMIIOTETHYECKUX IIPe/I-
KOB KPOKOOHJIOB M ITHII. TakuM 00pa3oM, HPHUCYTCTBHE CIIEITHPUICCKUX
KepaTHUHOB B IIEPhIX, KAK M 0COOEHHOCTH X MOP(oreHe3a, IO3BOJISIOT OIIpe-
JIeJISTh IIephbs KaKk KOMILJIEKCHBIE HOBOOOPA30BaHUA B IIpoliecce PUIOreHe-
3a KJiacca.

[IpenmosioskeHe o TOM, YTO HpeAIIeCTBEHHUKAMU Iepa OBLIU YeIlyH C
«obrpémanuapiMu KpasaMmm» (Regal 1975) He mHamio gpakxTHIECKOro IIom-
TBEPIKJIeHUsA, TaK KaAK I'OMOTeHHBIU POTOBOMU CJION Yelllyd I'OMOJIOTHYEH
stratum corneum, mMemwIIeMy IJIAAKYI HTOBEPXHOCTH U (POPMHUPYIOIIEMY
POTrOBYIO 000JIOUKY HE3PeJIoro pacTyIero epa, a He camo 1epo. IlepbeBbie
CTPYKTYPBI 3peJIoTo IIepa (POPMHUPYIOTCS IIyTEM KePATHHUIAIINU JIIHE]P-
MaJbHBIX KJeTOK stratum intermedium (Lucas, Stettenheim 1972; Spear-
man, Hardy 1985).

BosamosxHO, 11epo IpoM30III0 He OT YIJIOIMIEHHOHN YeIlyrd, a OT MeJIKOTO
KOHMYECKOT0 KepaTuHOBOro Beipocra (cm. puc. 5 B: Chuong et al. 2003). 9o
IPeaIoJIosKeHne IIOATBEPKIAeTCA IIPHUCYTCTBHEM B JIIHIEPMICE HEKOTO-
PBIX IIPECMBIKAIOIINXCA HEOOBIUHBIX «CBETJIBIX KJIETOK», KOTOpPBIE HE YILIO-
mamoTcesa (Kak KJIeTKH B Uelllye) B IIpollecce KepaTUHU3aIlnM, a Ipeoopasy-
I0TCS B HEOOJIBIIIME POrOBbI€ CTPYKTYPHI, TAKHUE KaK KOJIIOUKHU, IITUINKH, 00-
POOAaBKHU Ha II0BepxHoCTU snugepmuca. OcHOBHBIE ITPeo0pa3oBaHUA TAKOTO
BEIpocTa («dmaorpamMmma mepa») IILJIN B YeThIpe aTalla II0 IIyTH MOP(OJIOTH-
YEeCKOr0 YCJIOKHEHUS OT pPaguaibHO CHMMETPHUYHOIO IIyXOBOI'O Iepa o
ACHMMETPHUYIHOT0 MAaX0BOI'0 M IMPOM3BOACTBA KEePATHUHOB IO BO34eHCTBHEM
MoJIeKyJIsApHO-reHeTrmueckoi perysanuu (Brush 2000; Feduccia et al. 2005).

IIpenmosiaraercs ygacrie B 00pa3oBaAHUM IIePa CEKPETUPYIOININX CTPYK-
TYP KOMKH IIPECMBIKAIOIINXCA («reHepaTUBHBIX KeJIE3») HapaBHE C Yellrys-
Mu (Quay 1972; Cokomnos u ap. 1994; Yepuosa 1996), omHako ara 1mmpobdJie-
Ma ocTaérca Hepaspaboramuoii. Y Lepidosauria reHepaTHUBHBIE KeJI€3bI
(KaJ1I03HBIE JKeJie3bl, BRIIEJISIoNIe Yelyn, [3-:xe1e3nl) Ha3BaHbl TaK U3-34
CBA3U UX (PYHKIIMOHUPOBAHHUS C TeHEPAIIUIMU HOBBLIX IIIHIEPMAIbHBIX
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CJIOEB (BHEITHAS W BHYTPEHHSS dIHUJepMaJibHbIe TeHepalluu, BTopas cMe-
HseT HepByo Opu JuHbKe). X cexper oOpasyercsa MeskIy IeHepallrusMI
IIOKPOBOB M BBIJEJIAETCS Ha IIOBEPXHOCTh KOKH BO BpeMs JuHbkHu (Mader-
son 1972; CoxrosioB u ap. 1994). B TakoMm smmumepmruce mIpoIecchl KepaTHHH-
3aIlMy U CEeKPETOPHOH HeATeJbHOCTH (KOTOphble HAXOOATCS B aHTATOHUCTHU-
YeCKUX OTHOIIIEHHMSIX) CHHXPOHM30BAHBI. Bceiien 3a IIeJIbIM pAIOM aBTOPOB
(Lucas, Stettenheim 1972; ®uiaroB 1943; MaTtBeeB 1949) MBI IIOHEMAaeM
II0J] THICTOJIOTMYECKUM TEPMHHOM «I'eHepallus» pasleséHHbIe I'eTepoxpo-
HUSIMH IIPOU3BOIHBIE OJHUX U TeX Ke IIPOAYIIUPYIOIINX CTPYKTYP («dopmo-
oOpas3oBaTeJHLHBIX aAlIapaToBy»), B HAIEeM CJIydae — 4Yelllys, IIepo, BOJIOC U
pa3IMYHbIe KATETOPHUHU IIepa U BOJIOCA, IIPOU3BOIMMbBIE COOTBETCTBEHHO (DOJI-
JIUKYJaMHU IIepa U BoJIoca.

OTa KOHIIEIIIHNSA He IIOOAePsKUBAETCS II0 CJEAVIOIIMM COOOPAaKEeHIIM.
CxomerBo HaAYaJIBHBIX CTagui MoOpdoreHe3a CpaBHHBAEMBIX CTPYKTYP He
ITaéT IMOHUMAHNS PA3BUTHS MHOTHUX 9BOJIIOIIMOHHO 3HAYMMEBIX HOBOOOPA30-
BaHHI B mpolilecce MopdoreHesa mepa (cMm. Himke). Ilepbsa oramuaroTes or
YJelryii Ha OoJiee MO3THUX CTAAUSIX MOp(oreHes3a II0 T€eHEeTUYECKOH CTPYK-
Type, opMe U II0CJIeIOBATEIHbHOCTHA OEJIKOB 1 CTPYKTYPE KePaTHMHOBBIX BO-
JIOKOH. Pasmuuus B 1poiiecce pasBUTUS YEIIyH IPECMBIKAIOIINXCA 1 IePh-
eB IITUII CYIleCTBeHHBI. HampumMmep, TPyaHO O0OBACHUTH IIPUHITAIINATIBHYIO
pasHuIly Mopdoresesa M CTPOEHHS, C OQHOM CTOPOHBI, JJaMeJLIAPHBIX (CJI0-
WCTBIX) MJIK YILJIOIIEHHBIX Yelllyii, a ¢ IPyroil — TpyOduaThIX IepheB, OIIaxa-
JIa KOTOPBIX JIMIIb BTOPUYHO IIPHOOPETA0T YILIOMIEHHYI0 (hopMmy. I1pm mop-
(poresese HapyKHAST 1 BHYTPEHHSS IIOBEPXHOCTH OIIaxaJia IIOKPOBHOIO IIe-
pa 00pa3yloTcs M3 COOTBETCTBYIOIIMX IIOBEPXHOCTEM TpyOdaToil ommaep-
MasabHoU 3akaanku (Lucas, Stettenheim 1972; puc. 2 B: Chuong, Horn-
berger 2003). IIpum mopdorenese ke dverrym mops3ajibHas M BeHTPAJIbHAS
IIOBEPXHOCTH YIUJIOIIEHHOU Yelllyd Pa3BUBAIOTCA M3 COOTBETCTBEHHO JI0pP-
3aJIbHON M BEHTPAJILHOM IIOBEPXHOCTEH 3MUTEINAIbHO-MEe3eHXUMHOTO BbI-
pocta. TakuMm oOpas3oM, YILJIOIIEHHASI IOBEPXHOCTh Yelllyd 1 IIepa He TOMO-
JIOTHUYHEL.

OTa KOHIIEIIIa He MOKeT O0BbACHUTH U (popMUPOBAHNE (POJIIHKYJIAP-
HOII CTPYKTYPHI IIepa, a TaKske pasmesieHme omaxaja. [Ipu Mmopdorenese
Yelryn He (POpMHUPYIOTCS (POJIIHKYJIAPHBIE CTPYKTYPHI, a Ipoudepaliis B
YeIIyaxX OTHIL U IIPEeCMBIKAIOIINXCA IPOXOOUT 0ojiee Pa3po3HeHHO, YeM B
nepbsax (Tanaka, Kato 1983; Alibardi 1996). Bo Bpems mopdoreHesa mepa
30HA MpoJndepanny IIepeMelraeTcsi OT BEPIIHHBI 3aKJIAAKH J0 IIPOKCH-
MaJIBHOI'0 PACIIOJIOMKEHN OTHOCUTEeJhbHO ocHoBaHus 1epa (Lucas, Stetten-
heim 1972; Chodankar et al. 2003). 3aTeM okpy:KkaOIIMUil 3aKJIATKY IIIH-
JIEpMUC BOSYUBAETCA B JIepMy, (POPMUPYS CTEHKHU ITUJIHUHIPUIECCKOTO (POJI-
JIUKYJIa, a JepMaJIbHBINA COCOYEK pacmojiaraercda B POJLINKYJIe, MHAYIIIPYSI
SIUTEJINAIbHBIN YeX0J HaJ IPOI0JIKaoIlel IpoimdeprupoBaTh 30HOM.
ITO OesiaeT BO3MOYKHBIM HAJIbHEHIIHUNA POCT U 00JierdyaeT IIUKJINYECKUe

5636 Pye. oprumon. meypr. 2018. Tom 27. Dxcupecc-ormyck Ne 1696



IIPOIIECCHI B IIePheBOM (POJLITHKYJIE, TAK KaK CTBOJIOBBIE KJIETKH — OCHOBHOM
pe3epB — XOPOIII0 3AIMUINEHEI, PACIIOJIarasich B (DOJIIHUKY.JIE.

MoJiekyasapHO-TeHeTHUECKHe HCCIeIOBAHUSA J0KA3aIMd IIPSIMOe IIpeod-
pa3oBaHre 3a4aTKOB YeIIyH HOTr IITHIL B IePbEeBYI0 CTPYKTYPY IIOX IeICT-
BHEM CHUTHAJILHBEIX OeskoB (Hampumep, BMPs). g Takoit moguduraiium
HEeT HeoOXOQUMOCTH B CYIIIECTBOBAHUU KAKUX-JI00 IIPOMEKYTOUYHBIX CTPYK-
TYp, HAIIpuMep, mIpoToiepa. KiieTounble MOIIyJIAIINN KOMKH, IIPOLYIIUPYIO-
I[1e IIephbsa W YeIlyd, IIOXO0KH: 9TO JaéT OCHOBAHHE CUHUTATH, UTO KOMKHBIE
MIPUAATKY IITUIL U IPECMBIKAIOIINXCSA dBOJIIOIIIOHIPOBAIN IIYTEM MOIHQU-
Kallui oTHX KJIETOYHBIX IIOIIYJISIIMN B OrPAaHMYNTEIbHBIX paMKaxX THIIA
trasEn (Sawyer et al. 2003a). Jlusepcuduraiinio sTHX IPUIATKOB PEryJin-
PYIOT BpeMeHHBIe U IIPOCTPAHCTBEHHBIE HM3MEHEHHUS IKCIIPECCHH KOHTPO-
aupyommx oTu nporecckl reHoB (Noveen et al. 1998). Ha kasxmoit craguu
Pa3BUTHUA IIepa PeryJidius MopdoreHe3a OCYIIECTBJISIETCS PA3JIUIHBIMUI
CUTHAJIbHBIMU OeJIKOBBIMU MoJieKyiamu. Co3maHa MoOesIb BJIMSHUIS T'e€HOB
Ha pasBurue 1epa («transgenic feather protocol») m BrICKa3aHa rumoresa o
TOM, UTO OUBEPCUMPHUKAIINA IephbeB 3aBUCUT TAKKe OT CIABUTA MOJIEKYJISIp-
veIxX rpaguenToB (Widelitz et al. 2003; Yue et al. 2006), meiicTBYIOIINUX B
OTPAHUYHUTEJbHBIX paMKaX IIPUPOObI CAMHX TKaHeM. JTO OTpaskaeTcs Ha
TOIIOJIOTMYECKOM YCTPOMCTBE IIepheBOoro POJIINKYJIa M 3avaTKa IIepa, YTo,
TaKUM 00pa3oM, CBA3BIBAET MOJIEKYJISIPHYI aKTHBHOCTH ¢ DOPMOIM opraHa
U ero (pyHKITHe.

Tax, Wnts-rpagmeHT BO3HHKAET BCJIEACTBHE HHAYIIMPYIOIIETO BO3Oe-
CTBHS JepMaJibHOro cocouka. OH ompeesiseT COUPAJIbHYI0 OPHEHTAITIIO
pacTyIIux 00pOIOK OTHOCUTEIBHO ITUJINHIPUYECKOTO (POJIINKYJIA mepa. JTh
IIPOIIECCHI IIPUBOIAT K (POPMUPOBAHHUI0 CHMMETPHUYHOIO0 oraxaJsia (cM. orrmca-
Hue MopdoreHesa 1mepa y Spearman, Hardy 1985; Biology... 1986; puc. 239
B: Lucas, Stettenheim 1972). Jlanee, mox Bausuuem Wnt-rpaguenra Onia-
TepPaJIbHO CUMMETPHYHBIE KPOIOIIIe IIePhs TPAHCHOPMHUPYIOTCSI B PAIHAIb-
HO CMMMeTpPHUYHEIe IyXoBEIe Iepbsa. besok Noggin yBenumBaeT CTeleHb
BeTBJIeHns mepa, anti-SHH BrisbiBaer ciemnenme 6opomgodex, BMP yToui-
maet creog mepa (Yu et al. 2004). CooTHollreHre aHTarOHUCTUYECKUX OeJI-
koB Noggin u 4-BMP, urpaer ocHOBHYIO PoJIb B BETBJIEHUH IIepa, OIpeie-
JIsIsE 9YUCJIO U pa3mepsl 0opomok. BMP4 perynupyer dopmMupoBanme crep:k-
HA ¥ ciemnienne oopomouex. SHH muaymmpyer amomnrosuc (rubesib KJIETOK)
KPaeBoro ILJIACTHHYATOI0 JIHUTEJINS, UTO IIPHUBOMUT K IIOSIBJIEHMIO pacce-
4yéHHOTO omaxaJya m obpasosanmio 6opomok (Yu et al. 2002; Chang et al.
2004a,b).

Taxum 00pa3oM, TOIOJIOTHYECKHE TPaHC(pOpMAaIUU IIepa OT I[MIMHIPU-
YeCKOM POrOBOM CTPYKTYPBI K HepapXUueCcKOMY BETBJIEHUIO OIIMPAIOTCS Ha
MOJIEKYJISIPHbIE MeXaHW3MBbI, IIPHUPOLY U B3aUMOIEMCTBHE TKAHEH aKTomep-
MaJIbHOM 1 Me30IepMaJIbHON IPUPOLbI, YTO, BEPOATHO, U 00ecIIeunBaeT
BHYTPEHHIOI BO3MOYKHOCTH PA3BUTUSA PA3JIUYHBIX MOPQOTHUIIOB IIepa B
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9BOJIIOIIMYM ¥ IIPOJOJIKAET OIpeaesIaTh MHOrooopasme IepbeB, (popMUpyIo-
IIIAXCS B OHTOT€HE3e IITHIIL,

2. CoryiacHO BTOPOM KOHIIEIIIMH, KOTOPAs MOYKET CUMTATHCS IIPEEeMEH-
el IIepBOM, pasBUTHE IIepa IIJIO OT YeIllyH dYepe3 CTAINI0 IPHUMUTHBHOIO
IIPOTOIIEpA, 1 «IIPOTOIIEPO» KAK POroBoe 00pa3oBaHUe IPEeIKOBBIX POPM I'0-
MoJstorruno 1epy oruil (Prum, Brush 2002; Prum, Dyck 2003), T.e. mpoTo-
IIePo — IIOJIBIF BEIPOCT POTOBOM YEIIlyH, 3aBepHYBIIUKcId B TpyOKy. OHO mo-
CTeIeHHO MOrpy3UJIOCh B JNepPMAaJIbHBIU CJIOU IIyTEM HWHBATUHAIIAU OKPY-
FKAIOIIET0 JIUAEePMICca ¢ 00pa3oBaHMeM 3aMKHYBIIIEHCS BOKPYT IIpoTomepa
POILIUKYJIAPHOM CTPYKTYPHI M3 KJIETOK JIMUTEJNS WM ME3eHXWMBI. 3aTeM
Osaromaps mpoiieccaMm IpoJsirdpepalini, TudgQepeHITuPOBKN KJIETOK oJI-
JIUKYJIa, alolTO3Wca HEeOPOTOBEBIINX KJIETOK KPAeBOT0 JIIUIepPMUCA U Ke-
PATUHU3AIMN JHUCTAJIBHBIX OTAEJI0B 3aYaTKa BBIPOCT IPHOOPET pacceueH-
HYI0 BEpPIIMHY W pas3fgesInjcsa Ha IyYoK (PUIaMEHTOB C OOIIHM CTepP:KHEM
(Lucas, Stettenheim 1972).

OTa KOHIEeIIIUS MOAIeP:KUBAeTCsI (PAKTOM IPUCYTCTBUA «IIPOTOIIEPA» ¥
MHOTHX Me3030HCKHUX TePOIIOIHBIX TUHO3aBPoB. MeJsiK1e TpyOUuaThie Yelryn
HaMIeHbl Y HanboJiee IPEBHUX IOPCKUX OIEPEHHBIX TEPOIIOIHBIX TUHO3AB-
poB Anomaepus (Bo3pact 150 MHIIMOHOB JIET, T.e. APeBHee apXeoIlTepukK-
ca) (Kundrat 2004). ¥ niuHéHHBIE sIMUIepMaJIbHbIE CTPYKTYPHI U3BECTHHI 1
y OPYyTUX OUHO3aBPOB, Hampumep y Psittacosaurus, y KOTOpOro IJIMHHBIE
IIeTUHBI (BO3MOYKHO, MOIHU(HUIIMPOBAHHBIE YeIlyl) MOKPBHIBAJIKM IIPOKCH-
MaJbHyI0 4acThk xBocta (Mayer et al. 2002). MHuorme Me3030#CKIe TePOIoI-
HBIe JUHO3aBPHI UMEJU YIJIMHEHHBIE U Pa3BeTBJIEHHBIE KOKHBIE ITPUIAT-
KU, KOTOpPHIe, II0 MHEHUI0 HEKOTOPHIX aBTOPOB, MOTJIN OBITH MCXOJHBIMU
CTPYKTYPaAMHU OJIsI BOSHHKHOBEHUA «maporomepa» (Sinosauropteryx, Prot-
archaeopteryx, Caudipteryx, Microraptor, Epidensaurus, Beipiaosaurus,
Scansoiopteryx u np.) (Xu et al. 1999, 2000; Padian et al. 2001; Zhou et al.
2003). Teso ogHHMX OWHO3AaBPOB OBLIO IIOKPHITO BOJOCOBHIHBIM IIYXOM, Y
IPYTUX BHUIOB METEJOYKH W3 MEJKHX KOMKHBIX BBIPOCTOB POCJIM HA TeJIe.
[Iepbsa Moram mMeTh IIeJbHOE ollaxaJsio (B TOM YHCJIe Y apXeolTepHuKca,
Christiansen, Bonde 2004 — 1ut. mo: Wu et al. 2004). JloBo/ibHO HJIMHHBIE
IIepbs C CAMMETPUYHBIM HJIA aCHMMETPHUYHBLIM OIIaXaJIOM HIPUCYTCTBOBAJIN
Ha KOHEYHOCTAX M xBocTe (cM. Tabdia. 1 B: Wu et al. 2004). Hanpumep, y
Beipiaosaurus ganHa KOMKHBIX IPHUIATKOB HAa KOHEUYHOCTSIX Jocturasa 50-
70 mm. HexoTophle 13 IpUIaTKOB OBLIM IIOJIBIMI, C PA3BETBJIEHHBIMU KOH-
HaMmu, Kak y Sinosauropteryx. Y Pedopenna niuHHBIE IePbs C XOPOIIIO pas-
BUTBIMH CHMMETPUYHBIME OOPOJKAMH IIPHCYTCTBOBAJM Ha CTymHAX (Xu,
Zhang 2005). «IIporomepo» ommcano y Sinosauropteryx M HEKOTOPBIX IPY-
T'UX BHJOB TEPOHOOHBIX AuH03aBpoB (Xu et al. 1999, 2000; Padian et al.
2001), y KOTOPBIX OOHAPYKUJIM IIEPHIIIKU II0J00Me IIyXa Ha T'0JI0Be, CIIMHE
M XBOCTE. JOTHU OJHOTHIIHBIE II0JO0OHBIE BOJIOKHAM BBIPOCTHI IIPECTaBJISIIN
co001i mycToTesble ITuanHapel. HexoTophle apyrue Tepomoasl TaK:ke NMeJIn
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CXOIHBIE II0JIble ITUINHIPUYECKHe KOKHbIe 00pasoBaHus (MHOTAA PA3BETB-
JIEHHBIE HA IHCTAJBHOM KOHIIE), PAaCIIOIaraiolliecs JIOKAJIM30BAHHO Ha
TeJIe ¥ KOHEeYHOCTSX.

Ob0Hapy:xeHb U Apyrue Mmoguguraiuu mporomepa. Hampumep, Testo
Sinornithosaurus (Bo3pact mpuMmepHo 124.6 MJIH. JieT) OBLIO ILJIOTHO IIO-
KPBITO KOPOTKHMMHU M TOHKHMHU KOKHBIMU HPHUIATKAMU, YCTPOCHHBIMU OYEeHbD
CJIOYKHO: KasKIObIM COCTOSJI M3 MHOYKECTBA COeIHMHEHHBLIX BMecTe (prIaMeH-
ToB (Xu et al. 2001). OTH BHIPOCTHI IIOXO0KH HA IIyXOBBIE IIE€PbS WU KPOIO-
II[Fe IIephbs OTHIL 1 He UMeI0T 00pomodek. BeIgBiIeHO ABA THIIA MX BETBJIE-
HUs, KOTOPBIe VHUKAJILHBI II0 CPABHEHHIO C IIePhAMHU IITHIL: (PMIAMEHTHI
O0BEIUHSIOTCA B €IUHBIA IMyYOK JIM00 COeOUHSIOTCS TOJHKO OCHOBAHUSIMU
¥ pacIioiaramTcs IPYyIIIaMi BOKPYT IEHTPAJIbLHOTO BEIPOCTA.

BepositHO, Takme BBIPOCTHI CIAYMKHJIN IJII TAKTHJILHON OPHEHTAIINH U
TEILJIO3AIINTEI, HO He BBIIIOJHIIN aspomumHamudeckor pyHrmmu (Chen et
al. 1998). Bpouem, mMmeeTcsas 1 aJIbTepHATHBHOE MHEHNE O TOM, YTO IIyXO-
BBIe 00pa30BaHUS TEPOIIOJHBIX AIIEPOB HEJIb3sI NpU3HaBaTh (popMoil ore-
perausa (Martin 2004; Feduccia et al. 2005).

CrpoeHne «IPUMUTUBHBIX I€PhEB» PEIIeHTHBIX BUJIOB IITUIL TAKIKE CJIY-
'KUT IIOITBEPIKIEHUEM 9TOM KoHIlemnu. Hampumep, y aMOpHOHOB HEKOTO-
PBIX PEeIlleHTHBIX BHUIOB IITUIL Ha TeJe uMelorca Tpuxontuiu (trichoptiles) —
IIPOCThIE ITUJIHNHIPHUYECKNE II0JIble, 3aMKHYThIe Ha KOHIIAX, BOJOCOBHIHBIE
poroBeie BbIpocThl (Kundrat 2004; Wapsmenxo 2006), mo-BumauMomy, He
CBA3aHHBIE C (POJLIHKYJIAPHBIMHE CTpyKTypaMu. KpaTkoBpeMeHHOCTL (He-
CKOJIBKO JTHEM) CYIIIeCTBOBAHUS M SPKHE OTJIMYUS TPUXONTHUJIEH OT HeOII-
THUJIBHOTO 9MOPHUOHAJIBHOTO IIyXa IT03BOJIAIOT HIpeanojiaraTth, YTo UCTOpUYe-
CKOEe pas3BUTHE IIepa IIJIO IIyTéM IIPeo0pasoBaHUA IPOTOIIEPA IIPETKOBBIX
bopM, TPpHUUEM IPOKCHUMAJIBHBIN KOHEIl IPOoTollepa He OB IIOTPYsKEeH B
osukyapHy0 cTpykTypy. HuTeBummmbie mepbs OaxpomuaToii OOpPOIEI
muroit nuneniku Meliagrus sp. (Galliformes) — pas3BeTBIEHHBIE IIOJIBIE ITH-
JIUMHAPUYIECKIEe CTPYKTYPhI, BOBCE HE IIOX0KK HA OOBIYHBIE IIePh IITHUII, TAK
Kak pacTyT He u3 gosnukyaa. Ilpu Mmopdorenese KiIeTkrn UX 3adaTKa JKC-
IpeccupyioT B-kepaTUHbI, XapaKTepHble OJII Iepa, YTO TAKyKe II03BOJISIeT
00CysKIaTh BO3MOYKHOCTE IIPeo0pa30oBaHua «(PUIAMEHTO3HBIX KOMKHBIX IIPH-
TATKOB» apX03aBpoB B mepbsa (Sawyer et al. 2003b).

IIpenmosiarair, 4T0 mOdTAIIHOE IIPEOOPaA30BaAHNE ITHINHIPHUIECCKOTO PO-
TOBOTO BBIPOCTA WMJIH TPYOUATOI YEIIyHMKH IPOXOIMNJIO CJIEOYIOIINM o0Opa-
30M: BOJIOCOBHIHOE IIPOTOIIEPO — IIPOTOIEPO C IEeJIbLHBIM ILJIOTHBIM OIIaxa-
JIOM — IIPOTOIIEPO C PACCEUYEHHBLIM OIIaxXaJIoM — IIPOTOIIEPO C Hepapxuye-
CKHM BeTBJIEHHEM OOpPOIOK — IIOTPYy KeHHe OCHOBAHMS IPOTOIIepa B JIepMy
— WHBArMHAIAS OKPYJKAIOIIETO IIPOKCUMAJILHBIA OTIEJ IIPOToIepa JIIU-
IepMuca ¢ oopasoBaHueM (POJIJIMKYJIA — HACTOSIlee IIepo IITUIL KaK IIPo-
OYKT JesarebHocTH mmepbeoro dgosutukyaa (Feduccia et al. 2005). Ogaaxo
IIPY TAKOM II0Ax0/e (POJLIHKYJISIPHOM CTPYKTYype M Me30depMe OTBOIUTCS
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OUeHb ITACCUBHAS POJIb, TAK KAK CUMTAETCS, UTO PA3BETBJICHUE CTEPIKHS
IIPOTOIIEpA MAET JIUIIIE 34 CUYET KePATHHU3UPOBAHHOTO SIIHIEPMHUCA.

Cosmano nBe Mmomean BeTBJIeHHs mepa B duiorenese mrull (Yu et al.
2002). 1) IIporomepo (HeBeTBsAIIAsIcA TPyOKa), HarmoMuHaIIee ounH (cala-
mus) 1epa, II0J BO3[elCTBHUEeM CHUTHaJIbHOTro Oesika Noggin Ha KJIeTOYHBIEe
IOMIYJISIINKN IIepheBOoro (POJIIMKYJIA W 3avaTKa Ilepa pas3gesInjoch Ha 00-
ponku, a 1o Bo3nmerictBuem Ha Hux BMP: u BMP4 — ma crep:xens (rachis)
u 6opomourn (radii). 2) BeipocT aKTO-Me301epMaJIBLHOI0 3aYaTKa MOT M3Me-
HSTHCSA IBYMS aJIbTePHATHBHBIMHU CIIOCOOAMH.

[IpuBep:xeHHOCTH K TOMY MJIM MHOMY CIIOCOOY 3aBHCHUT OT IIO3HUIIMH, 34-
HHMAaeMOM aBTOPOM B BOIIPOCE O COOTHOIIIEHWM OHTOTeHe3a M (PHJIoreHes3a
(bmorenmermueckuit 3axoH) (Lucas, Stettenheim 1972). Ecau aTamsr ouTore-
He3a OoTpaskaioT (PHUJIOreHeTHUYeCKOe PAa3BHTHE IITHIl, TO HEOIITUJb IIpe-
CTaBJIsIET cO0O0I OTHEJILHYIO MeHepalliio IepheB, a IIyXoBoe IIepo OBLIO M3-
HavYaJIbHBIM U OAaJI0 Bce apyrue mopdorunsl mepa. Ilo aToit Bepcum mep-
BUYHON (pyHKIIMEIl mmepa HpH3HaETCsa Telnio3amura (IyXoBble Iepbs pas-
BUJIMCH TIE€PBBIMU), JIUIIIb 3aTeM BO3HUKJIA adpoauHAMUYecKas (PYHKITHSI,
obOeciieueHHasT IWUBEPCUPUKAIEH IIepheB M BO3SHUKHOBEHHUEM ACHMMET-
PHYHOIO oIaxaJjia MaxXxoBoro mepa. IlepBrIii cr1ocob mIpeacTaBaseT IIyTH IIpe-
oOpa3oBaHusA IYXOBOIO Iepa B OMJIaTepaJbHO CHUMMETPUYHOE ITOKPOBHOE
IIepo, a BTOPOM, HAIIPOTUB, IIOKA3LIBAET M3MeHeHue OmIaTepasbHO CHM-
MeTPHYHOro mmepa B myxosoe. Ilo mepBomy cmoco0y oBOJIIOIIMOHHEIN IIPOIIECC
MMeJI CJIeAYIONINH CIIeHAPHH: 3aYaTOK YVAJIUHEHHOM Yelllyn — 000Co0JIeHme
IEHTPAJIHLHOTO CTePsKHI — pAacIlell/IeHne CTeps:kHsa Ha oopoaxku (dpopma 1my-
XOBOT'0 paguaIbHO CHMMETPUYHOIO IIepa) — OmaaTepaibHO CHMMETPHUYHOe
IIyX0BOe Imepo — OmJIaTepajibHO CHUMMETPUYHOE OIIaxayio — OHJIaTepabHO
acummerpudHoe nepo (MatBees 1932; Chuong et al. 2000; Yu et al. 2002).

AnprepHaTUBHAS HOesI COCTOUT B IPHU3HAHUM IIEPBUYHBIM KOHTYPHOI'O
mepa ¥ JaJbHEHIIIeM ero IIpeo0pasoBaHHM B IIyXOBOE€ II€PO, a HEOIITHJIb
paccMaTpuBaeTCs Kak BTopuuHOe mpuobpererue mtuil. Ilo aToit Bepcum mep-
BOHAYAJIBHON (pyHKIIMEH IIepa ObLiIa aspoIMHaAMHYECKas, ¥ BO3HHKHOBE-
HHe IIepa CBA3aHO MMEHHO C BHIIOJHEHNEM 9TOU (PYHKIIUH, a (PyHKI[UI
TeILJIO3AIINThHI BO3HUKJIA KaK JOIIOJHUTEIbHAA. BTopoii clieHapuil coCTOST
M3 CJIEAYIOIINX 9TAIO0B: (POPMHUPOBAHME CTEPIKHS B IIeHTPAJIbHON YacTH 3a-
YaTKa POroBOr0 BEIPOCTA — 000CO0JIeHIE IIeHTPAJILHOTO CTEPIKHI — pacce-
yeHre OOKOBBIX CTOPOH 9TOT'0 BBIPOCTA HA OOPOOKH — OOPOJOYKH W KPIO-
YOUKKM — JJIMHHOE OMjIaTepasibHO CUMMMETPHYHOE ollaxajio — IIpeodopaso-
BaHME ero B paJuaIbHO CHMMETPHUUYHOE IIYX0BOE IIePO0 IIYTEM yTePH CTEeP:K-
Hs — OMJIaTepaJIbHO CHUMMETPHYHOE IIYX0BOe IIepo — PaauajbHO CHMMET-
puunoe myxosoe mepo (Regal 1975; Jones et al. 2000; Zhang, Zhou 2000;
Wu et al. 2004).

[IpoucxosxkgeHNe IIyXOBOTO M KOHTYPHOTO IIepa TAaKiKe CBI3BIBAIOT C
IIPEeIKOBBIM II€POM THIIA IIOJIYIIYXOBOTO M CO CTAHOBJIEHHEM adpPOgUHAMH-
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veckoil pyurimm (Becker 1959 — mut. mo: Lucas, Stettenheim 1972).

Bropyio xoHITeIII0 IIoaaep:KuBaeT KOMILJIEKCHAs (Ha CThIKEe OMOJIOTHIU
Pa3BUTHUA U OMOXUMHUHU) «Teopusd pa3BuTus mepa» («developmental theory»),
B KOTOPOIi coequHEeHbI 0COOEHHOCTH MopdoreHesa u ouoxumun mepa. Mop-
(oreres mepa meranbHOo m3ydeH y momarnHumx rntuil (Lucas, Stettenheim
1972) (cm. Hmke). OH obo3HaAUaeTCA KaK «MoOpdoreHe3 oOpaTHOTO BeETBJIe-
Hus» (reverse branching morphogenesis). Kierounas macca 3adatka pac-
CeKaeTCs TPeInHaMU, Pa3aesIsaiolliIMI CTPYKTYPBI IIepa, BCIeACTBHE allo-
ITO3MCA, B OTJIMYME, HAIIpHUMep, OT «MopdoreHe3a IPOCTOr0 BETBJICHUSI»
(branching morphogenesis) JErKMX 1 MOJIOYHBIX *KeJIE3, KOTga POCT M paas-
BHUTHE CTPYKTYP HIOET 3a CUET IIposirdpepaliny 1 TudpdpepeHITnPOBKY KJIETOK
(Lucas, Stettenheim 1972; Wu et al. 2004).

«Teopusa pas3BuTuA IIepa» OPEACTABJISAET THIIOTETHYECKYIO II0CJIeI0Ba-
TeJILHOCTH 3BOJIIOIIMOHHBIX IIPeo0pa3oBaHUil IepheB OT IIePBOHAYAJIHLHOIO
KOKHOTO HOBOOOPA30BAHUS — IIMJIMHIPUYIECKOT0 (DOJLINKYJIA, Yepe3 CTaIHuN
«IIpoTOIIepa» M IIepa THIIA IIyXOBOI'0 0 IIEPhEB CAMBIX PA3JIUYHBIX MOP-
dotumos (Prum, Brush 2002). IlockoabKy Ha caMbIX paHHUX dTaIlax PUIo-
reHe3a BCe CTPYKTYpPhI OBLIM HPOM3BOAHBIMHU IIE€PhEeBOr0 (POJLIMKYJIA, T.€.
COOCTBEHHO IIEPBbAMHU, IIPEeIaraeTcsa ¥ BOBCE OTKA3aTbCS OT CAMOTO IIOHS-
Tusa «mapororepor. Ilpeamosiaraercs, ¥To BOSHUKHOBEHHE W JHUBEPCUPUKA-
M IIepa IPOMCXOMUIN HEe3aBHUCHMO OT (PHJIOT€HEeTHUYECKUX M (PYHKIIHO-
HAJIbHBIX IIPOIECCOB (DOPMUPOBAHMIS IITUII, A JIUIIL 34 CUET IIPUPOIBI (POP-
Mmupylomux nx TraHeidl (Prum, Brush 2002). B mctopmyeckoM mpoIriom
MJIMHAPUYIECKUH (POJIIMKYJI IIepa BOSHUK Kak HOBOOOpa3oBaHIe, a 3aTeM
HAYaJIOCh IOdTAIIHOE HOBOOOpPA30BaHHE HPOU3BOIUMBIX UM KePATHHOBBIX
CTPYKTYP (mudpdpepeHITUpyoIerocsa YexJinKa, 3adaTka mIepa, CTepKHa, 00-
POIOK, OOPOIOUEK, KPIOUYOUKOB, JOIOJHUTEIHLHOTO HEPHIIITKA).

OTa 3BOJIIOIIMOHHAS MOJIEJIb PA3BUTHUA IIepa COCTOUT M3 IISTH OCHOBHBIX
oramoB (craguu 1-V) or 3akmagku mepbeBoro (GOJIMKYJIa W IPOM3BOACTBA
cHAvaJa MO0JIOr0 IIHJINHIPHUIECKOr0 Hepa3BeTBJIEHHOI0 BEIPOCTA, 3aTeM de-
pes crucTeMy HepapXHUecKoro «00paTHOr0 BETBJICHHUS» BILJIOTH 0 IIOSBJIE-
HHUS cHavaJia 00poaoK, 3aTeM 0opogodek M (POPMUPOBAHUSA JIBYCTOPOHHETO
IJIOTHOTO OIlaxaJia Co CIeILIEHHBIMH Oopomouxkamu. KaskIoi craguu cooT-
BETCTBYET OIIpeIeJEéHHAs CTPYKTypa Iiepa, ABJSBIIASICA IIPOTPECCUBHBIM
HOBIIIECTBOM B (prJIOTeHe3e IITHII.

Cragusa I xapakTepusyercs odpas3oBaHreM (POJLIUKYJIA IIyTEM HHBATH-
HAIIMK — IIPOIlecCa TJIYOOKOTO SIHUTEIMAJILHOIO BIISYMBAHUS BOKPYT IIep-
BMYHOHN 3aKJIAAKH IIepa (arperaiuy sIUTeINAILHBIX M ME3eHXUMHBIX KJIe-
TOK). Bece manbHeiinme mpeobpas3oBaHUs IIPOXOOUIN Yepe3 CepHio HOBOOO-
Pa30BaHMWI BHYTPHU TPyOUATOro SHHUAEPMAaJIbHOTO cjaod dosnukysaa (undif-
ferentiated collar), mox mumuIMpyoIIEM BausHueM medeHxuMbl. Ha cra-
nuu II mocsie BoSHUKHOBEHUS POJIIHKYJIA Iporcxoauaa auddepeHInpoB-
Ka ero aIuaepMaJIbHOIO CJIOS Ha OOPOOKH, YTO COOTBETCTBYET CTPYKTYpe
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pPagraIbHO CHMMETPHUYHOIO IIyXOBOTO IIepa. 3aTeM JBOJIIOIIMOHHBIA IIPO-
1ecc MIEJ OByMs aJibTepHaTuBHBIMU IIyTaMu. JInbo cragus I1la — Bo3HuK-
HOBEHHE CIIHPAJILHOI0 POCTa OOPOIOK, UTO IIPHUBEJIO K BOSHHKHOBEHMIO II0-
KPOBHOTO IIepa C IeJbHBIM oIlaxajoM 0e3 Oopomouexr, Jimbo cramus 110 —
g depeHInpoBKa ILJIACTUHBI OOPOAKK HA O00pomouku (paguaibHO CHM-
MeTpHYHOe IIepo ¢ bopomkamu u Oopomouramu). IlepexomoB Mexay aTUMU
OBYMS CTAOUSIMH HET, HO JaJIbHEHIIas 9BOJIOINSI HPUBOIUT K CTAIUU
III(a+0) — mosIBJIsIETCS CTPYKTYypPA, XapaKTepHas OJIs COBPeMEeHHBIX IepPheB
(mI0THOE OIIaxaJjio ¢ OOPOOKAME W CUAAIIMME Ha HuX Oopomoukamm). Cra-
musa IV — nuddepeHITMpoBKa AUCTAIBHBIX M IIPOKCUMAJIBHBIX 0OPOJIOUEK
(IOsIBJIEHME «KPIOUOUKOB» W «KAaPHU30BY, CIYKAIIUX IJIS CIeIJIeHHIs 00po-
JIOK B IJIOTHOE omraxaJyio — Lucas, Stettenheim 1972). Cragua Va-f — nais-
HeHIasa TUBepCUPUKALINSI IePheB 3a CUET JOIIOJHUTEIbHBIX MEXAHH3MOB
Pa3BUTH, HAIIPUMED, IIOIBJICHNE MaPHBIX NN HeIIapHBIX OOKOBBIX 0YAT0B
HOBBIX OOPOJIOK (Tak 00pas3yeTcs: JOIIOJITHUTEILHOE IIEPBIIIKO).

B ¢unorenese mpecMBIKAIOIIMXCA W IITHI] Pa3/IMYHbIE CTPYKTYPHI IIepa
IIOCTETIEHHO U II0CJIeIOBATEJIbHO BO3HUKAJIM KaK HOBOOOPA30BAHUSI B IIPO-
1mecce Mopdorenesa (cm. puc. 6 B: Prum, Brush 2002). IIpenmonaraercs
CJIEAYIONINI CIIeHAPUI SBOJIIOIIUU IIepa. BO3HHUKHOBEHHE (OoJIINKyIa —
IIPOTOIIEpa — PAa3BETBJIEHHOM CTPYKTYPHI (paguaIbHO CUMMETPUYIHOTO Y-
XOBOI'0 IIepa) — 00POIOK 1 DOPOZOUEK — IIepa C CMMMETPHUYHBIM OIaXaJIoM
— aCHMMETPHUYHOTO mepa. ACMMMETPHUYHOE IIePO BOSHUKIIO V CECTPHUHCKIX
rpyun Archaeopteryx, Confuciusornis, Enantiornithines, Euornithes, y xo-
TOPBIX IIOMHMO PA3HOOOPA3HBIX IIePheB MMEJINCh U APYTHe Pa3BEeTBICHHBIE
KepaTUuHOBBIEe CTPYKTYphI. CylllecTBOBaHME IepPheB, COOTBETCTBYIOIIUX CTAa-
muam 1-1I, npunuceiBaror 0osiee gpeBHUM Sinosauropteryx, Alvarezsaurid,
Shuvuuia,; craguam III-IV — Ornithomimidae, Beipiaosaurus, Therizino-
saurus, a Takske HepoACTBEeHHBIM uM Sinornithosaurus. Cramgus IV xapaxk-
tepua a1 nepbes Caudipteryx. Ilepo Microraptor He yaajioch OTHECTH HU
K OJHOM U3 CTaJIUM.

IIpencrasienusa 06 m3HavaJIbHO TPyOUaTOM (popMe IIpoToIIepa Kak IIpo-
M3BOJHOTO ITHJIMHAPHUIECKOT0 (POJLIMKYJIA HOOIEeP:KUBAIOTCA HEKOTOPBIMH
JAHHBIMKA O HaPYIIEeHUAX HOPMAJILHOIO MOpQoreHe3a IIephbeB PeIleHTHBIX
BugoB rtull (Prum, Brush 2002). Haopumep, npu comepsxaHum roayoei Ha
CKYIHOM qureTe BO BpeMs JUHLBKH B CepeduHe CTeP:KHSA KOHTYPHBIX IePheB
HapylIaeTcs MopcoreHes 00POIOK, M 9TOT yUYaCTOK IIepa IIpruoopeTaeT IIpo-
cTyI0 TpyouaTyio dopmy (kak oumH mepa). CxXomHbIe IIPOIIECCHI ITPOUCXOIAT
IPH HEKOTOPBIX MeHeTHuYecKux MyTaiuax (pereccuBHas Porcupine (pc) my-
Tallysl), BBISLIBAIOIINX HapyIIeHus MopdoreHesa O0opomok. B pesyibrate
BO3HHUKAET IIMEeTUHIICTOe TPyOUuaToe mepo, Ioxoskee HA UIJIy OUK0Opasa, co-
CTOSIIee M3 MACCHI COeIUHEHHBIX 00OPOIOK M He IIpHrodpeTaoliee pa3sBeépHY-
TOT'0 oIaxaJjia B BHJe YVILJIONIEHHOM IIJIACTHUHEIL.
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Bonocsauoi# mmokpos

BeposaTHbpIME IIpegraMu MJIEKOIIMTAIOIINX CUNTAIOTCS CUHAIICHUIBI Sin-
apsida, KoTopble BOSHUKJIM B I1ajieo3oe mpuMepHo 300 MJIH. jieT Ha3ang u
npocyinectBoBan 120 mure. et (Kemp 1982; Rowe 1988). Ot mpecmbl-
KaoImecs: OBLIM XOJIOAHOKPOBHBIMH (IIOMKHJIOTEPMHBIMIM, OKTOTEPMEHBI-
M), HO MMeJIA Pa3JIMYHbIe IIPHCIIOCOOJIEHUS OIS IIOAIeP:KaHNA BHYTPEeH-
Hero romeocras3a. Hampumep, HekoTophle m3 Ieanko3aBpoB Pelycosauria
00JIaIaIn CIelMaIbHBEIM BRIpocTOM («mmapycom») Ha cumHe. I[lapyc u3 mar-
KHUX TKaAHEH IIOQIep:KHUBAJICSI OCTHUCTHIMU OTPOCTKAMH II0O3BOHKOB, CHAO-
SKEHHBIMHU CIIEIIAJILHBIMI 00PO3IKAMI [IJIS KPOBEHOCHBIX cOoCcymoB. bmaro-
Iaps mapycy TeMiiepaTrypa Tejia H3MeHsJIach ObICTpee, YeM y JIPYTUX 9KTO-
TEePMHBIX CYIIIECTB, YTO JABAaJIO OIIpeJesJIEHHbIe IIpenMyIinecTBa. BeposaTHo,
Sinapsida MorJim MMeTh BOJIOCHI, KAK M JPyrHe IPHU3HAKU MJIEKOIINTAIO-
mux, gopmupoBaBiIrecsa Ha mpoTs:keHuu 150 mura. et (Wu et al. 2004).
BosmosxHo, panHme Tpuacosblie Teparcuabl Therapsida Obliv cHAOKEHEBI
HAPYKHBIMHU IIOKPOBAMH, IIPEIOXPAHSIOIINMUI UX OT BOIHBIX IIOTEPH M XO-
mona (Ruben, Jones 2000). M3BecTHO, YTO y BO3MOIKHEIX IIPEIKOB MJIEKO-
IATAIINX — 3BePO3yObIX mpecMbIkamuxca Theriodontia — mmenncs BuO-
PHCCHI, YTO TOBOPHUT B IIOJIB3Y CYIIECTBOBAHUS y HHX BOJIOCSTHOTO IIOKPOBA
(Maderson 1972, 2003), omHako aT0 BoBce He oOs3aTenpHo (TaTapuHoB
1976). JlocToBepHBIX HAXOIOK BOJIOC IPEBHUX MJIEKOIIUTAIOIINX OUYeHb MaJIO.
Bomockl M3BecTHBI 13 KANpPOJIMTOB PA3HBIX SKUBOTHBIX, BO3PACT KOTOPBIX
HacuutbiBaeT 210 u 60 muH. get (Meng, Wyss 1997). Ilo atum Bostocam au-
ArHOCTUPOBAHEBI IIIeCTh BUIOB, oTHocaIuxcsa k Multituberculata.

B macrosmiee BpeMsa mMeeTcsT HECKOJBKO OCHOBHBIX KOHIIEIITUM BO3-
HuKHOBeHHs Bosioc (UepHosa, Ileankosa 2004; Wu et al. 2004).

1. Ha ocuoBe Teopuu cpuiaomopuoreresos (Cesepiios 1949) mpenrona-
raercs IIPOHCXOKIEHNE BOJIOC W3 «UeIyeBUIHBIX OPTraHOB» HPEIKOBBIX
bopM IIyTEM SBOJIIOIIMM OpraHa IO TUILYy apxaJiyiakcuca (oMOpHOHAJIbLHBIE
n3MeHeHUs Ha ypoBHe 3auaTika) (MatBeeB 1949). JleficTBUTEIBHO, Y 3apO-
IBIIIEN PeIleHTHBIX BUA0B MJEKOIUTAKIINX (B TOM YHCJE y YeJ0BeKa)
Pa3BUTUIO YeIIyHd M BOJIOC IIPEIIIIeCTBYeT YellyeBHIHAsS IIPOJI(peparius
IIOKPOBOB, YTO HMCTOJIKOBAHO KAaK KpaTKOBpPEeMeHHAas aMOpHOHAJJIbHAS peKa-
OIUTYJISINSA YellyHJuaToro IIOKPOBA 3apondbIliell IIPeqKOB WJIM BTOPHUYHAS
PEeKAIUTY JIAIIHA.

BosamosxHO, BoIOC IIPOHM3OIIET OT YeEIyil HPeIKOBBIX (popM uepes cTa-
IO «IIpoToBoJIocay. I1pu dhopMupOBaHUY Yelllyr BOSHUK JOIIOJIHUTEILHBIN
POr0BOI BHIPOCT («IIPOTOBOJIOC») HA €€ KaydaJbHOM CBOOOIHOM, HEIIPUKPHI-
TOM COCeIHEH YellyEéil HMOBEPXHOCTH. 3aTeM II0 Mepe (PpOPMUPOBAHUS BEI-
POCT 3HAYUTEJIHHO VIJUHUJICA U IPOJ0JIbHO CBEPHYJICSI B TPYOKY, a ero
ITPOKCHUMAJIbHAA YaCTh OMyCTUJIACh B JePMy, B pe3ybTaTe MHBATHHAIIIN
SIIUTEJINS BOKPYT 9TOM YACTU CTEPIKHSA 3aMKHYJICA (POJIIUKYJISPHBIN 4eX0JI
C JepMaJIbHBIM COCOUYKOM; 3aTeM cama dYellrysa pexnyiuposasia (Maderson
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1972, 2003; Dhouailly, Sun 1989). PacmososkeHnne Bojoc rpyImamMu 1 ps-
JaMH y PElEeHTHBIX BHUIO0B II03BOJIAET IIPEIIIoJaraTb, YTO y IIPEIKOBBIX
(hopM «ITPOTOBOJIOCH» POCJIM O TPH MO3aAU KAMKIOM YeIlyrd HJIA IPSIMO Ha
Hel M, II0CTeIIeHHO IPEeBPATHUBIINCH B HACTOSIINE BOJIOCHI, BEITECHIIN Ye-
IIYAHBIA TOKPOB HJIM IIPENCTABJSIIOT coboii ero ocratku (Yepnosa, llemnu-
koBa 2004). aTepecHo, YTO y yesioBeKa IIpH 3a00JIeBAHUU «UE€PHBIN BOJIO-
CATBIH SI3BIK» HUTEBHUIHBIE KePAaTHUHOBBIE COCOUYKH S3BbIKA THUIIEPTPOPHPY-
I0TCA U IIPUOOPETAIOT BUJ HACTOSAIIUX «BOJIOC», T.€. B IIPHUHIIUIIEC TAKOE BU-
JIIOM3MeHEeHHe POTOBBIX CTPYKTYP BO3MOKHO. MI3BecTHO, YTO MOJIEKYJIIPHEIE
curaasbHble 1yt (¢ yauactuem SHH, BMP2, BMP4 u 1p.) cxogusr B mopdo-
reHe3e BOJIOC M OPOrOBEBIIIIX COCOUKOB sa3bIKa (Jung et al. 1999). ayuenue
HUTEBUIHBIX COCOYKOB S3BbIKA PEIeHTHBHIX BHUIOB MJIEKOITUTAIOIIHNX IIOKA-
3BIBAET, YTO IIPU HUX PA3BUTHUH BHYTPEHHSS IIOBEPXHOCTH COCOUYKA IKCIIPEeC-
CHpyeT BOJIOCAHBIE KepaTWHBI, a HaPYyKHAd — IIHIepPMaJIbHbIe KepaTHHbI
(Dhouailly, Sun 1989). Cpasuenne Mopdoresesa 4eIryii, BOJ0OC U COCOUKOB
SI3BIKA II03BOJISIET IIpPedIlojaraTh, 4To JedopMaliny sIUIepMUca BHYTPEeH-
Hell IIOBEPXHOCTH YeIIyH MOTYT HPHUBOAUTH K TPAHCHOPMAIIUU IIOJIYITH-
JUHAPUYIECKON (POPMBI YeIIyr JI0 00Jiee CJIOKHBIX ITUJIMHIPUYIECKUX CTPYK-
TYp, HaIpuMep BoJIoca.

Ommaxo mpomMeskyToOuHBIE POPMBI MEKIY YEIIysIMH B BOJIOCAMM JI0 CHX
mop He HaMgeHnsl. KpoMe Toro, cpaBHeHMe MopdoresHesa Yelryl pelreHTHBIX
BHUOB IIPECMBIKAIOIINXCS M BOJIOC IIOKA3LIBAET 3HAYMTEJbHBIE PA3JIMYMSI
9TUX IIPOIIECCOB, KAK W Pa3JIMuMus IIPHUPOILI MX KepaTuHOB. ¥ Therapsida
Yelryd OBLIN yTepsaHBl (MM WX BOBCE He MMEJIOCh) M WX JIIHIEePMIC, CO-
JIep KAl JIUIIb o-KepaTUHBI — OCHOBHBIE O€JIKM, YKPEeIIHnJICcsI 3a CUET 0o-
ratoro ructuauaoM mmporernHa (Funchs 1995). ¥V pelieHTHBIX BUI0B MJIEKO-
MATAKIINX (-KepaTUHBI yTepsHbl WJIN He BO3SHHUKAJIN. BepoarHo, duore-
HeTHUYeCKasd BETBb MJIEKOIIUTAIOIINX OTIEJIMJIACH OT IIPEJKOBBIX POPM M0
TOr0, KaK BO3HUKJIH [3-KepaTHHBI KOMKU IPECMBIKAIOIINXCS, UJIH, HAIIPOTHB,
MuIekonuTalomnme yrepsaan B-keparuusl mpeakoB (Maderson 2003). Tsép-
IIbIe POTOBBIE HMPUIATKH KOKK MJICKOIIUTAIOIIMNX COMEP:KAT d-KepPaTHHBI C
BBICOKHM COJEpP:KaHHueM TPHUXOTHMAJJIMHA W JPYTUX COILyTCTBYIOIINX OEJIKOB,
0CcO0EHHO 0OTaTHIX CEepPOoM, UTO M 00eCIeUBaeT NX MEeXaHUYECKYI0 IPOYHOCTD
(Alibardi 2003; Thibaut et al. 2003). KepaTtunbl pasHBIX YYaCTKOB BOJIOCS-
HOTO (hboJITMKyJIa HeomgmHakoBbI. Hampumep, y yestoBeka akcipeccus Hao-
u Hbz-KepaTuHOB IIPOMCXOOUT B KyTHKYJIAPHOM cJIoe Bojoca, a Hai-kepa-
THHA — B IIEPEXO0JHOM MATPHUKCE M KOPKOBOM CJIO€ BOJIOCSHOI'O (DOJIIHKYJIA
¥ IIPOJOJIKAETCSA 0 HIKHEHM WMJIM CPEIUHHOM YacTh KOPKOBOTO CJIOS BOJIO-
csauoro gosumukyaa (Langbein et al. 1999, 2001). Mogudukammm sTux mIpo-
II€CCOB OOBSCHSIIOT OOJIBIIYIO CTEeIleHb AUdPPEepPeHINPOBKH BOJOCIHOTO IIO0-
KpoBa — (popMUpPOBAHNE PA3HBIX MOP(OTHUIIOB BOJIOC C PA3JIMYHBIM CTPOEe-
HMEeM U CBoHcTBaMu. M 9TOT mpoliecc OTIrMYaeTcsa reTepPoXpPoHHuer.

B mporiecce BOSHHKHOBEHMS BOJIOC OT YEIIyil MOTJIM yYacTBOBATH U Ke-
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JIE3NCTBIE CTPYKTYPHI, TAKKWEe KaK KOYKHBIE JKeJIe3bl IIPEeCMBIKAOIINXCS, BhI-
JeJISIoIIe CeKpeT ¢ momoOHBIM Oesikam cexperoM (Quay 1972), mim cam
SIINIEPMIC KAK CEeKPEeTHPYIIAs CTPYKTypa, CEKPeT KOTOPOM — KepaTHuH
ObL1 opopMIteH B Buae uelnyil u BoJioc (Uepuosa, Ilenuxosa 2004).

2. Bosioc aBisiercs HoBooOpasoBauuem (Danforth 1925), o Bo3HUK KaK
oco0ast aKTO-Me30epMaJIbHAasI CTPYKTypa U He CBA3aH C KaKUMHU-JIN00 KOK-
HBIMK 00pa3oBaHUAMHU HOpeakoBbIX cdopm. KoHIilemmusa ocHoBBIBaeTCcs Ha
cpaBHeHNU MopdoreHes3a dYellyii, IepbeB M BOJIOC, KOTOPBIA 3HAYUTEJILHO
pasamyaerca y aTUX CTPYKTYp (cMm. Hmke). UepemoBaHue Uelllyil ¥ BOJIOC B
IIOKPOBAX MJIEKOIUTAMIINX O0BSICHIETCS He TeM, YTO OHHU SBJIAIOTCSI pas-
HOPOIHBIMH 00pa30BAHUAMI, 4 TE€M, YTO OHU IIPHUHAIJIEKAT K PA3IUIHBIM
reHepalusaM, IIPOU3BOIUMBIM B OCHOBHOM 34 CYET SIHIEPMAaJIbHON IIPOJIH-
eparmu ¢ MUHEMAJIBHBIM y4acTHEM Me30ePMbl U XapaKTePHU3YIOIIHNMCSI
reTepoOXpOHUEN.

Ecau paccmaTpuBaTh BOJIOCSHOM IIOKPOB AuddepeHIInPOBAHHO, HAIIPH-
Mep, pas3gesiss ero Ha JBe OCHOBHBIE KaTeTOPHUM — BHOPHCCHI M BOJIOCHI, TO
MOKHO ITpedIiojaraTb, YTO Pa3BUTHUE ITUX CTPYKTYP IILJIO PA3HBIMHU HCTO-
puueckumu nytamu (Heprosa, Ienurkosa 2004; Yepuosa 2006a,6). Ito mos-
TBEeP:KIaeTCs APKUMU CTPYKTYPHBIMU PA3JIMYNIMI BHOPHCC M BOJIOC: CTPOe-
HUeM (QOJIINKYJIOB, COeIUHUTEIbHOTKAHHON M MBIIIIEYHON CHUCTeM, MHHEp-
BaIlMM, KPOBOCHAOMKEHMsI, 0OCOOEHHOCTAMU JIMHBKK U T.O. Bo3amoskHO, BHO-
PHICCHI IIEPBLIMU IIOSBHJINCH V IIPEIKOBBLIX (popM, maBirmx BeTBb Eutheria
(oTrcyTeTByIOT vV perieHTHBIX Monotremata). OHu MOTJIH IIPOM30UTH OT Me-
xXaHoperenTopoB. llepBoHaua/IbHO BHOPHCCHI CIIOCOOCTBOBAJIM BO3HUKHO-
BEHHUIO «IUCTAHTHOTO OCS3aHHUS» — BBIHECEHHUS YYBCTBYIOIIETo oprana (B
BHe JJIMHHOTO POrOBOr0 phlyara) Ha HEeKOTOpoe «0e30IIacHOe PaCCTOSHIE»
oT HauboJiee YSI3BUMBIX y4acTKOB Tesa. OHU BBIIOJHSIIN TOJBKO TAKTUIIb-
HYI0 (pYHKIINIO, KOTOpas COXPaHWJACh U II0 CeH JeHb. BOJI0Ch MOSABUIINCH
Io3Hee, IIPOM3OILIN OT YeIlyHUaToro JIIIHIEePMICA, M3HAUYAIHLHO BBIIIOJ-
HaIu PYHKIIAHA OCI3aHUS W yCKOPEeHHs pasorpena Tesa (MM oTmade H3-
JUIIKOB TeIlIa), a 3aTeM II0 Mepe HapacTaHus HUX yucjiaa, gudpdepeHiru-
POBKH U IIPE0OPa30BaAHMS 3TU CTPYKTYPHI HAUAJIM YIACTBOBATH B TEILIO3a-
1uTe, 00ecIIeUnBIIel BEIXKUBAHNE B YCIOBUAX II0X0JIOAHUSA KJINMAaTA.

Mopdorenes3 u crpoeHue POJJIUKYJIOB IIepa M BOJoOcCa

Y aMHMOT mOCTOSSHHBIMU IIPHU3HAKAMHU MOP(QoreHe3a KOMKHBIX IIPUIAT-
KOB ciy:katT: 1) quddepeHInams coelinaJbHbBIX KOKHBIX IT0JIeH, Ha KOTO-
PBIX OHH BO3HHKAIOT; 2) IIpeoOpa3oBaHte IEePBHUYHBLIX I'OMOTE€HHBIX (OIJHO-
POIHBIX) KOYKHBIX IIOJIEM B TeTepPOreHHbIe IIyTEM BO3HHUKHOBEHHUS YYACTKOB
VIJIOTHEHHOM OepMBbI, PacIoJIaraioIuxcs HaJ 0oJjiee TJIYOOKO JesKalllei
PBIXJIOM HepMOM M IO ILJIAKOJAMHU — CKOILIEHHSIMH (arperarusaMu, KOH-
IeHcaTaMm) SIHIePMAJIbHBIX KJIETOK; 3) COOCTBEHHO OPTaHOreHe3 KOMKHBIX
OPUIATKOB. Y HTUIL U MJEKOIIMTAKIIUX OTHUM M3 IEePBUYHBIX dTAIIOB
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opMHpPOBAHMNSI KOKHBIX IIPUIATKOB SIBJIsAEeTCI TUPdepeHITNPOBKA KOMKHBIX
IIoJIe#l, MPOU3BOLSAIINX ITHU CTPYKTYPHI (ITEPHJINI y IITHUIL W TOIIOJIOTHYE-
CKMX KOJKHBIX IIOJIeHl y MJIEKOIIMTAIOIINX, HallpuMep, BUOPHMCCHOMN IIOIYIII-
KH, TyJioBuIla, xBocta u momoins Jai) (Dhouailly et al. 2003; Olivera-Mar-
tinez et al. 2004). ITomumopdu3m BoJIOC U IIepPhEeB OIPEIesIsIeTCs CYIIeCTBO-
BaHHEM HECKOJbKHX T'eHepaluil, IPOU3BOAUMEIX (POJLINKYJIAMH B OHTOTe-
He3e, a CIeIM(PUIHOCTh X TOIIOrPA(pHU U CTPOEHHS 00yCIOBJIEHBI KaK Tre-
HEeTUYECKUMHU HPUYNHAMHN, TAK U PA3JIUYHBIMH (PAKTOpPAMH, B TOM YHCJIE
II0CJIeIOBATEJIbHBIM IIpeodopasoBaHueM (popM oOMeHa BeIlecTB B OHTOIeHe-
3e. B aTom acmekTe OJIIHKYJIBI BOJIOC U IIEPHEB OIIPEIeJIAI0TCA KaK JTHUHA-
MUYHAS KOMIIO3UIIMOHHAS CHCTEMA C JOCTATOYHO OOJIBIION ILJIACTHYIHOCTHIO,
IIO3BOJISIOIIEH N3MEeHITh MOP(OTHII BOJIOCA MJIX IIepa, II0aBep KeHHAasI BO3-
PACTHBIM W CEe30HHBIM HM3MEHEHHSIM II0J] MOP(OreHeTHYECKUM KOHTPOJIEM.
Nx dponnuryasr Bo mEOrom cxonubl (Cohen 1964, 1969; Ede et al. 1971), Ho
9TO CXOICTBO HOCHUT KOHBepreHTHHIN xapakrep (Jiang et al. 2004; Wu et al.
2004; Yue et al. 2002, 2005).

JlarHBIe 0 MOpdoreHe3e Imepa MHOTOYMCJIEHHBI U HMePUOIUIecKHr 0000-
maanck (Lucas, Stettenheim 1972; Spearman, Hardy 1985; Prum, Dyck
2003; Yu et al. 2004). Ilepo sBisgeTcsT TPOAYKTOM HeSATEIbLHOCTH ITHJIMH/I-
PUYECKOM (POJIIHKYISAPHOM CTPYKTYPHBI, KOTOpas POPMHUPYETCS IIyTEM MH-
BaTrWHAIINK 9KTOJEPMBI BOKPYT OCHOBAHUS YIJHUHEHHOTO M BBHICTYIIAIOIIETO
HaJl TOBEPXHOCTHIO KOKH BEIPOCTA C 3AKJIIOUEHHON B HEM Me30aepMoi. 3a-
KJAIKH IIePheBBhIX (POJIIMKYJIOB BO3HHKAIOT HA TPAHUIlE SMHIEPMHCA U
JIepMBI M 3aT€M OIIYCKAIOTCSA B IePMAJIbHBIN CJIOH, TIe ¥ 3aMBIKAIOTCS B ITU-
nuHapudecKyio cTpykrypy (Lucas, Stettenheim 1972; Jiang et al. 2004).
Hanx mepMaabHBIM COCOUKOM ITyTEM IIPOJIM(pepalluU SHUIePMAaJIbHBIX KJIe-
TOK BO3HHKAET «BOPOTHUYOK» (collar) — 3oHa akTHBHOM IIposudepalumn
KJIETOK, 00ecCIIeurBaIolias MOCJIeAyIOIMNA pocT mmepa. JucTtaabHo OT 9TOro
BOPOTHMYKA BO3HUKAET paMOIeHHAasd 30Ha, B KOTOPOIH oIKUAePMAaJIbHbIN ITH-
JUHAP HaumHaeT IuddepeHIInpoBaThCI Ha OOPOOKH M OOPOJOUKH IIepa.
OTHU HEOIITHJIA HAIIOMHHAIOT PaJguaIbHO CUMMETPUYHEIE IIyXOBBIE IIePh.
3aTeM OHH 3aMeINIaloTCa TeJICOIITUJILHBIMU IIephaMU, KOTOPEIe OMIaTepasib-
HO CUMMETPUYHEI 1 UMeI0T pasHooopasuyio dgopmy (Yu et al. 2004). B dou-
JIUKYyJe IIepa CTBOJIOBBIE KJIETKH PAacIoJIaraloTcs Ha JiaTepaJsbHBIX CTOPO-
Hax osumukyia (cm. puc. 1.18 B: Spearman, Hardy 1985), a y Bosioca oum
3aHMMAIOT CAMYI0 HIKHIOI YacTh JIyKOBHIIBI, OKPYsKas JePMAJILHBIA COCO-
qek (cm. puc. 90 B: CokosoB u ap. 1988). QorIuKyIbl IIEPHEB W BOJIOC CO-
Iep KaT HeCKOJIbKO IIOMYJIAIIMM CTBOJIOBBIX KJeTok. Hampumep, B dosan-
KyJie mepa MMeITCS TPH IIOILYJISIIMK CTBOJIOBBIX KJIETOK, TOIIOJIOTHS KOTO-
PBIX MEHsIeTCs Ha Pa3HbIX CTAMUAX SKU3HEHHOTO ITUKJIA (OJINKYJIA: 1) IT0JI-
TOKUBYIIINE C MEIJIEHHBIM ITMKJIOM Pa3BUTHU; 2) OBICTPO Pa3BUBAIOIIHECS
KJaeTkn; 3) nuddepennupyninueca keparuaonutsel (Yue et al. 2005). Us-
MeHEHNEe PACIIOJIOKEeHNS 9TUX KJIETOK HA PAa3HBIX CTAAUAX KHU3HEHHOIO
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ITAKJIA (POJIINKYJIA OTPAsKAeTCs HA KOHCTPYKITUHM CJI0KHBIX IIePhEeB.

[leppss popMHUPYIOT BETBAIIMECT CTPYKTYPHI IPH IIOMOIIH YHUKAIBHBIX
Mmexanu3MoB (Lucas, Stettenheim 1972; Spearman, Hardy 1985; Chuong,
Homberger 2003). OkTogepMmaabHasa 4acTh 3adaTKa IIepa, pa3pacrasich,
nuddepeHIIpyeTcss Ha OPOIOJILHOE YTOJIIEeHNe — OyAVIIMU CTepP:KeHb C
IBYMS IPOOOJILHBIMI KHJISIMH, KOTOPBIE II03IHEee paciagaloTcsa Ha O0pOaKH
omaxajia. PasBeTBiieHHe CTep:kHA HA OOPOOKH IPOMCXOMUT IIYTEM CIIH-
PaJILHOTO pocTa OOPOJOK BOKPYT TPYyOUATOrO SIIMAEPMAJILHOIO IMJIMHIPA
ImepbeBoro (POoJLIHKYJIa M 3aYaTKa Iepa W CIAUSHUS 00POJIOK CO CTepP:KHEM
IPOMCXOOUT Ha mepemHeil cropoHe dosaukysia. Haoporus, 6opogourku
BO3HHMKAIOT HA OOPOIKAX BCJIEICTBHE AIIOIITO3MCA KEePATHHOIIMTOB BHYTPH
nmepugepuyecKoil IJIAaCTUHKYU pa3BuBalolieiica 6opoaku. Bech 3auaTok 1me-
pa IIOKPHIT CHAPY KK TOHKHM POTOBBIM YEXJHKOM, IIOCJIE Pa3pPyIIeHUI KO-
TOPOI'0 OIIAaXaJjI0 OCBOOOKIAaeTCsS M pacipaniigercs. Bo Bpems pocra mepa
Kak BBIIBIMKEHHUS €ro HAPY:KY M3 (POJIMKYJIAPHON CYMKH, JepPMaJIbHBIN
COCOUYEK IIepa OTCEKAeTCsI OT OCTAJILHOM JePMBI PSOOM MIYJIbIIAPHBIX KOJI-
navkoB (galerus pulposus) — BBEIPOCTOB ammaepMasIbHBIX KJIETOK, BHEIPS-
IOITUXCA B AepMy cocouka. JlanmpHelIas kKepaTUHU3AIUA 9THX IIePEeropo-
JIOK ¥ JAET CTPYKTYPHYIO OpraHH3allMi0 OYMHA W CTep:KHs Iepa. Ha pan-
HUX CTaIUAX pocTa (POJIJIMKYJIa eTo CTeHKA popMHpYyeTcsa 3a CUET 0a3alib-
HOoTO cJios suuaepmuca. Ho Bo BpeMms majbHEHIIEro pocra mepa oHa, Kak u
caMoO IIepo, IPOAYyIHpPYyeTcsT OOKOBLIMHU OTAeIaMH BOopoTHHUYKA. IIpom3so-
CTBO JIIHEPMHCA 34 CUET JIIHAePMAILHBIX KJIETOK OOKOBBIX YacTell 3adar-
Ka BCTPeYaeTcs PeaKo y IIO3BOHOUYHBIX SKMBOTHBIX, 3a HMCKJIIOUYEHNEM OBICT-
POTro pocTa MOJIOABIX SKHUBOTHBIX U IIPOIIECCOB pereHepalldu II0cjie TPpaBM
(Spearman, Hardy 1985).

Bosocanoit ¢osIuKysT Tak:Ke BO3SHUKAeT B pe3yJIbTaTe B3auMOIeii-
cTBHUs aKTOmepMbl 1 Me3omepmbl (Lane et al. 1991; Hardy 1992). Ero pas-
BUTHE B OHTOI€He3e COCTOMT M3 TPEX a3 — MHAYKIMH, MopdoreHesa u
mudpdepeniuposru (Wu, Chuong 2000) u Bocemu cranuii (cm. CokosioB u
ap. 1988): BomocaHas IIOYKA — BOJIOCSHOM y3€JIOK — BOJIOCSHAS JIYKOBUIIA
¥ JepMaJIbHBIM COCOUEK — BOJIOCSHOM KOHYC — 3aKJIaIKa CAJIBHBIX M allo-
KPUHOBOH sKejie3 — BHYTpPeHHee KOPHeBOoe BJaraJIuIle U CTePKeHb — Bep-
XyIIIKa BOJIOCA JOCTUTAET BOJIOCSHOTO KaHajia — BBIXOJ BOJIOCA HA IIOBEPX-
HOCTb KO:kH. IlepBhie cTammm MopdoreHesa BOJIOCIHOTO (POJIIHUKYJIA IIPUH-
MUITAAJIBHO OTJIMYAIOTCSI OT TAKOBBIX Yy II€PhEeBOro (POJLJIMKYJIA TeM, YTO
KOKHBIN BEIPOCT He 00pa3yeTcsd M 3aKJIaIKa UAET Ha TPAHUIE 9KTOIEPMBI 1
Me30IepMbl, MHBATUHAIINA dKTONePMbI BOKPYT 3aKJIAIKN He IIPOMCXOINUT, a
SIINTEINAJIbHAS II0OYKA IPOCTO BPACTAeT B YILJIOTHEHHYIO B 9TOM YYaCTKe
nepmy (Montagna, Parakkal 1974; CokosioB u ap. 1988). JlepmaabHBIH co-
COUYEK Pas3BHUT He CTOJIb MOIIIHO, KaK B POJIIMKYJIE IIepa, OJHAKO U 30eCh OH
KOHTPOJIHPYET (pOPpMUPOBAHIE BOJIOCA IIyTEM PEryJISIUU IPoaudepaliun 1
nrpdepeHIITPOBKN IIIUTeINAIbHBIX KJIeTOK (Matsuzaki, Yoshizato 1998).
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N3BecTHO, 4TO 0€3 JepMaIbHOTO cocouka POJIIHNKYJ He od0pa3yercs, HO
CKOILJICHHSI ME3€HXMMHBIX KJIETOK IIPOMCXOIUT IIO3JHEe arperaiin SIInTe-
JIUAJIBHBIX KJIETOK B oYKy (CoxosioB u ap. 1988). IlepBuunbiii ctumyt, 3a-
IyCKAIINIA 9TOT MeXaHu3M, 10 cux 1mop He uasecteH (Botckarev, Paus
2003). B BostocstHOM (hOJITHKYJIE 34 CUET ME3eHXHUMbBI 00pa3yeTcs: JepMaJib-
HBIM COCOYEK, COeqUHHUTEIbHOTKAHHAA CTPOMA, MyCKYyJIaTypa, KPOBEHOCHEIE
COCY/IBL.

OnurenajabHble KIETKH 3aKJIaIKN dKCIIPECCUPYIOT IUTOKEePaTHH, a
CTaIuM Pa3BUTUA POJLINKYJIa KOHTPOJIUPYIOTCSI MOJIEKYJIaMU CUTHAJIBHOTO
oyt Wnt. B Hacrosmee BpemMsa MIeHTHPUIIMPOBAHO MHOTO CHUTHAJIBHBIX
MOJIEKYJI, KOHTpoJmpylomux pasdsutue Bojsioca: SHH, BMP, Wnt, B-kxare-
auH, Eda (exromnasum), FGF (fibroblast growth factor), Noggin, Notch u
ap. (Barrandon 2003; Botchkarev, Paus 2003; Jamora et al. 2003). Baau-
MOefCTBIEe YeThIPEX OCHOBHBIX O€JIKOB peryaupyer AuddepeHIInpPOBKY
CTBOJIOBBIX KJIETOK B SIMAepPMAaJIbHBIE JJH00 B KJIETKM BOJIOCSHOI'O (DOJIJIH-
kynaa. JIBa curamaabubix 0esrka Wnt m Noggin omrpeiesigior geIeHne U MH-
Tpalliio CTBOJIOBBIX KJIETOK JIHJEPMHCA B ME3eHXUMY, OJIOKUPYsS CHHTE3
BEIIECTB, CBA3BIBAIOIINX CTBOJIOBYIO KJIETKY C e€ okpy:KeHHeM. OTCyTCTBHE
aare3uu (CJIUIIAHUS) IIPOU3BOIHBIX CTBOJIOBBIX KJIETOK IIPHUBOIUT K 00pa3o-
BAHHIO BOJIOCTHOTO (POJLIMKYJIA, a HAJHUYHE alTe3uH — K (POPMHPOBAHHIO
SIIMAEePMICA. OTH I'e€HBI PeryJupyIT HAKOIJICHHE B KJETKe OBYX IPYTHUX
KiroueBBIX 0esikoB — E-kaxepun (E-cadherin, «kierouHbrii Kiei», 0eJI0K —
«3aCTEeKKA-MOJIHISI») ompenesiseT ckpeinieHne kjaeTok m Leftx (lymphoid
enhance-binding factor), orBeuamomux 3a auddepeHIITHPOBKY BOJIOCSIHOTO
dbomnuryna. Wnt crabumausupyer B-raremmn, a BMP mogasisser mpoms-
BomcTBo Leftx (Jamora et al. 2003). B-xarenun/Leftx TpaHCKPUIIITIOHHBIN
KOMILIEKC BBI3BIBAET OKCIIPECCHIO T'eHa, mpouaBogsiiero E-kaxepmm. Leftx
cBa3bpIBaeTcsa ¢ E-kaxeprHOM B siape KJIETKM, YTO OCTAHABJIMBAET BEIIEJIe-
HUe KJIeHMKOro OejIka, M Takas KJIeTKa MOKeT IIePeIBUTaThCd B IIPOIlecce
00pas30BaHUsA SIUTEIMAJILHOM 3aKJIAAKN, Pa3BUBAIOIIEHCSI 3aTe€M B BOJIO-
csaHou posmukya. Tak, y 1abopaTOPHBIX MBIIIEH IIPUHYIUTEILHOE CTUMY-
nupoBaHue BbIpaboTkm Leftx (c BbicOKMM ypoBHEM [3-KaTexuia) BbISBIBAET
POCT HOBBIX BOJIOC HE TOJIBKO HA €CTeCTBEHHO OBOJIOIIEHHBIX YUYACTKAX TeJa,
HO Y Ha OTOJIEHHBIX MecTaxX. BoJIOCBEI CTAHOBSTCS TOJIIIE, a BOJIOCIHOM IIO-
KPOB TYyIlle, YeM y MBIIIEH ¢ HU3KHM YPOBHEM COJEp:KaHHsA 9TOro OesIka.
OTH JaHHBIE IO3BOJISIOT CTABUTH IIOJ COMHEHME OTHECEHMEe T'MIIePTPHX03a
JII0JIeH K aTaBU3My M pacCMaTPUBATH €TI0 B KAUeCTBe TeHHOM MyTAaIlHH.

TaxuM 00pa3oM, CyIIIeCTBYET CJIOKHAS MOJIEKYJIApHAasS IIporpaMMa BO3-
HUKHOBEHHS BOJIOCSIHOTO (POJIJIMKYJIa, B KOTOPOI CBSI3AHBI JBA CUTHAJIBHBIX
IIyTH, O00eCIIeUMBAIOIINX (POPMHPOBAHNE SOAEPHOr0 TPAHCKPHUIIIMOHHOIO
darTopa. ITOT parTOpP IIeSIeHATIpPABJIEHHO HeHCTBYeT Ha T'eHbI OJIsI IIPeos-
pPas3oBaHMUS KJIETOUYHBIX COeIHUHEHHI M obeciieueHUs (POPMHUPOBAHUSA (POJI-
JIAKYJIA.
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Boumocstroit oIIHKYJT CIIyKUT OCHOBHBIM JIETIOHEHTOM CTBOJIOBBIX KJIe-
tok (Rochat et al. 1994; Ferraris et al. 2000; Taylor et al. 2000). Ou mpex-
CTaBJIAET cO0O¥ IMpeKpacHyo MOAes b I uX umaydeHus. CTBOJIOBBIE KJIET-
KM CIIOCOOHBI JABATh 0 JECATH CIIEIIHAIN3UPOBAHHBIX KJIETOYHBIX JIMHUN
B OrPAHUYUTEJILHBIX paMKaxX TUIIA dOUTEeJIUAIbHON TkaHu. OHH MOryT He
TOJIBKO (DOPMHPOBATH KOMKHBIE IIPHUIATKH, HO M CJIYKAT UCTOUHUKOM IPY-
THUX OPTAaHOB, HAIIPHMeE], TeMAaTOI03TUYECKON CHUCTEMbI UJIN Jaske Hapalllu-
BAIOT SIHIEPMHUC Y B3POCJBIX 0CO0€H, B TOM YHCJIE II0CJIe ero IIOBP K IeHI
(Wu et al. 2004). CtBoJIOBBIe KJIETKM COCPEIOTOYEHBI HAI M BOKPYT Iep-
MaJIBHOI'O COCOYKA BOJIOCAHOIO (POJLIMKYJIA, OHU OuUdpPepeHIInpyTesa Ha
KepPaTHHOIIUTEI, KOTOPHEIE MEJIATCA BHYTPH (POJIIHMKYJIa, 3aTeM KepaTHHO-
IIATHI IPOJBUTAIOTCSA BBEPX M OPOroBeBamT. B pasBuBamoIieMcss BOJIOCIHOM
dosmuryte TparckpunoaHbi Ko-gpaxTop TCFs/Lef: (lymphoid enhance-
binding factor) Biauser Ha cyap0y CTBOJIOBBIX KJIETOK, KOTOPHIE ITPOU3BOIST
JIM00 aImIepMuc, 00 BoJsockl 1 casbHble skesedbl (Merill et al. 2001). Ou
UrpaeT IeHTPAJbHYIO POJIb B IIpollecce CMeHbI BoJIoC (Y UesJoBeKa Ha Ipo-
TSOKEHUH KU3HU U3 OJHOTO0 (POoJLIMKYyJIa Mo:KeT BhipacTu 1o 20-30 BoJoc).
MounekryiapHble MEXaHU3MbI CE30HHBIX ITHMKJIOB BOJIOC MHTEHCHUBHO M3yYa-
forca. VM3BecTHO yvyacTue mpoJsiakThHA B aTHX Ipoileccax (Johnston, Rose
1999).

Biaromapst ¢cTBOIOBEIM KJIETKAM IepPbsS M BOJIOCHI 00JIaZai0T CIIOCOOHO-
CTBIO IPOXOAUTH IIUKJI JIUHBKY U pereHepanuu. ¥ OTHUIL JUHbBKA IPOXOJUT
OOBIYHO 2 pa3a B Iofl, IIPHUUYEM IIyXOBbI€ B MAXOBbIe IIePhs MOI'YT BO3ZHHUKATH
Ipyr 3a apyroMm m3 omHoro cosnukysaa (Chuong, Hornberger 2003). V Bo-
JIOC TaKsKe pas3IndyaioT HEeCKOJIBKO (a3 *KU3HEeHHOTO ITMKJIA, BO3PACTHBIE U
cesonnblie tuHbKYU (Montagna, Parakkal 1974; CokomnoB u ap. 1988).

BrimensoT HEeCKOJIbKO OCHOBHBIX XapPAKTEPUCTUK IIEPHEBOTO (POJIIHKY-
na perenTHex BugoB mnTull (Chuong et al. 2003), KoTOpble MBI JOIIOJIHIEM
eIé IeJIbIM PSI0M XapaKTePHBIX UepT U IIepa M BOJIOCA, pas3mesIss IIOHI-
TUS «IIePhEeBOM (POJLIIMKYJ» M IIePO», «BOJOCAHOM (POJIIMKYJD» K «BOJIOCH
(Iepo m BOJIOC KaK OPOTOBEBIIHI CTEP:KEeHb — IIPOM3BOLHOE (POJIIMKYJIA) B
CPaBHUTEJILHOM aCIEKTe.

1. IlepbeBblie QOIIUKYJIB HEPABHOMEPHO pacIpeesIeHbl II0 TeJIy IITHU-
I, UMEIOTCS JIUIIh Ha ITePUINAX U OTCYTCTBYIOT Ha aIlTepPUAX, UTO 00-
JerdaeT Hapy:KHBbIe ITOKPOBBI, 4 TaKiKe CIIOCOOCTBYeT OTIade Tellja C He-
OIIEPEHHBIX YYaCTKOB KOKM. BosocsHble oIHKyIBI O0JIee-MeHee PaBHO-
MEPHO pacIIpenesieHbl II0 TeJIy, HO UMEIT PerhOHAaJIbHBIE TOIIOJIOTHUIECKIIe
ocobenHocTu. llepbeBble (QONMIMKYJIBI BCcerma OOHUHOYHBIE, a BOJIOCSIHBIE
hoIIMKYIBI MOTYT pacmojiaraTbCs MOOAHMHOYKE, TPYHIIAMU WA 00Bhemdu-
HATHCS B IIYYKH, IIETUHBI X UTJIHL.

2. QoIUKyJIbI 000X THUIIOB PACIOJIATraioTCsa IIOL YIJIOM K IIOBEPXHOCTH
KOKHM, YTO IIO3BOJISIET 3HAYUTEJIHHO O0JIETYUTDh KOMKY 34 CUET YMEHbBIIeHU’
eé TosmnuHbl. MEIITIeuHbIi annapaTr oJIJIMKYJIOB CIIOCO0eH M3MEHATh yIroJI
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HAaKJIOHA IIepa ¥ BOJIOCA, PETYJIUPYS TOJIIUHY IIOKPOBOB (B3bEPOIITUBATD) U
COOTBETCTBEHHO MX TeIlJIO3AIUTHBIE CBOMCTBA. MBINIEUHBINA allapaT CUJIb-
Hee Pas3BUT U CJ0KHEE YCTPOEH Yy IIepbeBoro POJIIIUKYJIA.

3. IlepbeBoii M BOJIOCAHON (POJIIUKYJBI — PaJgUAJIBHO CUMMETPUYHEIE
KOMILJIEKCHBIE 00Pa30BaHMUS MIJIMHIPUTIECKOM (POPMBI C JIOKAJIM30BAHHBIMI
3oHaMu pocTa (3a CUYET MIPOJIM(PePUPYIOIINX CTBOJIOBBIX KJIETOK, KOTOPHBIE
00ecIIeYnBalT HPOKCHUMAJIbHO-IHUCTAILHEIA POCT COOTBETCTBEHHO IIepa H
BOJIOCA).

4. IlepnreBoii M BOJIOCAHON (POJIIMKYJIBI 00eCIedeHbl COeIUHUTEIHLHO-
TKAHHBIM, KPOBEHOCHBIM M HEPBHBLIM alaparamMu. Hambosiee MOIITHO oTH
ammapaThl PasBUTH B QPOJLIHKYyJIe BuOpucchl. IlepheBoit poaauKys1 B 00JIb-
IIeil CTeIleHH, YeM BOJIOCSIHOM, CHAaOKEH Me3eHXMMHOI CepaIleBHHOI, KO-
Topas akTHBHEEe y4acTBYeT B ero (pOpMUPOBAHUU M 00pa3yeT IIyJIbIIy IIepa.
@onInuKyJI BOJIOCA MMeEeT XOPOIIO PAa3BUTYI0 COeIUHUTEILHOTKAHHYI 000-
JIOUKY, YTO OTJIMYAET ero OT POJIINKYJIA Iepa.

5. IlepreBoii (PONMIHKYJI JIMIIEH KeJE€3, a BOJIOCIHOM, KaK IIPaBUJIO,
CHAOKEH XOPOIIIO PAa3BUTBIM sKeJIe3UCTBIM arrapatoM. OTcyTcTBue OOBIY-
HBIX KOKHBIX KeJI€3 Yy ITHIL CIIOCOOCTBYET 00JIeTUYeHUI0 KOKHBIX IIOKPOBOB U
KOMIIEHCHPYeTCA IPYyTrUMHU skejie3ucTeiMu cTpykrypamu (Lucas, Stetten-
heim 1972; CoxosioB, Yepuosa 1994).

6. IlepneBoil u BOJIOCAHOM POJIJIMKYJIBI OTJIMYAIOTCS IIUKINIHOCTHIO
(PYHKIIMOHMPOBAHUA M CIIOCOOHOCTHIO K PereHepaliuu 1107 TOPMOHAJIbHBIM
KOHTpPOJIEM, 0JIaromaps IOJHUIOTEHTHBIM CTBOJIOBBIM KjeTKaM. CTBOJIOBBIE
KJIETKH U JePMaJbHBIHA COCOUEK PACIIOJIaraioTcsa B IVIyOrHe (POJIINKYJIOB U
BOJIOCA M IIepa, XOPOIIO 3aIUINeHbI OT BHEIIHUX BO3eHCTBHH. OTH TOIO-
JIOTHYEeCKIe 0COOEHHOCTH U 00eCIIeYnBAIOT BO3MOYKHOCTh CE30HHON JIMHBKHU
U pereHepauu I10cjie BhIIEPTUBAHNS UJIN BBIIAJIeHUsS COOTBETCTBEHHO BO-
JIoca UJIM 1epa, a TaK:Ke H3MeHeHHs MOp(OTHUIIA IIepa UJIN BOJIOCA.

7. Ha MosiexkyIsspHO-reHeTHYeCKOM yPOBHE MOpdoreHe3 u PyHKIIMOHH-
poBaHME IIEPHEBOr0 M BOJIOCSIHOIO (POJLIMKYJIOB OCYIIECTBJISAETCS CXOTHBIMU
CUTHAJIBHBIMHU IIYTAMU U 3KCIIPECCHEHM CXOIHBIX I'eHOB, HO IPH Pa3IMIHbBIX
UX cooTHomreHusX. Mimeiorca obOIime curHajibHBIE IIYyTH (DOPMHPOBAHUS Ta-
KHUX PA3JIMYHBIX JIUIePMAaJIbHBIX OPraHOB, KaK BOJIOC U IIEPO, BOJIOCA U pa3-
JIMYHBIX KOMKHBIX sKeJI€3 (CaJbHBIX, IIOTOBBIX, MJIEUHBLIX) K3 IIOJIHUIIOTEHT-
HBIX CTBOJIOBBIX KJIeTOK ommaepmuca (Barrandon 2003). AKTuBHOCTE (PoOJI-
JIUKYJIOB ¥ MOP(QOTHII IIPOAYIIIPYEMBIX UMH CTPYKTYP HAXOJUTCS IO TOp-
MOHAJILHBIM KOHTPOJIEM.

ApXUTEeKTOHHKA Iepa U BOJOCA

Hamo ormeruTh, uTo Bee mpejiaraeMble KOHIICIIIIMM IIPOMCXOMKICHUS
Imepa M BOJIOCA He PACCMATPUBAIT APXUTEKTOHUKY OTHX CTPYKTYP, 34 HC-
KJIIOUEeHHEeM MHOIoCJIOMHOro crpoenus. CBemeHuss o pasHoOOOpasHOM KOH-
(purypaiyu M IIpocTPpaHCTBEHHON CTPYKTYPE OCHOBHBIX KOMIIAPTAMEHTOB
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(cTrpykTypHBIX enmHHI) mmepa wian Bosgoca (Lucas, Stettenheim 1972; Stet-
tenheim 1973, 1976; Gill 1994; Yepnosa 2005a; Yepuora u ap. 2006) He
00CYsKIAI0TCSI B 9TOM KOHTEKCTE.

[Ipu n3yvyeHNr apXUTEKTOHUKN BOJIOC U IIePheB HAMM 3aMeYeHO €€ II0-
pasuTeJIbHOE CXOACTBO y OCTEBBIX BOJIOC M HIJI B3POCJBIX 0COOEH peIleHT-
HBIX BUJ0B MJIEKOIIMTAIOIINX C TAKOBOM Y CTEPKH, OOPOIOK olaxaJja u 00-
POIOYEK IIyXOBOH YACTH Ae(PpHMHUTHBHBIX IOKPOBHLIX II€PHEB PEIeHTHBIX
BHUIOB IITUIL. B CBSA3M ¢ 9TUM MBI IIOIBITAJINCH IPOAHAIU3UPOBATL CTEIIEHbD
CXOJICTBA 3THUX CTPYKTYP, 3aBEIOMO OOYCJIOBJICHHYIO He OOIIHOCTHIO IIPOMC-
XOYKJeHMS KJIACCOB, a4 KAKMMU-TO MHBIMHU IIPUYNHAMU.

IIo mexaHmyeckoMy AH3alHy BOJIOCHI M II€Phs OTHOCSATCSA K «KOMIIO3H-
IUOHHBIM CTPYKTypam», B KOTOPBIX (PUJIaMEHTO3HBIe OeJIKU IOTPYKEeHBI B
MaTpukc. Bosock! 1 mrepbst 00J1a0a10T THOKOCTHIO (MAKCUMAJIBHOMN ¥ IIYXOBBIX
BOJIOC MJICKOIIMTAIOIINX M IIyXa IITHII), TAKTUJILHBIMU, THAPOPOOHBIMHU U
TeILIO3AIIUTHLIMU cBoMicTBaMu. OHM XOPOIIIO IIPOTUBOCTOSAT XUMHUYECKUM H
MeXaHHYeCKNM BoameiicTBuaM. Ilepo 1 BoIoCc pas3amyaroTes: 10 CIIOCOOHOCTH
K PaCTS:KeHHI0: KOHTYPHOE IIep0 He CTOJIb dJIACTUYHO, KAK OCTEBOM BOJIOC.

OcTeBble BOJIOCHI M WTIJIBI MJIEKOIIUTAIOIINX, KAaK M OOPOJIKHU oOIlaxajia
Ie(PMHUTUBHLIX II€PhEeB IITHUII, IPEICTABJIAIOT CO00M TPEXCIJIONHBIE ITHUJINH-
JIpUYecKre KepaTHUHOBBIE CTPYKTYphbl. OHM 00pa3oBaHBI TPeMs CJIOSIMH —
KYTHKYJISIPHBIM (Jajiee KYTHKYJIA), KOPKOBEIM (KOpa) U Cepalle BUHHBIM
(cepameBuHa). Bece aTm ciiom XOpoImo pas3anMyYMMBl Ha IIOIEPEYHBIX M IIPO-
JIOJBbHBIX Cpe3ax Kak BoJIoc, Tak U Oopomok. IIpmuém dopma mormmepedroro
cpesa II03BOJIIET CyaUTh 0 KOHPHUTYPAIIMKU BOJIOC M OOPOIOK IIepa M CIeIlu-
(puuHa I TakCOHOB pas3HOro paHra (oTpsaa, ceMeicTBa, IOJCceMeICcTBa
nan Buga) B ooboux kaaccax (Yepmona, Ilemurosa 2004; Yeprosa 2005a,
2006a,0).

Kyrukyia umeer dermryiiuaToe CTpoeHHe, COCTOUT M3 OPOTOBEBIIUX KJIe-
TOK, OTJIMYAETCA IIMPOKUM IOJIUMOPPU3MOM KaK y BOJIOCA, TAK 1 y mIepa. ¥
BOJIOCA KJIETKH KYTHKYJIBI XOPOIIIO BUAHBI M IIOKPBIBAIOT BECh CTEPIKEHb. ¥
mepa OHM Pas3/IMYMMEI JIMIIb B HEKOTOPBIX yYacTKaX, HAIIpHMep B CBOEOO-
Pa3HBIX Ia3yxax, 00pas3yIoIXcsa B MECTe OTXOKIEHISI OOPOJIOK OT CTePsKHSI
Imepa, a Tak:Ke Ha 00KOBBIX IIOBEPXHOCTSIX OOPOMOK. Y BOJIOC OpHAMEHT KY-
THUKYJIbI PA3JINYaeTCsI 3HAUYNUTEJIbHO U, XOTSI YaCTO 3aBUCHUT OT TOJIIIIUHEL BO-
JI0ca, BCE 3Ke MOYKeT CJIYKUTHh TAKCOHOMHYECKHM IIPU3HAKOM. B yacTHOCTH,
BCTPEUAETCA MO3auvHAsd KYTHUKYJIA, B KOTOPOM KJIETKU He IIepeKpPhIBAIOTCS,
a pacmoosiararTrcsa BCThIK. OHa 00bIYHA [JIS UIJI e3Keil M TOJICTBIX BOJIOC He-
KOTOPBIX KOIIBITHEIX. Takas ke KyTHUKYJIa XapaKkTepHa IJIsg OOPOIOK IIepheB
IOTHUII, ¥ KOTOPBIX KJIETKX MMEIOT IISATH-IIECTHUYTOJbHYI0 (POopMy M OBIBAIOT
CHJILHO BBITSIHYTHI BJOJIb OOPO3IKH, MJIM, HAIIPOTHUB, JOBOJBHO OKPYTJIBIE.
[IaTu-mrecTryrobHbIe KJIETKH M3BECTHBI U JIJIA KYTHUKYJIBI Bojoc. VIX dop-
Ma HasBaHa «diamond petal», u cuuTaercs, yTo UMeHHO Takasg popMa KJie-
TOK IIPHUAAET HAMOOJIBIIYIO IPOYHOCTh BOJIOCY. OTH KJIETKH, KaK IIPABIJIO,

Pye. oprumon. aeypn. 2018. Tom 27. Dxcrpecc-poiryck Ne 1696 5651



APXUTEKTOHHKA ITepa U BOAOCA:

4 — MO3aUYHAA KyTUKYAd DOPOAKH OIIaXaAa IIOKPOBHOTO IIepa ceporo KypaBad Grus gris; OTIETANBO PA3AMIHMBL
I'PAHUIIBL KACTOK U IIEPUHYKACAPHAA 0DAACTD; 6 — TO 7K€ 3AIUTHON HUIABI AMEPHKAHCKOIO AUKOOpasa Erethizon
dorsatum; B — pacTpyOHAs KyTHKyAa DOPOAKH BTOPOTO IMOPAAKA IIXOBOH 94CTH IOKPOBHOTO IIEpa IIOAECBOTO
*KaBOPOHKa Alanda arvensis; XOPOIIO BUAHBI IIPOAOABHEIE DOPO3AKH y3A4 U MEKAOY3AHSA; I'— TO 7K€ HIKHEH
YACTH OCTEBOIO BOAOCA MBIIIIEBUAHOTO ortoccyma Marmosa (Thylamys) spp.; A — Adencras cepALEBHHA CTCPIKHSA
IIOKPOBHOTO 11epa KeApoBKu Nucifraga caryocatactes; € — TO 7Ke 3aIUTHOI HI'ABI AMEPHKAHCKOIO AUKOOpasa
Erethizon dorsatum. Macrirra6: a-e — 10 M.
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pacIiojiaraioTcs B HamOoJIiee TOHKOM MPUKOPHEBOM YacTH BOJIoca, a odpasye-
MBI UMHU PUCYHOK XapaKTepeH IJIsd HecKoJbKux TakcoHoB (Mustelidae,
Pennipedia). Kierku Takoit sxe dopMbl 00pa3yoT KyTHKYJIy POPMBI, HAX0O-
JIee xapakrepHsl 1y Anseriformes.

Hamo otMeTuTh 1 pas3auymsa B CTPOEHUU KYTHKYJIBI IIepa U BOJIOCA, KO-
TOpbIE, BEPOSITHO, CBA3AHBI C PA3JIMYHBIM MEXaHM3MOM BBIIBHKEHUS BOJIO-
ca u mepa u3 QOJUINKYJI0B. Kciim B miepe Kaskaas KyTUKYJISAPHAS Yelrysl CO-
OTBETCTBYET OJHOI OPOTOBEBINEH KJIETKE, TO B KYTHKYJI€ BOJIOC, HAIIPOTHUB,
OJIHA pOroBas YelIyHKa (YCJIIOBHO «KJIETKA») MOMKET COCTOATH M3 HECKOJIb-
KHX OPOTOBEBINHX KJIETOK. KyTHMKyIspHBIE KJIeTKH OOPOJOK mepa OOBIYHO
MMeIOT BAJMKOBUIHBIE YTOJIIEHHBIE Kpas UM IIepUHyKJIeapHble yIiyoJie-
HUSI-BIIAIWUHBI, OCTAIONINECS IIPHU OPOrOBEHUU HA MeCTe sSpa, a TaK:Ke IIe-
au mexay kiaerkamu (Uepmosa 2005a) (pucyHoK, a, 6). Huuero mogo0uoro
B KyTHKYJIe BOJIOCA HAOJIOOATh He IIPUXOMUTCSI. depeluileBUIHAS IIepe-
KPBIBAIOIIASACA KYTHUKYJa, XapaKTepHas IJIs BOJIOC, B IIEpbsIX He 00HAapy-
skera. [lo-BuaguMoMy, KyTHKYyJIa IIepa TaK:ke MHOI'OCJIOMHA, KaK M KyTHKYJIa
BOJIOCA. JTO IIOATBEP:KIAeTCS HAJIUJIMeM OOPO3JI0K MekIy KIeTKaMu (T.e.
KJIETKU COeIWHSIIOTCA M0 THUIIY «3aMKa»), a TaKiKe Pas3JIMIYUMBIX Ha 9JIEKT-
POHHOTPaAMMAaX HECKOJIbKUX MepUHYKJIeapHBIX BIIAAWH B IIpenesiax OTHOM
KJIETKU 1 HAKJIAJIbIBAIOIIUXCS OTHA HA APYTYIO.

Penbed dpoHTAIBHOI HOBEPXHOCTH KYTHKYJISIPHBIX KJIETOK BOJIOC U
WTJI TJIAOKWH WJIHA HerJIagKui (peOpHCThIf, CrIaaIaThii, Oyropuatsrii) (ep-
HoBa, [lesmmkoBa 2004). KyTtukysa 00pomoK mepa Tak:Ke MOKeT HecTu péo-
pa. PeOpucrocTth KyTHKYyJIe M BoJioca M Iiepa IpUIaeT PUOPUIIIPHAS KC-
YepUYeHHOCTh, 00YCJIOBJIEHHAS OpHEHTAIlMell KepaTHHOBHIX OEJIKOB B paas-
BUBAIOIIUXCA U 3PEJIbIX (POJIINKYJIAX WJIN IIOSABJISIONIASICA B pe3yJbTaTe
KepaTUHU3AIUU U 00e3BOKUBAHUA KJETOK. Penbed KyTHUKYJIBI OOpPOIKH
eIé 0oJiee YCJIOMKHSAETCS IO CPABHEHUIO ¢ TAKOBHIM KYTHUKYJBI BOJIOCA.
Haiinerna He ToJIbKO ryagkKasi, HO M ceTyaTasi, Oyropuaro-iep@oprupoBaHHAT
M, HaKOHeIl, BOpcHUcTasd KyTHKyJaa. Bopcucras KyTHKyJa IIOKpBIBAeT JiaTe-
pajbHBIE CTOPOHLI OOopoxku. OHA COCTOMT M3 POrOBBIX BHEIPOCTOB CO CJIOMK-
HOI KoHQHUrypamueii. 9TH BEIPOCTHI 00Pa3yIoT HACTOAIILYIO «0axpomy» (BBI-
coToii 1-7 MKM), IIOKPBIBAIOIIYI0 KYTHKYJIY (cM. puc. 26,8 B: UepHOBa,
2005a). Taxoit cJI0KHONI KYTHKYJIBI y BOJIOC He oOHapys:keHo. CBsA3b 9TOM
CTPYKTYPBI ¢ TAKCOHOMHUYECKUM ITOJIOJKEHHEM U 00pas3oM JKU3HU IITUIL He
ycranoByeHa. OHa BCcTpevaeTcss y CaMbBIX PA3HBIX BHUI0B U OHMOJIOTHUECKHUX
dopm, HammpuMep, KAK Y BOIHBIX, TAK M CYXOIIYTHBIX IITHII.

Y moxpoBHOIO Imepa KyTHKYJa O0OPOJOUKH IIyXOBOM YACTH BIIOJIHE CXO/I-
Ha C TAKOBOM y TOHKHUX IIYXOBBIX M ocTeBBIX BoJioc (HepHoBa 20050) (pucy-
HOK, 8, 2). OHa oTHOCHUTCSI K HamOOJee IIPOCTOMY THUILYy KOJIbIIEBHIHOMN KY-
THUKYJIbI: OJHA KJIETKA II0JIHOCTHIO OXBATHIBAET CTEPIKEHb BOJIOCA HJIU 00PO-
moury. Kamngas kiaerxka mpencraBiiseT COOOM CerMeHT, COCTOSIIHNI M3 KO-
POTKOI pacmimpeHHON uyacTtu (y3Jia) U 3ay:KeHHOU yIOJWHEHHONH YacTHh
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(mesxmoyaiusa). OnuH cerMeHT BCTaBJICH B Y3eJI APYroro u o0pasyeT UIeHH-
CTYIO CTPYKTYPY KaK O0pOIOUKM, TaK 1 Bojoca. OTImyme COCTOUT B TOM, UTO
y 00poIoUeK Imepa Me:KI0y3Jre Tropasao MJIMHHEee, YeM y BOJIOC, a Y3eJI OT-
JETJIMBee BRIPAKEH 1 YacTO IIMTMEHTHPOBaH 3a cuéT kopbl. Dopma cBoboI-
HOTO Kpas KYTUKYJISPHOHN YeIyHKH BOJIOCA U IIepa paccedveHa II0-Pa3HOMY
y OpeacTaBUTeJIeH Pa3HbIX TAKCOHOB M MOYKET CJIYKUTH TUATHOCTHUYECKIIM
npusuaaxkom (Hepuosa 2005a; Yepuosa u ap. 2006). Ouna Hambosiee cxomHa
y OTUIl 1 JeTyunx mbinei Microchiroptera. Kytukymna mHe comeps:kuT Immr-
MEHTA W He y4acCTBYeT B OKPACKe BOJIOC X DOPOIOK.

Kopa Bosroca m 00pogku omaxajia MOKPOBHOIO IIepa COCTOUT M3 BBITSIHY-
THIX BJOJIb JJMHHOM OCH BEPETEeHOBHIHBLIX KJIETOK, IIJIOTHO COEIHMHEHHBIX
omHa ¢ apyroii. CremeHb pa3BUTHS KOPhI HEOAMHAKOBA KaK B BOJIOCAX, TAK
U B IIePhSIX Yy PA3HBIX BHIOB 1 B HEKOTOPHIX CJAYYAAX II03BOJISAET Pa3IMdaTh
taxcoubl (Uepuora, Ilemurosa 2004; Yepnosa 2005a,0). CTpykTypa KOpHI
MOKeT OBITh HeomHoponHoi. Hopa MoskeT comepskaTh BO3AYIIIHEIE TOJIOCTH,
g y3Hble NN 3€PHUCThIE IIMTMEHTHL. B Kope BoJsioca pa3anmdaioT OpTo- U
IIapaxopy, a B Kope OKpAaIlleHHON B CUHUH IIBeT O0OPOIKU IIoIryras Amazona
leucocephala HaMu Tak:Ke BBISIBJIEHBI HEOTHOPOIHBIE YYACTKH C IIOJIOCTSI-
Mu. HeogHopomgHOCTL KOPBI, BEPOSATHO, CBUIETEJIHLCTBYET 00 €€ yJdacTUU B
CJIOKHOM CTPYKTYypHOIT okpacke mepa (Lucas, Stettenheim 1972).

CepaiieBuHA IIPHUCYTCTBYET KaK B BOJIOCE, TAK M B OOPOIKEe oIlaxaJsia IIo-
KPOBHOIO I1epa (MHOrma U B cTep:kHe mepa). Jlusaiiu cepaiieBHHBL a0COJIIOT-
HO CXOIeH y BoJioca U Iiepa (PHUCYHOK, 0, ¢). CepalieBIHA COCTOUT M3 II0JIO-
cTell pa3HON KOH(UTYpAIIMd W PACIOJIOMKEHMS, OTPAaHUYEHHBIX TOHKHUMH
WJIA YTOJIIIEHHBIMHU KJIETOYHBIMH CTeHKAMHU. Y MJIEKOIIUTAIONINX OHA OT-
JIUYaeTcs IIUPOKUM IIOJIUMOP(U3MOM CTPOEHUS M CTEIIeHBI0 PA3BUTUSI; B
pane caydaeB MOMKET CJIYKUTh AWarHocTHYecKuM npuaHakom (UepwHoBa,
IHenurkosa 2004; Yepuosa 2006a). Y mTuil cepalieBUHA OJHOTHIIHA — BO3-
IYXOHOCHAS, OJHO- MJIA ABYPAAHAsA (B TOHKHX OOpOOKAaX), AYercTas HJIN
cetuarad (B ToJicThIX Oopoakax) (Ueprosa u ap. 2006). Kak u y Bosioc, ToH-
KHe CTeHKHU CepAIIeBUHHBIX IT0JIOCTEH OOpPOMOK OBIBAIOT IVIATKMMI, CKJIA-
JaTBIMH, I1epOpPUpPOBAHHLIMU M InumoBaThbiMu. Ha Hmx pacmosaraiorcs
IIUTMEHTHBIE TPAaHyJIbl, KOTOPBIE y IITHIL ITaJIOYKOBUIHBIE, 4 Y MJIEKOINUTA-
IOIIUX — ITOJIMMOPQHEI (OKPYTJIbIe, HAJIOYKOBUIHBIE, MHOIOYTOJIbHBIE 1 IP.).
Kpome Toro, Hammume IUTMEHTHBIX T'PAHYJI, a TaK:Ke CIIOCOOHOCTH CepIie-
BUHBI IIPEJIOMJISATh CBETOBBIE JIydM IMPEIoJIaralT e€ ydacThue B OKpacke
BOJIOCA W IIepa, B TOM YHCJe B paays:kHOI okpacke mocaenHero (Lucas,
Stettenheim 1972; Yepnoa u ap. 2006). Umeuno mepdopupoBaHHEIE
CTEHKH II0JIOCTEH CepAIleBMHEBI IIepa YYacTBYIOT B IPeJIOMJIEHUHN CBeTa.
CTeHKU KJIETOK CepOIleBHHBI BOJIOC TaKiKe MOTYT OBITH HOPKUCTBIMHU HJIN
nepdopupoBauubiMu (Yepuosa, Ileaurosa 2004). OgHako y BoJIOC OTCYT-
CTByeT TaKoe pa3HooOpas3me OKPACKM, KaK B IePbhbsIX ITHII, X 3TOT BOIIPOC
IIIpoKo auckytupyercda. CepaiieBrHA BOJIOCA W IIepa BBIIIOJIHSIET B OCHOB-
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HOM TeILTO3alIUTHYI (PYHKIIHI0, a coleps:KaHWe B Hell MHEePTHOTO BO3ayxa
(myIu Opyro¥ cMecH Ta30B) He TOJIBKO YJIYyUIIaeT eé TelJI03alllUTHHIE CBOI-
CTBa, HO 1 00JIeT4yaeT IIepheBOM 1 BOJIOCSIHOM MOKPOoBEI. Ké suencroe cTpoe-
HHe He TOJbKO 00eclieuyrBaeT MeXaHUYECKYI0 HIPOYHOCTh 3TUX CTPYKTYP
(Uepnosa, leaukosa 2004), HO 1 yMeHBIIIAET TEILJIOIPOBOJHOCTL 3TUX Ke-
PATUHOBBIX CTPYKTYP 34 CUET CHCTEMBI BHYTPEHHUX IKPAHUPYIOIIUX IIepe-
roponok (sies, Yepuona 2005). CxomHbIe CBOMCTBA MOYKHO IIPEJIIIOJI0MKUATD
U JIJIS1 SYeHCTOM CepAIleBUHBI IIepa IITHUII.

[IpuBenénHble HaMU JaHHBIE TOKA3BIBAIOT CXOJICTBO APXUTEKTOHUKU
BoJioca u mepa. Ilouemy ke B CTOJIb (pUJIOT€HETUYECKU OTIAJIEHHBIX KJIAC-
cax BO3HUKJIO TAKOE CTPYKTYPHOE CXOICTBO?

N3BecTHO, uTO MUBepCcUPUKAIINA CTPYKTYP OrpaHUYeHa OIIpeaesIEHHbI-
MU KOHCTPYKTHBHBIMU UM KOPPEJIAIMOHHBIMH IIPeIeaMH, YTO II03BOJISIET
BBISIBJIATE IIPHUHITAII IIapaJljIeIn3Ma MOP(OJIOTMUECKUX CTPYKTYP 1 TKaHen
(BaBapaunu 1986) MM KOHBEPreHINIO — HEOJHOKPATHOE (PHIOT€HETHYECKH
HECBSI3aHHOE pa3BUTHE MOPQOJIOTHUYECKN CXOOHBIX oOpasoBaHwuii (Cesep-
11oB 1949; Meitien 1975). KouBepreHiiusa mposBIIsgeTCsI Ha Pa3HBIX YPOBHSIX
OPTaHU3AIINU KUBBLIX CYIIECTB M €€ IIpHUMepbl MHOTOYHCJIEHHBI M XOPOIIIO
u3BectHbl (Bepr 1977; 3aBapaun 1986; CesepiioB 1987). KoHBepreuiius
BO3HUKAeT Ha (PYHKIIMOHAJBHON OCHOBE, B CHJIy TOT'0, YTO BBIOJIHEHUE
CXOTHBIX (PYHKIIUHA JTHUKTYeT HeOOXOOHMMOCTH CO3OAHHS CTPYKTYP CXOMHOM
KOHCTPYKIIUHY, JTUMUATHPYEMON KOOpPAHHAIIMEH ¢ JPYTUMU OpraHaMU U Me-
XaHUYECKUMHU OorpaHudeHusaMu. JleficTBUTeILHO, OJHA M3 OCHOBHBIX (PYHK-
I BOJIOCSIHOTO M II€PHEBOr0 IIOKPOBA — TEILJIO3AIMUTHAS, U JOCTHUIAETCs
OHAa CXOOHBIMH IIyTSIMH — 00pa30oBaHMEM BO3IYIITHOM ITPOCJIOMKH B MHOIO-
SIPYCHOM TIOKPOBE, BO3IYXOHOCHBIX ITOJIOCTEH B CTEPIKHE BOJIOCA U B PA3HBIX
y4JacTKax (CTep:keHb, OOPOIKM) IIepa.

KouBeprenmus, B oTJimyre 0T HapaJLIeIM3MOB, BCET/Ia TTOBEPXHOCTHA U
3aTparuBaeT HEMHOTHE YePThl OPraHu3aIlii TPYIIN, PA3BUBABIINXCI B (pH-
noreHese 1o kouBepreuTHoMy Iyt (IIImasmbraysen 1969), B HamieM ciydae
B OCHOBHOM 9TO ApXHTEKTOHHKA BoJioca ¥ mepa. OdeBmaHa cOaJIaHCHPO-
BAHHOCTHb PA3JIHUYHBIX (PYHKIIMH, BBIIIOJHSIEMBIX OTUMH CTpyKTypamu. Ilo-
CKOJIbKY OCHOBHAS YepTa HAPY:KHBIX IIOKPOBOB — MHOTOYHKIIMOHAJIHLHOCTD,
TO BOJIOC U II€PO YYACTBYIOT M B APYTHUX (PYHKIIUIX, HEe B yIIepOd OCHOBHOM,
YTO HAXOOUT OTpaskeHre B OCOOEHHOCTAX HUX apXUTEeKTOHUKH. BeposaTHo,
Ha¥ieHHas aHAJIOTUSI apXUTeKTOHUKN BOJIOCA U IIepa MOKeT OBITh OTHeceHa
K xarteropuu «romoirtasum» (Jlamkecrep 1870 — 1ur. mo: Biaxep 1976) —
IIOO0MIO B CTPOEHNM, BOSHUKIIIEMY He3aBHUCHMO, HO Ha 00IIel MOpdOIOTH-
YecKOoM ocHOBe. B Hamem ciyyae — 9To aIIHTEIHAIBHO-ME3eHXUMHOE B3au-
MOJIeHICTBYE, UTO ITOATBEPIKIAETCS M OOIIHOCTHIO MOJIEKYJISIPHO-TeHEeTHYe-
CKHX MEXaHU3MOB PeryJIAIINid MopdoreHe3a M *KM3HEHHOIO IIMKJIA BOJIOCA
U mepa. IToT peHOMEH MOKET CIAYKHUTH IIPIMEPOM «KOHBEpPTrUpyoIeii aHa-
norum» (oremns 1938) miu «romoturnnmn» (Bernemunies 1964) — KOHCTPYK-
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ITUOHHOMY TO00HI0 CPaBHHUBAEMBIX CTPYKTYpP 0€3 TeHeTHUeCKOM IIpeeMCT-
BeHHOCTH TakcoHOB. IlocienHee Hamnbosiee UMIOHUPYET HAM, TaK KaK II0-
Ka3bIBaeT, YTO B PA3JIUYHBIX KOMIIO3HUITMOHHBIX CTPYKTypax (Kak SKHBOI,
TaK U HEKMWBOI IIPHPOIBI) MeHCTBYIOT COBEPIIEHHO OIpenesIeéHHbIe MeXa-
HUYEeCKHe 3aKOHOMEPHOCTU U KOPPEJIAINN, KOTOPBIM IOJYNHAETCA IIPOIIece
00pa30BaHUA CJIOKHBIX CTPYKTYP U COOTBETCTBUS UX KOHCTPYKIIHIA.

SakJwoyeHUeE

Naes o caMmocTOATEILHOM 1 HE3aBUCHMOM BO3HHUKHOBEHHI BCEX Pa3HO-
00pa3HbBIX IMPOM3BOIHBIX KOYKHOTO IIOKpoBa He HoBa. Hampmmep, cxema mx
HEe3aBUCHMOI0 IIPOMCXOKICHNSI HA OCHOBE 9KTO-Me300epPMaJIbHbIX B3arMO-
JIEFCTBUM M IIPOIIECCOB HpOoJIcpepaliul U/WJIM arperaiuy JIIuTeINaIbHbBIX
U MEe3eHXUMHBIX KJIETOK B 3a4aToK (y IIpeJCTaBUTEJIeH Pa3HBIX KJIACCOB),
IaBIIUX pasHooOpasHble CTPYKTYPHI, HarasagHo npeacrasiaena (Wake 1979).
OTa uaes BO3HUKJIA HA OCHOBE MOP(OJIOTHMUYECKOr0 M MOJIEKYJISIPHO-TeHe-
THYECKOI0 M3YUYEHUs KOKHBIX IPHUIATKOB 1 IIOKA3aHHBIX MHOTHMH HCCJIe-
JIIOBATEJISIMU IeTepoXpoHuax (Kak B OHTOTeHe3e, TaK W B (puyoreHese) paas-
JIMYHBIX KOMKHBIX gepuBaToB. OHa He IPOTHBOPEYHT, a BIIOJIHE COOTBET-
crByeT Teopun puaambpuorene3oB A.H.CesepioBa (1949), cBsa3aBiero
9BOJIIOIIMOHHEIE ITPEeo0pa30BaHUSA OPTAaHOB C CAMBIMU PAHHHMMU oTallaMU
oMOpHOreHe3a OPraHU3MOB.

Kaxk yraseiBajioch BEIIIE, HEKOTOPBIE ABTOPBI CUMTAIOT II€PO IITUIL B BO-
J0c (BMecTe ¢ uX (POJIIMKYJIAMI) HOBOOOPA30BAHUIMU, He MMEBIIINMH IIpe/I-
IIIECTBEHHUKOB Y IpeIKoBeIX hopM. JmBepcuduraliisa mepa u Bojgoca 005b-
SICHSIETCS TeM, UYTO pa3Hble MOP(MOTHUIILI dTHUX CTPYKTYP OTHOCIATCI K paas-
HBEIM TeHepallusaM, IPOaYIINPYEeMBIM (POJIJIMKYJIOM U Pa3ieJEéHHBIM T'eTepo-
xpoHuei. O030p COBpeMEHHBIX 3HAHUU O HPUOATKAX KOMKHBIX ITOKPOBOB
AMHHOT W COOCTBEHHBIE MHOTIOJIETHHE HMCCJIEOBAHUSA CTPYKTYPHI BOJIOC U
IIephbeB MO3BOJISIOT HAM HOOAEeP:KaTh KOHIIEIIIHNI0 0 He3aBUCHUMOM JBOJIIO-
ITMOHHOM BO3HUKHOBEHUN KEPATHUHOBBIX IIPUIATKOB (YeIllys, IIepo, BOJIOC).
Eé mMo:xHO chopMyITMpOBaTE CIIEAYIOINTIHM 00Pa30M.

B ssonouuu amnuom pasnoobpasmvie KOXCHbIE NPUOAMKU B03HUKJIIU
KQK 3KMO-Me300ePMAJIvHble HO8000PA308AHUS HA Y3JI08bLX dMANAX PUTIO-
2eHe3a, hopMUPOBABULUECA 8 PA3HLIX KJIACCAX He3a8UCUMO, NAPAJIETIbHO
UL KOHBEP2eHMHO 8 C8A3U C 0CODEHHOCMAMU MEHCMKAHEB8020 83AUMO0CTL-
CMEUs, UBMEHEHUAMU XaPaKmepa 00MeHa 8euecms U MOJIeKYJIAPHO-2eHe-
MUYecKol pe2ynauuu mopghoeeHe3a 8 uensx obecneueHus 6HYMpPeHHe20
eomeocma3aa. Jlusepcugpurauyus cmpykmyp 6 pamKax 00H020 mopgomuna
wia He nymeém ux 380J10uuL om npocmetiweli 00 6oJiee CJ0MCHOU UL
Haobopom. Ona cghopmuposasiacy 61a200aps 803HUKHOBEHUIO HOBLLX 2eHe-
DAUULL IKMO-ME300ePMATIbHBIX CMPYKMYP, PA30CSIEHHBLX 2eMePOXPOHUIMU
U pe2yaupyemoix U3MeHeHUAMU 2PAOUCHMO08 MOJCKYIAPHBIX CULHAJIBHBLX
nymeti noo 8o3oeticmsuem paxKmopos oOKpyHcarouell cpeobvt.
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Kak TrkameBbIe CTPYKTYPHI, KOMKHBIE IPUIATKH ABJISIOTCS T'OMOJIOTHY-
HBIMH CTPYKTYpaMM, TaK KaK IIPOMCXOOAT M3 IIMUTEJINS M Me3eHXHMbBI, HO
KaK opraHbl OHH He CBSI3aHBI 9BOJIIOIIMOHHON IIPeeMCTBEHHOCThIO U He IIe-
pPexoauaIn OOuH B Apyroii. Bor mouemy Oecrosie3Ho BRIMCKHUBATH IIyTHU IIpe-
oOpas3oBaHusA OOHUX CTPYKTYP B APYyTHe, IPEeICTABJIASA Pa3IMIHbBIE dBOJIIO-
IIMOHHBIE CXEeMBblI TAKUX II€PEeX0/I0B, TAK KaK BCe 3TU CTPYKTYPHI ABJISIOTCSI
HOBOOOpas3oBaHUAMHU. HeIlys, BOJIOC U IIep0 KaK He3aBHCUMbIE OpraHbl Ha-
PYSKHBIX IIOKPOBOB BO3HHUKJIN HA Y3JIOBBIX oTallax (prjioreHe3a aMHUOT 0J1a-
rogaps IOJUIOTEHTHOCTH (B OTpaHHUYNUTEILHBIX PAaMKaX CBOMCTB OIIUTEJIU-
AJIPHOM M ME3eHXHNMHOHN TKaHel, U TKAHEeBBIX B3aMMOJEeHCTBHM) CTBOJIOBBIX
KJIETOK JIINTeJINA U Me3eHxuMbl. HesaBucumoe IIponcxoxkageHe aTUX KOK-
HBIX IIPUIATKOB MOKET OOBSICHUTH OTCYTCTBHE YETKUX II€PEXOIHBIX POpM
MeXKIy HUMU. ETMHCTBEHHBIM HCKJIIOYEHNEM, II0-BUOUMOMY, CJIYKAT 3yOHbL,
Tak KaK UX MCTOYHHUKHN — aMeJI00JIaCThl TOMOJIOTHYHEI ¥ BCeX IO3BOHOYHBIX
KUBOTHBIX. JlanpHenmas qudpdgepeHIInpoBKa BOJOCIHOIO U IIePheBOro IIo-
KpoBa TaKiKe IIPeCTAaBJIsIeT COOOM IIpoIlecc T'eTePOXpPOHUM MopdoreHesa
BOJIOC U IIePhEB PA3HBIX KATEropuii. JBOJIIOIIMOHHBIE IIpeoOpa3oBaHua ap-
XUTEeKTOHUKU IIepa M BOJIOCA IILJIM IIyTEM KOHBEPTeHTHOI'0 Pa3BUTUA U CJIY-
'KUJIA B IIEPBYIO odepeahb IJId 00ecIlIeueHHs TeILJIO3AIIUTEI.

Beposarso, ni1a pemrerusa mpo0ieMbl 0 BOSHUKHOBEHUHU IIepa M BOJIOCA
Heo0X0IMMO IPUBJIEYDL JaHHBIE 0 OMOXMMHUUYECKHUX IIpolleccax KepaTHHMI3a-
I, TPOXOJAIINX B HAPYKHBIX ITOKPOBAX ITUITL U MJIEKOIIUTAIOIINX, B YaCT-
HOCTH JIJISI TIPOBEPKH THUIIOTE3bI 0 (POPMHUPOBAHUU HAPYKHEIX IIPUIATKOB C
11eJIbI0 130aBJIeHNA Opralnu3Ma OT U30BITKOB CEePHL.

B manpmeiiieM MBI IIPOJOJIZKMM IPOBEPKY COCTOSATEILHOCTH 3TOM KOH-
eIy, UCIIOJIb3yS B KauecTBe MOJIeJIN APyTrue IPOU3BOJTHBIE KOKHBIX I10-
KPOBOB — 3aIuJAepMaJIbHbIE U JepMaJIbHbIE sKeJIe3bl XOPJOBBIX.

Paboma svinonnena npu ¢purarcosoii noodepacrke Murnucmepemsa 06pa3o8arus U HAYKU
PO (eparnm HIII-1808.2003.4). Aemop 6iacodapum 3.H.Bopobvésy, ©.A.J[zeporcurckoeo,

JLII.Kopayrna u H.A.Ilasnurnosa 3a KOHCMPYKMUBHYIO U 000DOMCENAMENbHYI0 KPUMUKY 60
8peMs N0020MOBKU CMambu K nyonukayuu.
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Cusas waitka Larus canus — OOWH W3 OOBIYHBIX THE3IAIINXCS BHIOB
ApxaHreJgbCKa W €ro HPUTOPOIHOM 30HBI. B HEKOTOpBIE TOIBI OTAEJILHBIE
ocobu ocraroTcs 3mech Ha 3uMOBKY (AunapeeB 2007). Cusasa daiika oTimya-
eTCsS BBICOKOH OKOJIOTMYECKOM ILJIAaCTUYHOCTHLIO B BEIOOpPE MeCT OOMTAHU!I,
CII0CO00B THE3J0BAHUA M 00HEKTOB IUTAHUI.

3a MHOrMe roabl HAOJIOIEHHHA B ApXaHreJabCKe M ero IIPUIOPOIHOM
30HEe MHOU HaMmeHb 258 rHésn cu3od Jarku, nad Hux 196 Oblam o00ciieno-
BaHBI: U3MepPEeHbl W ONMCAHBI SHIla, ITEHITb, caMHu THE3MA. BosbIrHCcTBO
HaWJIeHHBIX THE3J pacIlojarajiuch B OOBIYHBIX JJIS THE3JI0BAHUS 9TOTO BH-
Ia OMOTOHAaX HPUTOPOIHOM 30HBI: HA IIOMMEHHBIX U CYXOJIOJbHBIX JIyrax,
OCTPOBAX Pa3HBIX THUIIOB U Pa3MepoB, OosoTax u T.11. (puc. 1).

B Mmecrax, mocemniaeMsIx JTIOObMH, THE3DA CHU3BIX YaeK KaK IPaBUJIO pac-
II0JIaraJIACh B HEJOCTYIHBIX MW TPYIHOIOCTYIHBIX IJIA deJoBeKa (1 JeT-
BEPOHOTHX XHIMHIKOB) MecCTaX: Ha 00JI0TaX, OCTPOBAX PA3JIHYHBIX BOOE-
MOB, Ha BeTBSX IIPUOPEKHBIX KYCTAPHUKOB, B YaCTHOCTHA Ha mBax Salix sp.
(puc. 2, 3). O rHé3max cu30M YaliKU Ha JePeBbAX U KyCTapHUKAX yIIOMUHA-
JIoch B auTeparype HeomHokpaTHo (buamku 1967; Bukcae 1978; Kpeumap
u ap. 1978; Jerrapés, Jlapuonos 1981; IOauu, @upcosa 1988; O0yxoBa,
IToxpoBcrasa 1997; YUepeuroB u ap. 2014; Illemesns, MatBeeBa 2014; Xpao-
peii, 3anud 2018; Croaposa 2018; u 1p.).

B GesimogHBIX MM MaJIo IIOCEIIaeMbIX JIIOAbMK MecTax T'HE3a PacIo-
JaraJiuch OTHOCUTEJIHLHO JOCTYIIHO, HaIlpuMep, Ha Jyrax (puc. 1a,0).

Ha mporsskeHNM HECKOJIBKUX JIET CH3ble YalKM yCTpauBaJId THE3MA Ha
TOPU30HTAJIbHON pPAa3BHJIKEe KPYIIHBIX BeTBeHl WBBI, PacTyIlleil Ha Oepery
nporoku CeBepHoii J[BUHEBI, Ha BbICOTEe OoJiee 2.5 M OT IIOBEPXHOCTU BOIBI
(puc. 2). IITUIBI TPOABISAIN B JaHHOM CJIydyae CTPOTUI T'HEe3I0BOM KOHCep-
Batu3M (Axuzpees 2011), xopoIiro u3BecTHBIHA A1 aToro Buaa (KOgun, Oup-
coBa 1988). B mepBhIii pas3 g HAIIET THe3I0 Yaek Ha aToi uBe 25 masa 2007,
B rHe3de Haxoguyochk 3 sima. K g dgorocrémrnm 11 momsa 2007 B raesme
ocTajioch 2 siiria. B mociemyiomnime roabl B 9TOM Pa3BUJIKE CH3ble YaMKH
TaKsKe CTPOMJIM THE3Ha, koTopble mHorma (B 2009, 2010 romax) pasopsiim

cepuie Bopoubl Corvus cornix unau apyrue Bparu. ['HE3ma Ha 9TOH HMBe OBLIO
obcaemoBaunl MHOM B 2007, 2008, 2012 u 2014 romax.
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Puc. 1. I'uésaa cusoit gatiku Larus canus va ayrax (a — 12 mrons 2008; 6 — 30 mas 2009),
Bonaore (B — 23 mas 2009), ocrposax (r — 25 mas 2015; A =16 mas 2017; e —28 masn 2015).
INpuropoanas sora Apxarreascka. Poto aBropa.

B 2012 rogy mHOMO HaiIeHO THE3I0 CHU30I YalKH, PAcCIIOJIO:xKeHHoe Ha
BETBSIX CTAPOM MBBHI HA IPOTHBOIIOJIOKHOM Oepery Toi ke mpoTtoxu Ceep-
HoM JIBuHEI (puc. 3).

Hapsiny ¢ ecrecTBeHHBIME OHMOTOIIAMH, CH3as YafiKka THE3IUTCS U B aH-
TPOIOTeHHOM JIAHAITapTe, B TOM YICJIe B IIEHTPe ropoma ApxaHreabcKa
(ma ymuite CBoOOIBI B patioHe IIepeceveHus ¢ IpociekToM JIomorHocoBa).
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Puc. 2. I'nésaa cusoii watiku Larus canus B pasBUAKE BETBEH UBBI B IIPUTOPOAHON 30HE ApxaHreABCKa
(a — 11 mrons 2007; 6 — 10 urons 2008; 8 — 11 uronsa 2014; r — 13 urons 2008). Poro asropa.

Puc. 4. I'uézpa cusoit gafiku Larus canns Ha KPBIIIIE ACPEBAHHOTO capas B OKPECTHOCTAX APXaHICABCKA.
buocrannus CA®Y. 3 uronsa 2016 (caesa), 22 mas 2017 (cupasa). Poro aBropa.
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IIo cmocoOy 1 mMecTy pacIioyIosKeHUsT THE3J CU30M YaWKH B aHTPOIIOTEH-
HOM JIaHOITaTe MOKHO BBIIEJIUTH HECKOJIBKO CTEPEOTHUIIOB.

['Hé3na, pacmoJioskeHHbIe HAa KPBIIIaX 3AaHUN U APYTUX COOPY:KEHUH.
HesaBucumo ot Buga Tepputopuu (ropojickasi, IPUTOPOIHAA) CU3bIe YaTKU
yCTPaMBAIOT THE3MA HA KPBIMIAX CJAEYIOIINX TUIIOB 3JAHNINA 1 COOPYKEeHII:
1) omHO MM OBYXoTAKHBIX Tapasked Ha OKpauHe ropoaa; 2) JepeBSHHBIX
capaes B rOpoJie U IIPUTOPOTHOM 30HE; 3) OJHOITAMKHBIX JePEBIHHBIX JOMOB
Ha OKparHe ropoaa; 4) mATHUITAKHOI0 JoMa B IleHTpe ApxXaHresIbcKa.

Ha xpoimax rapaskeil B pasHbIX YacTAX ropoga ApXaHTeJIbCKa U IIPH-
TOPOJIHOM 30HBI OBLIM HAMIEHBI TPU THe3a cu3ou uaiiku. Ha mepeBsaHom
capae B IIPHUTOPOJIHOMN 30HEe ApXaHTeJIbCKA HA TePPUTOPUN OHMOCTAHIIUN
Cesepuoro aprrmueckoro gemepasbaoro yamsepcurera (CADY) (pmc. 4)
CHU3ble YaWKH CTPOMJIM THe3d0 Tpu roga moapsan (2016, 2017 u 2018), mpu-
yéMm B 2017 u 2018 rogax rHe310 pa3opsiioch.

Puc. 5. 'He3p0 cusoit watiku Larus canns Ha KpBIIIe ACPEBAHHOTO capas B IICHTPE APXaHICABCKA.
15 maa 2018 (caesa), 7 urons masa 2018 (cupasa). Poro aBTOpa.

Puc. 6. 'ne3po cusoit watiku Larus canus Ha KpbIlie ACPEBAHHOTO OAHOITAKHOIO AOM2
B okpecTHOCTAX Apxanreabcka. 11 mrons 2016. @oro aBropa.
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Ha nepeBsuHOM capae B 1ieHTpe ApXaHTeJIbCKa CHU3bIe YaANKH IIOCTPOH-
au rtHe3mo BaepBbie B 2018 roay (puc. 5). B TeueHme TpEéX IoOCJIETHUX JIET
moapsd (c 2016 mo 2018) yaiiku ycTpauBaJI THE3I0 HA KPBIIEe OTHOITAK-
HOTO SKHJIOTO [0Ma HAa OKpamHe ApXaHTeJIbCKAa, PACIIoJiaras ero Ha JecT-
HHUIIE, JIeKalleil Ha Kpeie (puc. 6).

B mae 2017 roma B 1eHTpe ApxXaHTre/bCKa CHU3ble YaMKKU IIOCTPOUJIN
THEe3I0 Ha KPBIIIe 5-3TasKHOI0 KUJI0T0 KuprudyHoro goma. IlosTopHO Ha
KpBIIIIe 3TOTO JoMa Yahku rHe3auimich 1 B 2018 roxay.

O ruésmax cm30ii YaWKH, ITOCTPOEHHBIX HA KPBIIIAX 30AaHUN U Pa3HBIX
COOPYsKEHHUSX eCTh MHOTOYMCJIeHHbIe YIIOMUHAHUA B Jiuteparype (['amuen-
koB 1996; 3unosneB u ap. 2012; 3yoakuu 2014; Kosanés 2013; Muxasésa
1997; Pesanos, Pesanos 2005; Xpabpwiit 2015; Ileprammua 2009; Cramp
1971; Monaghan, Coulson 1977; u np.).

Puc. 7. I'néspa cusoit vadxu Larus canus Ha OCTATKE AEPEBAHHOMN cBAM Ha DOAOTE C OTKPHITOI BOAOH
B IIPUTOPOAHOIT 30He I. ApxanreAbcka (a — 30 mas 2008; 6 — 27 mas 2009;
B — 16 man 2012; r — 15 uronsa 2009). @oro asropa.

['uésna, pacmogokeHHBIE Ha CBasX M cToJa0ax. B pasHBIX yacTAX IIpH-
TOPOTHOM 30HBI M B TOPOJe CH3ble YalKU PACIIOJIarajii THE3ma Ha CJIemyIo-
IIIIX OCTATKAaX JIePeBIHHBIX CBal, JepeBIHHBIX U 3eJIe300eTOHHBIX CTOJI00B
U T.II. COOPY*KeHUsIX: 1) Ha OTIeJbHOM CT0JIi0e (0CTATOK JepeBAHHOI CBam),
CTOSIIIIEM B BOJE B IIPUTOPOIHOM Jiecy; 2) Ha OCTaTKe CBAMW Pa3pyIIeHHOTO
mpuyasia, crodiei B mporoke CeBepHoit JIBUHBI cpemy APYTUX OCTATKOB
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cBai; 3) Ha «CT0JIOe» M3 KOMIIAKTHOIO IIyYKa CIIMJIEHHBLIX UB Ha Oepery me-
JIMOPATUBHOI KaHABHI, 4) Ha KeJIe300€TOHHOM CT0JIOEe OCBEIIeHHS B IIeHTPe
ropoza; 5) Ha keJjie300eTOHHOM COOPY:KeHHH (CT0JI0e) B IPUTOPOTHOM 30HE
Apxanresbcka.

Ha otmenpHO cTosIIeM B BoJe OCTATKe NePEeBIHHOM CBAW BBICOTOM 1 M B
IIPUTOPOTHOM JIECY CH3ble YaWKN yCTPAMBAJIM THE3OA B TeUEHIEe HEeCKOJIb-
Kux Jjer moapsamg: ¢ 2008 mo 2013 (pme. 7), 8 2010 u 2011 rogax ruésm Ha
OTOM «IIHEe» g He HaXOOWJI. A IHe3I0 CU30M YaMKky, HaloeHHOe MHOM 311eCh
11 maa 2013 opu ToBTOpHOM ocMOTpe 15 mMas OKasaJyioch pa3pylieHHbIM, a
saia pasouteiMu. IHTEepecHo, 9YT0 OCHOBHOM (PpOH OKPACKH OJHOIO M3 TPEX
SIUIL KJIAOKNU Bcerma (KaskObIA T'OJ) OKA3bIBAJICS 3aMETHO CBeTJiee, YeM ¥
OBYX Apyrux sauil. MosKHO OpeaIoIosKuTh, YTO B CTPOUTEILCTBE THe3aa U
OTKJIAJIKe SUI B TeUeHHe dTHUX JIeT YUacTBOBAaJIa OQHA M Ta Ke caMKa.

Ha ocrarke mepeBsHHOI cBay OT mpudyaJia, crodiei B nmporoke Cesep-
HOI JIBMHBI B IIPUTOPOSHOM 30HE, Ha BBICOTE 0ojiee 2 M OT IIOBEPXHOCTU BO-
JIBI CH3bIe YaMKK IHe3IUJINCh B Teduerue b jier (2014-2018) (puc. 8).

Puc. 8. I'mesao cusoit watiku Larus canus ¢ IITeHIIAME Ha CTAPOM ACPEBAHHOIL CBac
B mpotoke Ceseproit Apunbl. 11 urons 2016. @orto aBropa.

['He3mo cuaoit yaliky Ha COWJIEHHBIX CTBOJIAX MBBHI HA Kpar MeJmopa-
THBHOM KaHAaBBI Ha BhIcoTe 1.2 M oT 3emuu a Hameésa 6 umoua 2005. B raes-
Jie HaxXoauJIach KJIajaKa U3 3 Sull.

19 mas 2018 B 1meHTpe ApxaHreabCKa B IIapa CHU3BIX YaeK 3aKOHYHJIA
CTPOUTEIBCTBO THe3a Ha BepIIUHE Kejie300eTOHHOTO CTOoJI0a YJIMYHOTO
ocBelleHus Ha BeicoTe 8 M oT 3emun (puce. 9). OnHaxo yepes 8 mHeil rHe3/I0
ymaJio IIpu cHJIbHBIM BeTpe. 31 masg 2018 B mpuropojHoii 30He s HAIIIE
THE3I0 CU30I YalKy Ha Ke1e300eTOHHOM KOHCTPYKIIMHM Ha BBICOTE 3.5 M OT
sevun (puc. 10). Camra Hacu:kuBaJsIa KIAOKY U3 3 SHII.

['He3moBaHmMe cu30¥ Yaliky HA PA3JIMYHBIX CTOJIOAX, TOPIIAX ITHEH, CJIO-
MaHHBIX BEepHINHAX JIepeBbeB, TOPUYANINX M3 BOJBI ITHIX HEOTHOKPATHO
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onuceiBasiock B gureparype (Corumro 2002; Yepeuror u ap. 2014; Ille-
neab, Marseesa 2014; IOguu, ®upcosa 1988; u 1p.).

Puc. 9. I'uespo cusoit watiku Larus canus Ha 6GeTOHHOM CTOAGE B LIEHTPE APXaHICABCKA.
20 masn 2018 (caesa), 25 maa 2018 (crrpaBa). Poro aBTOpa.

Puc. 10. I'nesao cusoit waiiku Larus canus Ha GETOHHOM COOPY/KEHIH
B IIPUTOPOAHOH 30He Apxanreabcka. 31 mas 2018. ®oro asTopa.

I'mé3ma, pacmoJioskeHHBIE Ha HEOOBIYHBIX CyOCcTpaTax aHTPOIIOTeHHOI'O
nponcxosxaeHns. K HeoOBMHBIM cyOcTpaTaM aHTPOIIOTeHHOTO IIPOMCXOMK-
JIeHUs IJI IIOCTPOMKHN THE3 s OTHOIIY CJIeayolnue: 1) Kydu CTPOUTEIHLHO-
ro Mycopa B IIeHTpe ropoaa; 2) Kydu XBopocTa (CpyOJIeHHBIX KYyCTOB HB) IIO
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OeperamM MeJMOPATHUBHBIX KAHAB HA OCYIIIaeMBbIX IIOMMEHHBIX JIyrax IIPHUIro-
POSHOM 30HBI; 3) KOMIIOCTHBIE KYYHM HA CaJ0BO-OMOPOIHHYECKUX YyUYACTKAX;
4) cTora MW BaJIKK ceHa (COJIOMBI) HAa OCTPOBHBIX Jyrax. Cuable yaiikm
yCTpamBaJId THE3OA W HA IPYTHUX HEOOBIYHBIX CyOCTpaTax aHTPOIOTEHHOIO
IPOMCXOKIEHNS — Ha BBICOKHUX IIITA0EJIAX OPoB, Iasamomux opésuax (Cor-
HukoB 2002), kyue nepeBauHbxX Amukos (lepraamu 2009).

Ha kyue crpouTesbHOro Mycopa psaaoM ¢ KOTJIOBAHOM C BOJIOM B IIEHTPE
ApxaHresabcka raes3 o cu3oil yaky g Hamésa 7 moug 2018 (puc. 11).

Puc. 11. I'mesao cusoit waviku Larus canus Ha Kyde CTPOHTEABHOIO Mycopa
B ieHTpe Apxanreabcka. 15 nrons 2018/ @oro aropa.

Puc. 12. Moaoasie cussie watiku Larus canus, HIOKUHYBIIIIE THE3AO.
enrp Apxanreabcka. 13 mroas 2018, @oro aBropa.
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I'HesmoBaHmMe cu30# Yaliky HA Kydax XBOPOCTA, CTOTaX M BaJIKaxX CeHa
HAa IOMMEHHBIX ¥ CEHOKOCHBIX JIyrax B IIPUTOPOIHOM 30He ApXaHTreJIbCcKa, a
TaK:Ke Ha KOMIIOCTHBIX Ky4Yax B CAJ0BO-OTOPOIHBIX TOBAPHUIIECTBAX MBI OT-
MedvaJId IIocjieJHuXx 12-16 jeT, Korga 3aech HaliJIeHo W OIIMCAaHO 6 THES.

I'mésma cusoil valiky Ha %eJie300eTOHHOM CTO0JIOe, KPBIIIax 5-aTaskHOIo
JoMa U JepeBSHHOIO capasi, a Takske Ha Kydye CTPOUTEJTHHOTO Mycopa B
meHTpe ropoga B Mae-utoHe 2018 roga Haxomuauchk Ha miomanu 0.7 ra psa-
JIOM C KOTJIOBAHOM, BBIPBITHIM JIJISI CTPOUTEJILCTBA 3MaHUA U 3aII0JTHEHHBIM
Bogoii. CTpouTesbCcTBO OBLIO 3aMOposKeHo Oosiee 10 Jier Has3az, W Oropo-
JKeHHasI TePPUTOPHUsS CTPOMKHM IIyCTOBAJIa M He mocelraJjach Jooabmu. Ha-
au4yre BOOoEéMAa B palioHe T'He3JOBOI0 yYacTKa — HEIIPEeMEHHBIM YCJIOBHE
IIJIS THe3goBaHuA cusoit vaiiku. [losTomy mmouTu Bce THE3IA OBLIM IOCTPOE-
HBI Ha BOJOEMAaxX WJIN HeJaJIeKo OT HUX, B TOM YHCJIe B B IIeHTPe Topoaa.

W3 yeThIp€X rHE3N CU3BIX YaeK, IIOCTPOEHHEBIX B IIeHTPpe ApXaHTeJbCKa
B 2018 romy, ogHO yIIaJio co cTojida B Havaje KiIagku. McTopuio ocTaBIINX-
CsI TIOJTHOCTBIO TIPOCJIEAUTH He yIaJIoCh, OJHAKO 13 MI0JId B parioHe THE3M s
HAaIIEJI KPYIHBIX, eIlé He JeTaIINX MOJOIIX Yaek (puc. 12).
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Bbonoruaa kambimeBka Acrocephalus palustris -
HOBEIHN Bug payHsl Poccuiickoro Jlaapaero BocTtoka
u IIpumopcrkoro kpasa

B.Il.Illoxpun, A.A.Peapkun

Banepuii Ilasnunosuy Illoxpurn. ®I'BY OobennnenHas nupekiysa JIazoBCKoOro rocyapcTBeHHOIO
IIPUPOIHOTO 3aTOBEIHUKA W HAITMOHAJIBbHOTO Imapka «308 turpa». Y. lleurpansuas, 1. 56,

ceto Jlaso, paientp, Ilpumopcrmit kpaii, 692980. Poccus. E-mail: shokhrin@mail.ru

Apocnas Anopeesuu Peovrun. 3oosormueckuit Mmyaeit MOCKOBCKOT0 TOCYIapCTBEHHOTO YHUBEPCUTETA,
yi1. Bonbmas Hukurekas, a. 6, Mocksa, 125009, Poccus. E-mail: yardo@mail.ru

Iocmynuna 8 pedaxkuyurw 16 Hosbps 2018

BonorHasa, nnm kKycrapHukoBas KaMmbinieBrka Acrocephalus palustris
(Bechstein, 1798) mo pacipocTpaHEHUIO0 TUIIMYHO €BPOIEHCKUN BHU, T'HE3-
OoBasd 4acTh apeaJja KOTOPOro IPoCcTUpaeTcs oT ATJIaHTHUYECKOro OKeaHa 10
BOCTOYHBIX oOJsiacteir EBpomerickoit Poccuu 1 majiee Ha BOCTOK 0 BOCTOY-
HBIX CKJIOHOB ¥ paJjibckoro xpebra (MBanmoB 1976; Cremamsau 1990). B 3a-
naguaoit Cubupu 00JIOTHBIX KaMBIIIIEBOK HAOJII0OIAIM B cpenHeil yactu ba-
pabuuckoii crenn (Pysckmit 1946; Ilykuuckuit 1969) u B okpectHocTssX Ho-
Bocubmpcka (IOnxma 1999; Kyxos u ap. 2009). B 1eom, cBemenns us aTo-
o perroHa O4YeHb CKygHbIe. BosoTHas KaMBIIlIeBKa 37eCh CKOpee penka,
yeM 00BbIUHA, THe3J0BbIe HAXOOKN eIuHUYHEBI. Ha Oo/IbIINX mpocTpaHcTBax
BuJ BooOIe He ooHapy:xkeH (Paoumes 2001). Ecrs mammbie 0o rHe3I0BaAHUNT
9THX IITUIL B OKpecTHOCTSIX KpacHospcka u B 3anoBenuuke «Ctosoe» (Bes-
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oopomos 1971). BosoTHasa kKaMbIlIeBKA IIPUBOIUTCSI KAK OOBIYHAS THE3IS-
miasicsa nrura MunycuHCcKoM KoTsioBUHEL (IIpoxkodreB 1987), Ho 1o apyrum
IaHHBIM, OHA 31ech peaka (Casuenko, Baiikamos 1996). JlokansHO oOuTaer
B Kasaxcrane nu Ha Humxneit Cripmapse. OTmedens! 3ay1€Tel B TypKEMeHHIO.
Sumyer B IOro-Bocrounoit Acdpure (Msamos 1976; Cremamsu 1990). Ha
BocToke EBpasum oTOT BU paHee He PEerucTPHUpPOBAJIH.

Brepsoie g IIpumopckoro kpass 26 centssopsa 2018 B3pocsIblil camelr
00JIOTHOII KaMBINIEBKH (CM. PUCYHOK) OBLJI ITIOMMAaH MayTHHHOMN CeThbI0 Ha

mobepesxbe fAmorckoro mops B JlaszoBckoM 3amoBemHHKe, B JOJIMHE PEKU
[Ipocémounoit (43°01' c.mm1., 134°07' B.11.).

Bspocastiit camerr 60A0THON KambIteBky Acrocephalus palustyis.
AasoBckuil 3aoBeaHuK, Peka [Tpocéarounasn. 26 cenrabps 2018. Poro B.IT.Ioxpuna

Mecto oT/I0Ba paciioyiarajoch B 3apPOCJISX IIOJBIHH, ¢ HEeOOJIBIION IIPH-
MeChI0 TPOCTHHKA U IIAIIOPOTHUKA-OPJIAKA. PasMephl MOMMAaHHOM IITHIIHI,
MM: IJUHa KpbLiaa 66.0, namHaa xBocta 54.5, miamHa 1eBku 22.0, niamHa
KJIIOBA 110 KOHBKY 11.0, qiimHAa KJIIOBA OT IIepeaHero Kpasd Ho3apu 7.9, miiu-
Ha BePINMWHBI Kpbl1a (pasHUIla B JJIMHE IIEPBOCTEIIEHHBIX M BTOPOCTEIIeH-
HBIX MaxoBbBIX) — 19.3. macca Tesa 12.8 r. Iltuiia Obly1a BHEIIIHE 3I0POBOI,
MMOABYMIKHON M MOBOJIbHO ynurauuoi (7 0asmoB u3 10). 3HaunuTeIbHOE KO-
JIMYECTBO IIOJKOKHOTO KHUPA OTMEYEHO U IPU BCKPHITUU.

Asmopui sbipasicaiom baiazooaprocmeb B.H. Medsedesy 3a uszomossienue mywku nmuubl,
Komopas 6viia 0denoHuposara 6 3oon02uveckuli myseii Mockosckoeo ynusepcumema npu noo-
Oepoicke epanma Poccuticko2o nayunozo gonoa «Hayurbie ocro8bl c030aHUA HAUUOHATILHO20

Pye. oprumon. scypr. 2018. Tom 27. Dkcrpecc-soirryck Ne 1696 5673



banka-deno3umapus sHeusvlx cucmem» (epanm Ne 14-50-00029). Yacms pabombt, 8binoJiHeHHAS
A.A.Pedvkunbim, 8biNOSIHEHA 8 PAMKAX 2ocyoapcmeennoli memvi AAAA-A16-116021660077-3
«Tarxconomuueckuil u 6UOXOPOSIO2UMECKUTL AHAIUS HCUBOMHO20 MUPQ KAK OCHO8G U3YYeHUS U
COXPAHEHUS CMPYKMYPbL OUOSI02UUECK020 PA3HO0OPA3UN.
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O zanérax erunerckou nanau Bubulcus ibis
u Bl Botaurus stellaris B IkyTun

H.B.Cadouosa, M.B.Bragumupiiesa

Hamanwvsa Bradumuposrna Caghornosa. I'ocymaperBeHHOE OI0mKeTHOE yUupeskaeHre Peciry0MnKaucKmi
3oomapk «Opro-Jloiay» Munucrepersa oxpausl npupoasl Pecyboimkn Caxa (AxyTus).

Viuna Ceepasiora, a. 14, Axyrck, Pecnyosuka Caxa (Axytusa), 677005, Poccus

Mapus Bcesoniodosna Bradumupuesa. enepaibHoe TocyIapCcTBEHHOE YUpeskIeHe HAYKT
NucruryT 6moorundeckux mpobdiem kpuosuto3ousl CO PAH. Ilpocnexr Jlenuna, a. 41, AxyTck,
677980, Poccusi. E-mail: sib-ykt@mail.ru

Iocmynuna 6 pedaxuyuio 15 noabpa 2018

3asereBiada erunerckad uamniasg Bubulcus ibis HabmoODanmace B cele
Xamnrarai#i B Axytuu (61°46'39" c.mr., 129°47'09" B.4.) B mepuo ¢ 25 Mas 1o
mmepByio mosoBuHy uioHs 2017 roga. OguHOYHAS IITHUITA TOSIBUJIACH BO JBOPE
*KMUJIOTO JOMa M TIOCTOSHHO Jiep:KaJiach BOJHM3W KOpPOB, OOHapy:KHUBas, Ta-
KM 00pa3oM, cliernuIHbIe BUAY HAKJIOHHOCTH, OTPA'KEHHEIE B €€ Hay4-
HOM Ha3BaHUH (M3BECTHO, UTO €TUIIETCKAsS IAILJISA YaCTO COIPOBOKIAET IIa-
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CYIIUMCSI KPYIIHBIN poraThiii ckoT — J:xamupaoeB 2011; Pesanos, Peszanos
2013). Ha npotsskennu XX Beka erHIIeTCKAas AT PACIIMpsia CBOI ape-
aJI, I3BEeCTHBI e€ 3aJIEThI JaJIeKOo 3a IIpenesibl ocHoBHOro apeasia (Voisin
1991; l:xamupsoes 2011).

[TosaBierne OoJibioit Beiiu Botaurus stellaris 3aperucTpupoBaHo 0113
mocénka Yorxypmax (70°31'01" c.mr., 147°45'27" B.;1.) AnI1auXoBCKOro paiio-
Ha Pecny0nmku Caxa B xoniie aBrycra 2018 roga. Iltuiia otmeuena cuas-
et Ha oopeiBrcTOM Oepery pexu Munurupku. B Axyruum sToT Bua pacmapo-
CTpAHEH B IOMKHON M IeHTpaJIbHON YacTu, Ha JIeHo-AMIruHCKOM MesKIype-
Ybe MHOTOYMCJIEH; ero IIPOHHMKHOBEHMEe HA CeBep OTMedYaJsioch paHee He-
croJibKo ceBepHee 65°c.r. ([errapés 2007). K.A.Bopoonés (1963) ymommu-
HaeT, 4YTO JIUIIH 110 peKe fHa BBIIb JOXOIUT 10 68-ii IapaJsiiemn.
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Kpacuonoruii uouc Nipponia nippon
Ha peke Turposoii (IIpumopckuii Kpaii)
B.K.Paxunuu

Bmopoe uzoarnue. Ilepsas nybrurayus ¢ 1976*

B paiione xaroua 3axapoBckoro B 54 kM BBepx 110 pexe Curia (HblHe pe-
ka Turposas, mpaBbrii HpuToK peku [laptusamckas — panee CyuaH) jeToM
1937 roga ObBLI oTMeYeH OOMH KpacHoHoruit nouc Nipponia nippon. U3
I0’KHBIX paitioHoB IIpuMopbsa mOMCHl IPOHUKAIN CIOIA, 3aJeTas BI0JIb MOP-
CKOI'0 II00epe:kbs Ha ceBep.
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* Paxmma B.K. 1976. Kpatkwme coobmenus o kpacaonorom ubuce / Tp. Orxcrozo sanosednura 13: 15.
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