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Pon Pyrrhula Brisson, 1760: ¢oyHKIIIIOHAJIBHOE
Ha3HavYeHUue, 0CO0eHHOCTH popMUPOBaAHUS
CTPYKTYPHI 1 OKPACKH OII€PEeHUA

B.E.UBymkuH

Baoum Eseenvesuu Heywrun. Upryrcrasa obaacTHasa o0IMeCTBEHHAS OPTaHU3aIIA A
enTp momormu xuBoTHBEIM «300rasiepes». Yi. Baiikansckas, a. 54, UpryTcxk,
664022, Poccus. E-mail: pyrrhula@mail.ru

Iocmynuna 6 pedaruyuio 29 uons 2021*

Pox Pyrrhula Brisson, 1760 o0beguHseT OJIM3KOPOICTBEHHBIE (DOPMEBI
OTHUIl ceMericTBa BbIOPKOBEIX Fringillidae (Passeriformes) m3 Tpéx xopoirro
OTJIMYMMBIX TPYIIII, KOTOPhI€ MOT'YT HMETh TAKCOHOMHYECKUI CTATyC Ha YPOB-
"e moapomos (Voous 1949; Topfer et al. 2011; UBymxuna 2015): Oypbie cHe-
rupu Pyrrhulae brunneae (brown bullfinches), mackossie caerupu Pyrrhu-
lae personatae (masked bullfinches) u yepromnamoussie caerupu Pyrrhulae
nigricapillae (black-capped bullfinches) (MBymxnna 2015). Beero, B 3aBucu-
MOCTH OT CTEIIeHH JieJIeHuA poaa, udBectHo 9-11 sumos, 21-30 dopMm (tmogBU-
JIOB, PA3JIMUUMABIX II0 CEPHH dK3EMILIAPOB). ITO MOHOPHUIETHYECKAS I'PYIIIIa
¢ PeHeTHUYECKOM JucTaHImed BelaesigeMbIxX BumoB oT 1.0 mo 7.5% (Genetic p-
distance between cyt-b haplotype groups) (Topfer et al. 2011).

IIpoBenenme coBpeMeHHBIX OPHUTOJIOTHIECKUX MCCIETOBAHUM JOBOJILHO
YacTo 0as3upyeTcs Ha 3HAHUM TOHYAUIINX (PU3HUOJIOTUUECKUX MEXaHU3MOB,
IIPOUCXOIAIINX B OprauuaMe ITUIllbl. MHOTHE 3aKOHOMEPHOCTH 9KOJIOTUU U
IIOBeJIeHUS IITHUIL 3aBUCAT OT XapaKTepa IIPOX0:KISHUI 9TUX IPoIeccoB. Tem
He MeHee, B 0TeUeCTBeHHOM HAayIHOI JIUTepaType OUueHb MaJIo HHQOPMAaITUU
0 HOBEHUIIHNX JOCTHKEHUAX MHUPOBOI HAYKH BO MHOTHX 00JIACTSIX II0J00HOTO
poaa MCCIeIOBAHUM, IPAKTUYECKN He BBIXOISAT 0030PHBI, 4 €CJIM KTO-TO HU3Y-
YaeT 9TU IIP00JIeMBI, TO TOJILKO II0 Y3KUM HalrpaBjeHusaM. Ha mauxbiit mo-
MEHT OJHOM 13 3a0BITHIX, HO He MeHee BAKHBIX TeM HaYUHBIX MCCJIeT0BAHMM
CTaJIO U3yYeHUe OIIePEeHUS IITHUII,

Hasuadyenune u pyHKIIMOHAJIbHBIE 0COOCHHOCTH N3MEHUYNBOCTUA CTPYKTY -
PBI ¥ OKPACKH IIepa, PU3NOJIOTHUYECKHe MeXaHHU3Mbl POCTa, (pOPMUPOBAHUS,
CMEHBI U IINTMEHTAIINHU [IePheB, 3aBUCIMOCTD dTHX IIPOIECCOB OT BHEITHIX
(paxTOPOB 1 COCTOAHMS IITHUIILI — BCE 9TO AaKTUBHO HCCJIeqoBaIoch B Poccun
elré B Hauayie XX Beka. VIMeHHO JOCTHIKEeHUSI COBETCKUX YUEHBIX CTAJIH OC-
HOBOM, HA KOTOPOU HPOJIOJIKAEeT Pa3BUBATHCA 9TO HAIIpaBJIeHHEe B MUPOBOM
"Hayke. OmHaxo B coBpeMeHHOM Poccruy pe3yabTaThl OOJIBIITMHCTBA 9THUX HC-

* IIpomosxenme 0630pa MaTEPUAJIOB IT0 M3yYECHUIO IIpeacTasuTesei poga Pyrrhula. Ilepsas mybiauramus 6eLia B
2015 rogy (MUsymruua 2015). Bropoit TemaTuyecKkuii 0JI0K COCTOUT M3 TPEX YacTell, HepBYI U3 KOTOPBIX IIPEACTABIISET
HACTOAIIAS IIyOJTUKATIVS.
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CJIeJOBAHUH M3BECTHHI TOJIBKO B Y3KUX KPyTrax, a B 00IIEJOCTYIIHBIX CBOIKAX
ouu u3JioskeHbl oueHb KpaTko (Ilynpouna 1940; Byrypauna 1941; Uabpudés u
np. 1982; Jzepsxuuackmit 2005; Gill 2007). Kpome Toro, 3a mociiegHee Bpems
IIOSIBUJINCEH HOBBIE JaHHBIE, KOTOPhIe HE00OXO0IMMO YUNTHIBATH IIPH ILIAHUPO-
BaHHUU U IIPOBEIEHUN JaJIbHEHIINX UCCIIeIOBAHMI.

Bcé a0 cTamo mpruurHOM TOT0, YTO A1 O0bACHEHUS CyTHU IPOUCXOMK IS HI S
1 XapakKTepa 0COOEHHOCTEeH OKPACKU OIIePeHUs Pa3HbIX POPM CHETHPEH II0-
TpeboBaJIOCh HAYATH M3JIOMKEHIe MaTepuasia ¢ JOBOJIBHO II0IPOOHOro 063opa
Bcex (popMHUPYIOIINX KX mporieccoB. IIpu aToM paccmorpene ocobeHHOCTeH
OKPACKM JIF0OOTO BHA IITUIL HE MOYKeT OBITH IIOJIHEIM 0e3 yuéTa UX CHCTEMBI
BOCHPHUSTHSA I[BETA, CHJIBHO OTJIMYAOIIEICSI OT TAKOBOM y UeJIOBEeKa-HCCIIe-
moBatesisg. Tak ske moTpebdoBaIoCh 00bsICHEHEe OCHOBHBIX IIOHATHHN 1 BapHu-
AHTOB UX IIPHUMEHEeHU B 3apyO0esKHOM JiuTeparype, moroMy uto B Poccun 1o
CHX IIOp He CYIIECTBYET O0IIeyIIOTPEeOMMOI T€ PMUHOIOT ],

ITogpobHoe paccMoTpeHne BOIIPOCOB ¢ HEKOTOPBIM YIJIyOJIeHIeM B pery-
JISTOPHBIE IPOIIECCHI IBIJIOCH PE3YJIbTAaTOM TOI'0, YTO CHETHPH MCII0JIb30BAJICS
B KavecTBe MOJEJILHOTO BUAa B U3YUEHUU PANA (PU3UOJIOTHUECKUX IIPOIIEC-
COB, CBOMCTBEHHBIX OOJIBIIHMHCTBY IITUIL. JTO CTAJIO BO3MOKHBLIM OJIarogaps
IPUHITAITAAJIBHBIM 0CO0€HHOCTSIM, OTJIMYAIOITM OOBIKHOBEHHOTO CHETHUPS
Pyrrhula pyrrhula ot npyrux BhIOPKOBBEIX. Kak IIMPOKO pacopocTpaHEHHbBIH,
MeCTaMHU Jayke MHOTOUYMCJICHHBIA BHUO C IPKOM BHEIIHOCTHIO W CIOKOMHBIM
HPaBOM, CHETHPE OBLJI IIPEIMETOM MHOIOBEKOBBIX TPATHUIINHI B O0JILIINHCTBE
eBPOIIEMCKUX CTPAH, I'Jle CYIleCTBOBAaJIa KyJIbTypa IO ero OTJIOBY, COOe pKa-
HMIO, O0yUYEHII0, a 3aTeM U pa3BedeHuio. B pe3ysibTaTe aToro Bce 0COOEHHO-
CTH OKPACKU CHerupei, HaunHas ¢ Pa3JIMYHBIX OTKJIOHEeHUH 10 IIPOIIeCCOB
IIPOXOKIeHUS JIUHbKY, ObLJIM M3BECTHHI JOBOJBHO JaBHO. OMHAKO 9T 3HA-
HUS He JaBaJId OTBeTa Ha OCHOBHEIE BOIIPOCHI: IOUEMY TaKHe Pa3JIuYnsd Cy-
IIIECTBYIOT, C YeM OHHU CBS3aHBI H B pe3yJIbTaTe Yero 00OBIKHOBEHHBIE CHETHPH
Takue 0COOeHHEIE.

Bosbmiasa vacts nHpoOpMaIinm, IIPUBOANMA Jajiee, B3sITa U3 OIIyOJIHKO-
BAHHBIX MCTOYHHUKOB. 34 UCKJIIOUEHIEM HEeKOTOPBIX KOMMEHTAPHEB, a TAKKe
OIIMCAHMS CTPOCHUS 1 XapaKkTepa IUTMeHTAIINN IIOKPOBHEIX IIePheB PA3HbBIX
BHUOB CHETHpPel, OCHOBAHHBIX Ha COOCTBEHHBIX HMCCJICIOBAHUAX U IIYyOJIIKY-
eMBIX BIlepBble. MaTepuaJs oI aHaIu3a coOpaH B XOJe II0JIeBBIX HCCJIEI0-
BaHHUH 1 pa00THI C CAMBIMI KPYITHBIMU MY3€HHBIMH KOJLIeKImamMu Poccuu u
YKpaunb! O1aromapst J100€3HOCTH UX XpaHUTEeIeH .

1. ICTOPUA N3VUYEHUA ONEPEHUA CHETUPEN

N3yuenno MOKPOBOB IITHUII, HAMOOJIEe CIOKHO OPTaHHU30BAHHBIX CPEIH
BCEeX IT03BOHOYHBIX JKMBOTHBIX, TIOCBSIIEHO MHOKECTBO HCCJIEIOBAHUI B Te-
vyenne nocemaaux 200 jger. Ho sums ¢ cepenuunl XIX Beka crasio dpopMupo-

* Bosiee moapo0HO MATEPUAJIBI M METOBI Oy IyT OIMMCAHEBI B ITOCJETHEN (TPEThell) 4acTh IMyOJIMKAIIKA HA 9Ty TEMY.
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BaThCS COBpeMeHHOe IIOHUMAaHUe ITPOIeCCOB, CBI3aHHBIX C POCTOM U ITUT-
MeHTAaIlHeH IIepa ITUIl, 0COOeHHOCTAMU AU PepeHITIaAIINN YaACTeH 1 TPYIIII
IIepbeB B COOTBETCTBUU C UX (PYHKIIMOHAJBHBIM Ha3dHaueHueM. [lo MHeHHIO
MHOTHX HccJiemoBaTesieii, B Poccuu B 9T0# 001aCTH IIPOPBIBHOM MOMEHT IIPO-
n30111€.J1 ¢ BeIxomoMm B cBeT pador A.Il.bormamosa (Borgaros 1858; Bogdanow
1856, 1858), KoTOpHIi BIIepBhIe yKa3aJI HA POJIb IIMTMEHTOB B y4acTHH (POp-
MUPOBAHUA OKpacku mepa. [lepBoe omrcanme cTpoeHns IepbeB CHErups Io-
sseuiock B cepenuie XIX Beka (Frauenfeld 1863).

BonbIoit mHTEpEC K 9TOM TeMe IIPOABHUJICI HEMHOIO II03/THee B HayUHBIX
CTATHAX IIePBOM MOJOBUHEI XX BeKka. PabdoTer o pyxkosozcrsom M.M.3asa-
JIOBCKOT'O CITOCOOCTBOBAJIM CO3/TAHUIO ITeJIOH IITKOJIBI ITI0CIeJoBaTesie u boJjiee
IeTaJIbHOMY U3YUEeHUI0 3aKOHOMEPHOCTEeH pa3BUTHUS IIepheBOro IIOKPOBA U
ero OOHOBJIEHHUS B IIepuoj JUHbKN. Hemasioe BHMMAaHMe B 9THX HCCJIEI0BA-
HUAX OBLIO yaesieHo udydennio caerups (Zawadowsky 1926; Jlapuonos 1928;
Nowikow 1936) 1 BIUAHNIO TOPMOHOB HAa IIPOILECCHI POCTA, IINTMEHTAIINH,
€CTeCTBeHHOI JIMHbKU 1 pereHepalluy onepeHus. B mapaJsiebHbIX uccIe-
JOBAHUAX He 000IIIE CTOPOHOM CHErups 1 ero mJuagiuii opat bopuc, pabo-
taBiuii BMecte ¢ Mapu Poxaun (Zawadowsky, Rochlin 1927, 1928).

Ocoboe MecTo cpeau 3aTUX MCCJIeNOBAHUN 3aHUMAaeT MaJIOM3BeCTHAs pa-
oora Jien [llepemresckn (Schereschewsky 1929), kxoTopas BmepBbIe IIOIP00-
HO OITHCAJIA CTPYKTYPY 9JIEMEHTOB U XapakKTep paclipenesieHus IUTMeHTOB
B KPACHOM IIepe OOBIKHOBEHHOI'0 CHETHPsI, a TAKKe BhICKA3aJIa CBOE MHEHUe
0 BJIMSHHUH Ha 3TOT IPOIlece psAaaa (paKkTopoB.

ITpoMeskyTOUHBIA UTOT 9TOr0 dTAlAa OIILITOB M HAOJIIeHUH OBLI IogBe-
néH B oommupHOM padore A.A.BotitkeBuua (1962), B KOTOPOI OH JeTaJIbHO
OIIHCAJI TIPOIecChl (POPMUPOBAHUS, POCTA M IMUTMEHTAITUU I1epa; PHU3UO0JIO-
THIO 9THX IIPOIIECCOB 1 yYaCTHe B HUX HeHPOHHBIX U 9HJIOKPUHHBIX CTPYKTYP.
IToT TPy ObLI mepeBenéH Ha aHrauiickuil a3bik (Voitkevich 1966) u cran
OTIIPABHOI TOYKOM IJIsI IIOCJEAYIOIINX dKCIIEPUMEHTOB 3a pyoesxom. MmeH-
HO TaM HOSBIJINCH IIPOJOJIKATEIN TAKOT0 Poa MCCAeI0BAHMI, TOrIa KaK B
Poccun orn mpakTHYecKky IpeKpaTHIINCh.

B xonie XX Beka 3aMeTHBIM COOBITHIEM B MHPOBOM HayKe CTAJIU PaOOTHI
TPYIIIBI UTAJBIHCKUX YUEHBIX Toa pykoBogcTBoM P.Ctpanu. OHu «rpomus-
BeJIM PEBOJIOIINI0 B U3yYeHUN KaPOTUHOUIHBIX TUTMeHTOB B mepbax» (Hill
2002), ocobeHHo B 00/1aCTH aHAJIN3a OKPACKU OIlepeHIs BbIOPKOBBIX (Stradi
et al. 1995, 1996, 1997). Ora ke rpymia uccjaeaoBaTesieil 3aHIMAJIACH U3Y-
YeHMEeM COCTaBa 300XPOMOB B II€PHIX CAMIIOB OOBIKHOBEHHOT'O CHETHPSI, II0MH-
MAaHHBIX B IIPUPOE U comepsxamuxcs B HeBoJse (Stradi et al. 2001).

OTmesbHOE HaIpaBJIeHHE COBPEMEHHBIX MCCJIEIOBAHUMN CKOHIIEHTPHUPO-
BAHO B OCHOBHOM He Ha 3HIOTeHHBIX IIPOIleccax, PeryJINPYIX POpMHUPO-
BaHHE U CMEHY OIIepeHUs, a Ha U3yUYeHUN BHEIIHUX UX IIPOABIeHU. Bob-
IIITHCTBO PabO0T TAKoro poga ObLIO HAIIPABJIEHO HA PACCMOTPEHIE IOPSIaKa,
CKOPOCTH M CPOKOB CMEHEI IIephEeBOro IOKPOBA, XapaKkTepa N3MEeHeHUI 9TUX
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IIPOITECCOB B OHTOTeHEe3€e y Pas3HbIX BUJIOB IITHUIL. [loKazaTeIbHBIMU B 9TOM
otHoIeHnu craju padotsl A.Hbiororma (Newton 1966, 1968; Newton, Rothe-
ry 2000), KOTOPBIN Ha OOIIMPHOM MaTepraJsie He TOJIHKO OIIHCaJI BCe 3TH IIPO-
IIeCChl y CHETHpEel, HO M YKa3aJl HA UX OCHOBHBIE 3aKOHOMEPHOCTU 1 0COOEH-
HOCTU BJIMSHHSA HA HUX BHEIIHUX (PaKTopoB. B manpHelileM JaHHbBIE dTHUX
HaOJIIOIeHUH cTaIu 00pas3ioM OJIS IPOBEeIeHMI TAKOr0 Poaa HMCCIeq0BaHMI
C IPYyTUMH BUJAMHU IITHUIIL.

2. CTPOEHUE, ©OPMUPOBAHUE N OKPACKA
ITEPBEB IITNIT

2.1. OyHKIIMOHAJbHBIE 0COOEHHOCTH
CTPOEHHUS U COCTaBa Iepa

B xoxe orTOreHe3a y mTuil (popMUpyeTcs ABa THUIIA HePheB: 3aPOIbIIIe-
BBII IIyX (IIepBHUYHOE I1eP0) neoptile m okoHUaTEIbHOE (Me(PMHUTUBHOE) IIEPO
teleoptile. Y cuerupeii, Kak u y OOJIbIIIMHCTBA IITHUII, IIePhs He PACTYT IIO
BCEMY TeJIy, a PacIiojaramTcsa Ha OnpeaeIEHHBIX yIacTKaX, Ha3bIBAeMBbIX
OTepuausaMu pterylae, KoTopble TpaHUYAT C HEOIIEPEeHHBIMU YYaCTKAMHU KO-
KU — alITepUAMU apteriae.

Omnepenne nTuiibl POpMHUPYET KOHTYP Tesa B3pocsiou ntuilkl. Ero obpa-
3yI0T TOJIbKO BHIMMBIE HapPYy:KHbIE YACTU IepheB, 00pallléHHbIe CBOeH Iop-
3aJIbHOI MMOBEPXHOCThIO K HabsiomaTe o (BoiitkeBuu 1962). Bee mepbs,
y4acTBYOIe B 00pa30BaHUHU (POPMBI ITUIBI HA3HLIBAIOTCA KOHTYPHBIMI
pennae, pennae contorna.

2.1.1. Cmpoernue, cmpykmypa
U XUMUYECKUTL COCMa8 KOHMYPHO20 nepa

TepMmuHOJIOrHA 0003HAYEHHUS CTPYKTYPHBIX 9JIEMEHTOB IIepa JOBOJIbHO
pasuoobOpasua. Ecau B 3apy0es:kHOM JInTepaType JOBOJILHO YaCTO HMCIIOJIb3Y-
I0TCS JIATHHCKNE HAa3BAHUSI, KOTOPBIM COOTBETCTBYIOT YCTOSBIIKNECS TEPMU-
gel (Chandler 1916; Clark 1993), To B pycCKOM sI3bIKE BCTPEUAIOTCS 3HAYMU-
TeJIbHbIEe Bapualny ux npumeHenns (Boiitkesuu 1962; YepHosa u ap. 2004;
Cumnaena, ['opoxosa 2017). JloBoibHO J0JIT0€ BpeMs PyCCKUE TEPMUHEI, IIPH-
MeHseMble K 0003HaYeHHUI0 CTPYKTYPHBIX 9JIEMEHTOB IIepa, UCII0JIb30BAJINCH
0e3 kakux-1uoo Bapuaruii (BoritkeBuu 1962). OgHako Opu paciIupeHun
IPAKTUKN OAPOOHOI0 OIIMCAHIS N3MEHUYNBOCTU CTPOCHUS IIePheB UX IIPHU-
MeHeHMe CTAJIO 3aTPYSHUTEJIbLHBIM, II09TOMY IIOSIBHJIOCH YIIOTpeOJieHre 00-
Jlee KOpPOoTKHUX Has3BaHwuii. TeMm He MeHee, 9TO ABJICHIE 3HAYNTEJIHHO YBEJIH-
YIJI0 KOJIMYECTBO TEPMUHOB, 0003HAYAIOIINX OOHN U Te ke yacTu mepa. Ot-
JIeJbHBIMU HAa3BAHUSIME CTAJI 0003HAYATHCSA Pa3HbIe THUIILI CTPYKTYP OIHO-
ro assemenTa (Yepuona u ap. 2004), a mpobeMa HCIOJIH30BAHUS HEKOTOPHIX
TePMHHOB K HECOOTBETCTBYIOIIM UM PeaIbHBIM CTPYKTYPAM TOJIBKO yCYTY-
ouiaack. Tak, HamrpuMep, CTaJI0 IPUHSITO HA3BIBATH IIPOKCUMAJILHYIO OOPOJI-
Ky BTOPOTO MOPSIKA JIyUOM, a JUCTAJIbHYI0 — 0opomoukoii. O0o3HavyaTh Tep-
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MHHOM «IIEPBIIIKO» W XJIBICTOOOPA3HYIO YaCTh IIYXOBOM OOpPOOKU pennulum
(UepnoBa u ap. 2004) HecMOTpS HA TO, YTO OH YK€ IIPHMMEHSeTCS IIPH OIIH-
caHuH Tomorpaduu Iephes.

Prc. 1. Crpoenne MOKpOBHOTO TIepa CHETHPAL.
1, 10 — omaxaao; 1 — rrepbeBas maacTuHa; 2, 3 — crep:KeHb; 2 — paxuc; 3 — ounH; 4 — AOOaBOYHOE IIEPO;
5 — pamycsr; 6 — paAuycer; 7 — umbilicus inferior; 8 — pacKpbITas 9acTh IEPHEBOM ITAACTUHEL,
9 — HOpMaABHAS ITAACTHHYATASA 30HA 1epa; 10 — myxoBas crpykTypHas 30Ha mepa. Porto aBropa.
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Crapasich Tpuaep:KUBATHCSA KJIACCUIECKON TePMUHOJIOTHUH 1 JIJIsI COKPAa-
IIeHUS HATNCAHUSA Ha3BAHUM, aBTOP UCIOJIB3yeT PYCCKYI0 TPAHCKPUIIITHIO
(a He TIepeBOI, KaK B IPeObIAYIINX padoTax) JaTHHCKIX TepMuHOoB. Hiuxe
IIPUBOISATCS OCHOBHBIE HA3BAHUSA, YIIOTPEOIsieMble Jajiee B TEKCTe, BMECTe C
VX CHHOHMMAMH HA PA3HBIX SI3hIKAX.

Koutypuoe mmepo odpasoBaro oceBbIM crep:kHeM (puc. 1) (scapus; quill;
kiel)*, oT KOTOPOTO HA OIpPEaeIEHHOM YPOBHE B 00€ CTOPOHLI OTXOISAT BETBU
0oJIee TOHKOM CTPYKTYPBI, 00pa3yoIre B COBOKYIIHOCTH ILJIOTHYIO IIJIACTHH-
Ky — ortaxaJio (vexillum, plate; flache). ¥ 1moéTHBIX IIepheB MOKHO BBIIE/INTD
JIBe YACTH 0IIaxaJjia, Paciiojiaraiolinecsi CHMMETPHUYHO: HapysKHAasA JIOIIAacThb
(outer vane) ormaxaJa (vane: vexillum, web, common alternatives, pogonium,
fahne) u BHyTpeHHsa (Inner vane).

Huxuas gacte crep:kHs — ounH (calamus; barrel, tube; spule), mpen-
CTaBJIAET COOOM IIOJILIN IINUJINH/IP, B 3aKPYIJI€HHOM OCHOBAHUM KOTOPOr'o Ha-
xoguTes: yriryosenue umbilicus inferior, BRaooJalolee MOKOAIIMIACA 3a4a-
TOK IIepa cJeaylolleil reHepallii — COeMHUTEIbHOTKAHHBINA cocoueK. Bcé
9TO0 00pa3oBaHMe HAXOOUTCSI B MEePhEBOM CYMKe, IIOKA Iepo IIPUKPEILIeHO B
TeJie ITUIIEL. BepxHssa, Hapys:kHasI, MK ollaXaJdbHas (XOTs 1 MHOIIA JINIIEH-
Hast OOKOBBIX BETBEH) YacCTh CTEPKHA — paxuc (rachis, shaft; schaft), B oran-
Yme OT OBAJILHOI'0 OUMHA, NMeeT YeThIPEXIPAHHOE CeUeHIe.,

B mecTe mepexoma ounmHa B paxuc HAXOMUTCS €IIE OJHO yryIyOJIeHne —
umbilicus superior, OT KOTOPOTO HAYMHAETCSI 00PO3aKa, UAYIIas 10 BePXYIII-
KM CTepskHs. B HEKOTOPHIX CIydasx M3 9TOro yriryOJIeHMsI BBIXOOUT CTEPKEHD
nmobasounoro nepa (hyporachis; aftershaft; afterschaft, nebenschaft). Camo
mobaBouHOe I1epo Ha3wiBaioT hypopenna (afterfeather, hypoptile, accessory
plume) (Clark 1993).

ITo borkam crep:xkHA (paxuca) CHMMETPUYHO PACIIOJIAaramnTcsa 00POIKU
IIepBoro mopsaaka (pamycsel) (rami, eJUHCTBEHOe Yucyio ramus, barb, second-
ary quill; aeste, fiederlamelle, sekundare kiele), KoTopble HeCyT Ha cede CHM-
METPUYHO PACIIOJIOMKEeHHBIe O0POIKY BTOPOTO Hopsaaka (paauychl, JIydm)
(puc. 2) [radii, equucTBeHHOE uncio radius; barbule, tertiary fibers, hook
fibers (= distal barbules) and curved fibers (= proximal barbules); strahlen,
wiedersheim; secundare strahlen, fiederchen, tertiare fasem, hakenfasem
(= distal barbules) and bogenfasern (= proximal barbules)], x KoTopsIM, B
CBOIO OUYepenb, IIPUKPEILISIOTCA dJIEMEeHTHl TPEThero MopsaaKa (XaMyJIyChl)
hamuli, yacTo IpeacTaBJISOIINe OO0 TOJIBKO BEIPOCTHI OPOrOBEBIINX KJIe-
TOK, UMeIoIre (POpMY IIMHUINKOB MJIN KPIOYKOB, HJIN K€ BBITSIHYTHIX BOJIOC-
KOB cilie. B 3aBHCHMOCTH OT CTPOEHHSI BTOPUYHBIX 9JIEMEHTOB Hepa (paguy-
COB), 00pasyercs IIyxoBas U KoOHTypHasa yactu onaxaJsa (UYeprosa u ap. 2004).

* B ckoOKax KypCHBOM IPUBOIATCA HA3BAHUS, JyOIApyIoIIre 00ILIIMHCTBO TEPMHUHOB HA JIATHHCKOM, AHTJIMIACKOM
u HemenkoM a3bikax (Chandler 1916; Boittkesnu 1962; Clark 1993) cooTBeTcTBEHHO yKa3aHHOMY IIOpAnKy. KEcan ma-
JIee B TEKCTe IIePeBOJ TEPMUHA B CKOOKaX He 0003HAYEH KYyPCHBOM, TO TOT[A IIPUBOMUTCS €r0 HAITMCAHHE TOJIBKO Ha
AHTJIMHCKOM S3BIKE.
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Pasmeps! 1 cooTHOIIIEHME 3TUX YACTEH BAPPUPYIOT B 3aBUCUMOCTH OT PAaCIO-
JIOJKeHUA M PYHKITMOHAJBHOTO Ha3HAYEeHU IIepa.

Puc. 2. PacoaoixeHHe CTPYKTYPHBIX 9AEMEHTOB II€pa Ha PAXUCE ITIOKPOBHOIO II€Pa CHETHP.
1 — paxuc; 2 — pamyc; 3 — paAHyCHL, PACIOAAraIOIINECA HEIIOCPEACTBEHHO HA PAXHCE;
4 — paamycsl IepBUIHON OopoAkH (pamyca). PoTo aBrOpa.

CrpoeHne 1 YHCIO TPEThEeCTEeIIeHHBIX CTPYKTYPHBIX 9JIEMEHTOB IIepa IIo-
CTOAHHBI JJIs1 KAsKI0M POPMBI IITHIL X PACCMATPHUBAIOTC MHOTHUME OPHUTO-
JoramMu B KadecTBe BuIOBBIX IIpu3HakoB (Chandler 1916; BofitkeBuu 1962;
Lei et al. 2002; Yepnosa u ap. 2004; Chernova 2005; Cunaesa 2008; @ane-
eBa 2013, 2014, 2015, 2018; babenko, Paneena 2015; Paneesa, badbenxo
2012, 2016a,0, 2017; Cunaena, 'opoxosa 2017; Cunaena, Bapaxcuu 2019).

IIo amaJsioruu c jiomacTsMHu oIlaxaja mepa, AJd ILJIaCTUHBI, 00pa3oBaH-
HOH psagaMu paguycoB (MM XaMyJIyCOB), MHOTAA IPHUMeHsIeTCsI TEPMHUH Ba-
myJie (vanule, ormaxasbiie) (Chandler 1916). Ox ucmonab3yeTcs OIS BhIOeIe-
HUS IIPOKCUMAJIBHBIX HJIN JUCTAJILHBIX JIOIACTel omraxaja pamyca (uau pa-
Iryca), KOTJa OHHM OTJIMYAIOTCS II0 CTPOEHHUIO APYT OT IPyTa.

B saBucuMocTH 0T yCTpoHicTBA 9JIEMEHTOB IIepa, OIIaxaJsio JeJIsaAT Ha CTPYK-
TYPHBIE 30HBI. BBIIeISI0T HeIIoCcpeACTBEHHO IIePheBYIO ITACTHHY Pennaceous
(KOHTYPHYIO HJIX BUAUMYIO YacTh IIepa) 1 IIYXOBYIO ero 4acThb plumulaceous
(CKpBITYIO IpyruMu IIepbamu). IlepbeBas miacTruHa, 0COOEHHO IIOKPOBHBIX
ImepbeB Y BOPOOLHMHOOOPA3HBIX, ITOYTH BCETIa UMeeT PACKPHITYIO B HOPMAaJIb-
HyI0 (MCTUHHYIO) IIJTAaCTUHYATYIO0 30HBI. [lyxoBas — mucTaIbHBIN, ITPOMEIKY-
TOYHBIN 1 0a3aIbHBIN (I11eIk0BUCTEIN) cermeHTRI (UeproBa 1 ap. 2004).

B nmyxoBoit yacTu omaxaJsia KasKIbIF paMyC IMeeT pa3BUThIe PAINYCHI,
TIOYUTH JIUITEHHBIE XaMyaycoB. IIleJTKOBUCTBIN ceTMEHT MyXOBOI YacTH OIa-
XaJia XapakTepu3yeTcs HaJumdnueM 00POIOK IIePBOro IIOPSIgKa ¢ pyIuMeHTap-
HBIMH OOpPOIKAMI BTOPOI0 mOpsaxa (paguycaMu), YTO HHOTOA CBOMCTBEHHO
M PACKPBITOU YaCTU I1ePbeBOM IIJIACTUHHI.
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CTepXeHb
nepa

Puc. 3. CrpoeHue saeMeHTOB Iiepa B mAactuH49aTol 30He (ro: Gill 2007).

Hanuyume 00JIbIII0T0 KOJTHYECTBA 9JIEMEHTOB TPETHETO IOPSAIKA IBJIAETCS
XapaKTePHBIM IIPU3HAKOM JId IJIACTUHYATOM YacTy onaxaJja. Makcumaib-
HOTO Pa3BUTHUA 1 JuQdepeHIInallny OHU JOCTUTAIOT Y CHEerupe B II0JIETHBIX
IepbaX: MAXOBBIX, PYJIEBBIX M UX KPOMOIIUX. B 9T0i# yacTu mepa paguycsl,
pPAacIIoJIOMKeHHbBIe C JUCTAJIbHON CTOPOHBI paMyca — JUCTAJIbHBIE PaguyChl
(y1yum), uiiu 0OpOJOYKH CHAOKEeHBI KPIOUYKaMU, KOTOPbIe, HAKJIAAbIBAasICh
Ha CMesKHBIe 00POIKH — IIPOKCUMAJIbHBIE PATNYCHI (JIyUM), HJINU IIPOCTO JIYUH
coceqHell BEeTKU — BaHYyJIe (0IIaxaJsiblie) CJIeAYIOIIero paMmyca, 00ecIiedunBaioT
IIPOYHOE CIIeILJIEHNE CTPYKTYP IMapaJljIeIbHBIX IIePBUYHBIX OOPOIOK M, COOT-
BEeTCTBEHHO, Bcero ornaxaJja (puc. 3) (BoiitkeBuu 1962; UepHosa u ap. 2004;
Cunaesa 2008; Cunmaesa, 'opoxosa 2017).

HNuTepeceH elé psa CreliiaJIbHBIX TEPMUHOB, XapaKTePU3YIOIIHUX CTPYK-
TYpPY PagnycoB, UMEIOIINX XJILICTOO0Opa3Hyio dopmy (puc. 4). X mpokcu-
MaJIbHYIO YacTh Ha3bIBAIOT JIAMEJIJIAPHOM, nan 6asanbHoi (lamella; base;
anfangsteil). OHa COCTOUT 13 CUJIBLHO BHITIHYTHIX YILJIOMIEHHBIX KJIeTOK. J[11-
cTaJIbHAs YacTh paguyca, 0oJee UM MeHee YTOHYEHHAas U BEITAHYyTasI, Ha-
3pIBaeTcs IeHHyJayM (pennulum; tip; endteil), KOTOPBIHA, B CBOIO oYepeb, 13-
3a Pa3HUIIBI YPOBHA AU depeHITNAI[NN COCTABJISIINX er0 KJIeTOK TaKKe
MOKeT JeJUThCS Ha dactu (puc. 4).
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Puc. 4. Crpoenne nyxosoro pasuyca. 1 — pamyc; 2 — AaMEAAIPHAS 9aCTh PAAUYCA; 3 — Y3EAOK;
3, 5 — CHHINTHAABHBIN KOMIIACKC; 4 — Oa3aAbHBIE (IIPOKCHMAABHBIC) Y3EAKH; 5 — MEKAOY3AHC;
6 — HeHHYAYM; 7 — AUCTAABHBIE Y3EAKH; 8 — TEPMUHAABHBIEC (KOHIIEBBIE) Y3EAKH.

ITo pucynxy S.Bensusen.

OTH TepMHUHBI, KAK IPABIJI0, XapaKTePU3yIOT CTPOCHHE IIYXOBBIX PaIH-
ycoB. ImenHO oHUI, 110 MEHeHIIO psiga aBTopos (Brom 1986; Dove 1997, 2000;
Dove, Koch 2010, 2011), umeroT cBoeoOpa3Hoe CTpoeHMe, 0 KOTOPOMY BO3-
MOKHO OIIpeJiesIeHue IITUIl, UMes eTUHuYHbIe IIepba. Ocodas MeToauKa BhI-
SIBJIEHHUS JaHHBIX 0CO0eHHOCTel 1103BoJiszeT B 97% ciy4daes (n = 658) ycra-
HaBJIHUBATDH IIPUHAIJIEKHOCTD ITHUIIH K KOHKPETHOMY OTpSAny , B 47% ciryuaes
MO2KeT OBITH ycTaHoBJIeH Bua (Brom 1984).

Cy1irecTByerT 11ej10e HaIIpaBJIeHHne OPHUTOJIOTHH, pa3pabdaThiBaoIee Me-
TOIBI OIIPeIeIeHUSI TAKCOHOMHYECKOH IIPUHAIICKHOCTH IITUIL II0 (parMeH-
tam 1epa (Komresies u ap. 1995; Shamoun-Baranes 2002; YepHosa u ap.
2004, 2015; Chernova 2005; Cumaena 2008; Basyes, ['aauena 2009; @ase-
eBa 2013-2018; Maneena, badbenko 2012, 2016a,0, 2017; Cunaena u ap. 2012,
2013; bBabeuxo, ®aneena 2015; Cunaena, ['opoxosa 2017; YUepuosa 2018;
CunaeBa, Bapaxcun 2019). 9T MeTOIBI MCIIOJIL3YIOTCA B IAJIEOHTOJIOTHH,
apXeoJIOTUH, dKOJIOTHH, coboaeHun BoioaHenus HopMm CITES, kpumuna-
JINCTUKE, CyIe0HO0M 1 OMoJIormuecKkoi sxcrepTrax (Shamoun-Baranes 2002;
Yepuona u ap. 2004; I'ynesckasa 2015).

OcobeHHOCTH YCTPOMCTBA IIyXOBBIX PAJNYCOB Y IITHIL 3aKJIIOYAIOTCSI B H3-
MEHYHBOCTH UX (POPMBI, TUTMEHTAIINN Y3JI0B 1 MEKI0Y3JIUN UX IeHHY Iy -
MoB. @opMa 1 pasMepsl Y3JI0B MOTYT OBITH OQUHAKOBEIMH HA BCEM IIPOTSIKE-
HHUH pagruyca, MeHSIThCS B JUCTAJHLHOM HaIIPaBJIEHUU UJIM Pa3IMJaThCS Ha
Pa3HBIX CTOPOHAX paxuca. Y 3JIbl pacCIpeIessaioTCs II0 PaJuyCcy MHOTIA pPaB-
HOMEPHO, MHOTIa HAaXOOATCSI TOJIBKO Ha eT0 KOHIIe MJIH OJIMsKe K OCHOBAHUIO.

IIpu paccmoTpeHM BUAOBBIX 0COOEHHOCTEH B CTPOSHUH IIEPHEB YaCTO 00-
paIraoT BHUMAaHNEe Ha HAIpaBJIeHHe, KOJHUYeCTBO U OPMY OCOOBIX BOPCH-
HOK — BuyLIycoB (villus) (puc. 5), pacmosaramomuxcesa Ha 0a3aJbHBIX YaCTIX
paguycoB. Tak ske oTMeuaeTcss KaMEeHUYNBOCTD JJINHBI PAIHIYCOB U IIJIOTHOCTH

* B ocrambHEIX 3% BEIOOPKH OIpeeIeHIe 0CTAI0Ch COMHUTEILHELIM TOJIBKO IIOTOMY, UTO JJIS HICHTA(MUKAIIMI OBLIO
HeJIOCTaTOYHO MaTepuaJa.
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pacmookenns y3Ji0o8 Ha 1 MM giuHb! (Brom 1986; Dove 1997, 2000; Dove,
Koch 2010, 2011).

Puc. 5. Pacnoaoxenue u dpopma Buaaycos (1) Ha 0a3aAbHBIX 9aCTAX paAuycoB (2)
ITyXOBOI 30HEI IIOKPOBHOTO 1epa cuerups. PoTo apropa.

Buyrpennee ycTpoiicTBO Iepa U PHUCYHOK KYTHKYJIBI TAKKE MOTYT HMETh
BusioBBIe ocobenHocTr (BoiitkeBru 1962; Chernova 2005; Cuiiaesa, Bapax-
cua 2019). CrepsxeHb 1 OOPOIKH IIEPBOro IIOPSAKA 00Pa30BaHBI KJIETKAMU
TPEX POIOB, PACIIOIATAIOIINXCI XOPOIIIO PASIUINMBIMI CJIOSIMHU: II0OBEPXHOCT-
HBIF CJION, UM KyTHUKYJa cuticula; KOPKOBBIHM, NI KOpTeKe substantia fib-
rosa 1 Mo3roBoit substantia medullaris.

Kyruryia cocTonT 13 0poroBeBIINX ILJIOCKUX KJIETOK anuTeans. Kopko-
BBIH CJIOHM HpPeACcTAaBJIEH ILJIOTHO CIIASBIINMICS BEPETeHO00PA3HBIMU 1 CHJIb-
HO YILTOIIEHHBIMA KJIETKAMM, & MO3TOBOM — MHOTOI'PAHHBIMY KJIETKAMH Pa3-
HOT'0 pa3Mepa, IO0JIOCTH KOTOPHIX 3aIloJIHeHbI Bo3ayxoM (BoifiTtkeBuu 1962).
CytrecTByeT IMHpPoOKasa raMMa IIATOJOIMYECKUX BaAPHAIINH I KaKI0r0 13
TPEX pomoB KJeTok (BoiiTkeBuu 1962).

B mociename roasl moABUIICA PEBOJIIOIMOHHBIA METOI M3yJYeHHs BHYT-
PEHHEro CTPOEHUS CTePIKHS 1 00POJIOK IIepa, OUUIIEHHBIX OT CBSI3BIBAIOIIETO
UX CTPYKTYpHBIE aJieMeHThI KepatuHa (Lingham-Soliar et al. 2010; Lingham-
Soliar 2015, 2016). Oxa3ayoch, YTO KOPKOBBIM CJION MMeeT 0oJiee CJIOMKEHYIO
CTPYKTYPY, YeM IPeaCTABJISAIOCH paHee, COCTOAIIYI0 M3 HeCKOJbKHX CJIOEB,
00BbeIUHEHHBIX B IIyYKH BOJIOKOH, II0 CTPOEHMIO ABJISIOIINXCSA aHaJIOIOM IIeH-
HYJIYMOB IIYXOBBIX PaJHyCOB BHIOCIEIIMPUIHON (POPMBI. ITH IyYKH B OC-
HOBHOM PacCIoJIararTcsa BAOJIb JJIMHHON OCH paxica WM paMyca X OII0JI-
HUTEJILHO (POPMHUPYIOT KOJIbIIeBbIe (BOKPYT MO3TOBOIO CJIOSI) M JasKe Iepe-
KpeIleHHbIe CJION BOJIOKOH, 00pa3ys TakK Ha3bIBaeMbIN SIIHKOPTEKC (BIOJIb
OOKOBBIX IIOBEPXHOCTEH CTeP:KHA WK mepBudHoi 6opoaxn) (Lingham-Soliar,
Murugan 2013; Lingham-Soliar 2015) (puc. 6).
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Puc. 6. Buyrpennee ycrpoiicro crepixua (paxuc) 1 OOPOAOK Iiepa.
1-3 — caom kaerouHBIX KOMIIAEKCOB. [To: Lingham-Soliar 2015.

CBsspIBaHre TAKUX CTPYKTYPHBIX 3JIEMEHTOB MEKIY COOOM IIPOMCXOIUT
3a cuéT POPMHUPOBAHUS BHYTPH IIIHIPMAJILHOM 000JI0UKH IIePheBOro (poJI-
JIHUKYJIa CHeINaJIu3UPOBAHHEIX KIeTOK — KepaturonuTtoB (Wu et al. 2015;
Alibardi 2016; Bostwick 2016). Ouu ObICTPO PA3ZMHOMKAIOTCS U 3AII0JIHIIOTCS
KepaTHHOM, KOTOPBII 3aTE€M BBIIEJISIETCSI B MEKKJIETOYHOE IIPOCTPAHCTBO
MEKIY IIyIKAMI PaJHIyCoB M KJIETKAMH MO3TOBOIO CJIOS, IIPOYHO CKPEIL/IAs
ux roauMepom (kepatuaoM) (Lingham-Soliar 2015). O0paaymoIasacsa CTpyK-
Typa CUJIbHO HAIIOMHHAET YCTPOMCTBO COOPY:KeHUI M3 0eTOHA, YCUJIEHHBIX
apMaTypHOU PEeIETKON.

OcHOBHEBIE CBOMCTBA IEPHEB COBPEMEHHBIX IITHIL CBI3AaHEL ¢ PyHKIIHEH
mosaéra. Jlasg aToro Kaskaas 4acTh Iepa JoJIsKHAa OBITH JIETKOM U IIPOYHOIHI,
MMeTh He0OXOIUMYIO CTeIIeHb KECTKOCTH MJIM BBICOKYIO 3JIACTUYHOCTD JIJIS
COIPOTHUBJICHUS U3HOCY U IMOBPEMKICHUAM B COOTBETCTBHH C BBHIIIOJIHAEMOI
ero posbio (Stettenheim 2000). MmenHo aT0 mocTuraercs 3a c4éT pusmude-
CKHX CBOMCTB KEPaTHUHOB.

B pamrax BumoBoro pasHooOpasus MO3BOHOYHBIX KMBOTHBIX KePATHUHEI
IITHIL OTHOCATCS K JBYM IIPUHIIUIINAJILHO PA3JIMYHEIM CTPYKTYPHBIM (dOpMaM
(Astbury, Beighton 1961; Bostwick 2016). Anbda-kepaTuHsl (CIIIpaILHON
BTOPUYHOM CTPYKTYPHI, PHC. 7) BCTPEUYAIOTCS ¥ BCEX II0O3BOHOUYHBIX, BKJIIOYAST
vegoBeka. OTHOCUTEILHO THOKME, OHM BXOJAT B COCTAB KOKH, IIIEPCTH 1 KOT'-
Tel MiekonurapIinnx. bera-kepatursl (CBOeOOPA3HOM CKIATIATON CTPYK-
TYPhI) YHUKAJIBbHEL IJI PeOTUJINN M IITUII, KaK IIPABUJIO0, 00jee KECTKIE U
IIPOYHBIE, OOHAPYKEHBI B Uelllye, KOI'TIX, KJIBe U Hepbsax. PasHbie vactu
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Iepa CoCTaBJISIOT CMECU JBYX THUIIOB KEPATHUHOB, OJHAKO UX pasHooOpasue u
COOTHOIIIEHUE Yy IITUII II0-IIPeKHEeMY MaJIo U3ydeHo. Tak, HalrpuMep, TOJILKO
y Kyp OBLIO MIeHTHPUIIMPOBAHO IIATH II0ACEeMeICcTB f-KepaTHHA 0 reTepo-

TeHHOCTH II0CJIeJIOBATEIFHOCTA U TKaHecIleluguyieckoii sakcupeccuu (Wu et
al. 2015).

Puc. 7. Crpykrypa keparunos (rmo: Bostwick 2016).
A — TpernyHas CTPyKIypa KepatuHos; b — B-yuacrku; C — a-yuacTkm.

AMMBHOKMCJIOTHEIE COCTABBI KePaTUHA B OIIEPEHUH PA3HBIX OTPSI0B IITHI],
VIAUBUTEJILHO IIOX0KIM. AHAJOTMYHO, Y BCEX BO3PACTHBIE PA3JIMYNI B aMHUHO-
KHCJOTHBIX COCTaBaX IIepheB OKa3bIBalTCA HedHauuTeabHbIMU (Murphy
1996). Tem He MeHee, [f-KepaTHUHBI IIePbeB, OTJINYASICH HA00OPOM aMUHOKIC-
JIOT ¥ MOJIEKYJISTPHOM CTPYKTypo, Ha 30% Jierdye, uem KepaTUHBI, COCTaBJISA-
foIrye Jelnyio, kaoB 1 kortu (Brush 1983, 1996; Stettenheim 2000; Alibardi
2016). Kpome Toro, cTpykTypa KepaTUHOB U3MEHIETCS II0 COCTaBY AMIHOKIC-
JIOT Jaske B PA3HBIX YACTSIX OJHOIO IIepa, YTO CBSI3aHO C PA3IMYUAMU B (PH-
3MYECKUX CBOMCTBAX, He00X0auMbIX Ha gauHoM ydacTie (Gregg, Rogers 1986;
Bonser 1996a,b; McKittrick et al. 2012; Alibardi 2016).

Kepatunbl xapakTepu3yTCA II0 UX MOJIEKYJISPHOM Macce, aMIHOKHC-
JIOTHOMY COCTaBY, TEPMUYECKUM U KOH(PpOPMAITHOHHELIM cBoiicTBaM. Omu 00-
raThbl THAPOPOOHBIMI AMUHOKHCJIOTAME, TAKUMHI KaK TJIUIIMH, BAJIUH U TH-
PO3UH, B JOIOJHEHHE K CIMTUBAOIIEMy MOJIeKyJIbI 1ucTenty (Alibardi 2016;
Esparza et al. 2018).

CaM KepaTHH TOKe MOYKHO pacCMaTPHUBATH KAK KOMIIO3UTHBIN MaTe-
pHaJI, COCTOAIINN U3 mosimMepa (amopdHbIe accortuupoBanubie 6esrkm) (Wu
et al. 2015, Alibardi 2016), apMHIpPOBaHHOI0 BOJOKHOM (KPHCTAJLINIYECKUI
KepaTuH). B smumepmuce II03BOHOYHBIX KePaTHHOLIUTEI IIepBOHAYAIHLHO HAa-
KaILJIMBAIOT IPOMEKYTOUHbIEe (prIaMeHTHEIe KepaTuHbl ([F-kepaTHUHbI, KO-
TOpbIE Yallle Ha3hbIBAIOTCSI Q-KepaTUHEI), 4 3aTeM U APYTHe CIeI(pruIecKre
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OesIkM: KepaTuH-accoruupoBadHbie 0ekn (KAPs) v poroBbie OeJIKH KJIeTOY-
Hoit 06ostoukn (CPs), 4To0BI 3aBepIIUTD TU(pPepeHITIPOBKY CTPYKTYP. B-Ke-
patunsl (F-KepaTuHbI, HIAeHTHPHUIIIPYEMEBIE II0 [-pPeHTreHorpaMmMe) IIpe/i-
CTaBJISIIOT COOOM CIIeIIMAJIM3UpPOBAaHHbIe poroBele Oera-Oenku (CbetaP), xo-
TOphle pas3Buanch y Sauropsidae ¢ poabio KAPs/CPs, HO y OTHIL y?Ke MOTYT
BBICTYIIATH KaK CAMOCTOSATEJbHOEe apMupymoiinee BosokHo (Alibardi 2016).
Kpucrammmiecknii KOMIIOHEHT KepaTHHA HepPacTBOPUM B Boje, HO aMopd-
HBIe YaCcTHU MOTYT IIOTJIOIIaTh Boay u pas3oyxars (McKittrick et al. 2012).

A- 1 [-KepaTHHBI OTJIMYAIOTCS MOJIEKYJISIPHON CTPYKTYPOH, JJIMHON MO-
JIEKYJI, COCTAaBOM AMIHOKHCJIOT, PACIIOJIOKEeHNEeM KOOUPYIOIINX UX I'eHOB, a
TakKe IPUHIINIIOM COeIUHEeHN MOHOMEPOB (MeXaHu3MOM 00pa30BaHMI HIU-
TeBHUIHBIX IOJIMMEPOB). PasHooOpasue [-KepaTHHOB II03BOJISIET KJIaCCHUQI-
nupoBaTh ux Ha nepbesbie (FCbetaPs) u nenepbennie 0enku (CbetaPs)
(Alibardi 2016).

[lepbsa aBasgioTcsa HanboJIee CI0KHBIMU IPUIATKAMU KOYKU, IIPHUCYTCTBY -
IOIMMH Y II03BOHOUYHEIX. OOIee KomuecTBO TOJIBKO reHoB CbetaPs, o0Ha-
PYy:KeHHBIX B reHoMmax mrtuii, oosibire 120 (Alibardi 2016). Ha 90% mepba
COCTOSAT M3 KePATUHOB. JTO OYEHb JIETKUHN U MPOUYHBIN Omomoaumep. Ero
yaeabHbIHd Bec 1.3 r/em3 (McKittrick et al. 2012), mosTomy B cpemHeM 00IIast
Macca IIepbeB OOJIBIIMHCTBA IITHUIL COCTABJISIET BCcero okoyo 6% (ot 4 1o 8%)
Maccel Teaa. Ocrasmmecss 10% XHMHYECKOT0 COCTaBa Iepa MPUXOAATCI Ha
Bonay (8%), munuasl (1%), 1 pas3IMdHbIe a30TUCThIE COeTUHEeHU (B OCHOBHOM
MeJIaHUHEI), B KOTOPBIX IIPUCYTCTBYIOT TSAKEIbIe METAJLIIBI (HAIIPUMeEp, PTYTh)
(Stettenheim 2000; Lima-de-Faria 2012). Takum o6pa3oM, mepbs BBIIIOJI-
HSIIOT 0C00YI0 PYHKITHIO «OKCKPEIHID U3 OpTaHM3Ma HEKOTOPHIX METAJIJIOB 1
IPYTUX TOKCUYHBIX coequHeHui B mepuon JuubKu (JIebemea 1999; Sabat
et al. 2015; Foth 2020).

2.1.2. DyHKUUU U XAPAKMEPUCMUKU PA3HbLX MUNOE nepves

OpmHu mepbsa ITUIL CBA3AHHEL C 3AIIIUTOM OpraHraMa OT BHEIITHEro BO3-
JIeHCTBUA: MEXaHUYECKOr0, TEPMUYECKOI0, XUMHYECKOI0, OMOJIOTHYECKOT0 1
YACTUYHO MOHH3UpPYIoIiero. J[pyrue — ¢ co3ganmeM o0TeKaeMoOi OBEPXHO-
CTH, YJIyYIIIeHIEeM II0JIETHBIX KaueCTB 1 CAMOM BO3MOYKHOCTBIO jeTaTh. O1re-
peHue uMeeT 0co00e 3HaYeHHe A1 KaMy(JIsdika 1 BUI0BOM NIeHTU(PUKAIINII,
B TOM YHCJIe IIPHU IIpUBJIeUeHuU moJioBoro naprtaépa (Byrypauna 1941; Raw-
les 1960; Hudon 2005; Scott 2010; Dawson 2015; Konig et al. 2016). Bcero
oosree 20 pa3HBIX PYHKIIHUNA, KOTOPEIE OIIPeaesITIOT CTPYKTYPHEBIE 0COOEHHOCTH
kasxoro mepa (Stettenheim 2000).

HN3meHeHne COOTHOIIIEHMS OCHOBHBIX THUIIOB CTPYKTYP, IIpeACTaBIeHHBIX
B IIepe, BJIHUSIET Ha ero adpoaHaMIYecKre, THAPOInHAMIYeCcKe, TePMON30-
JISAITHOHHEIE, pellesIJIeHTHhIe, aKyCTHYeCKHe 1 BU3yaJibHbIe cBolicTBa. borar-
CTBO (PYHKIIHI IIePhEeB JICKUT B OCHOBE II0JIyYaoIerocsa MHOrooopasus popm
(Bostwick 2016). HecmoTpst Ha 910, BC€ pa3HooOpasie mepbeB MOYKHO CIPYII-
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ITPOBATH B HECKOJIBKO OCHOBHBIX THUIIOB, KAK/IBIA M3 KOTOPHIX HMeeT TeHIeH-
IIAI0 OIpeIeIEHHBIM 00pa3oM pacipenesaThesa Ha TeJie U CHeI[laIin3upo-
BaThcsa Ha KOHKpeTHBIX pyukimax (Chandler 1916; Rawles 1960; BoiiTke-
Buu 1962; Clark 1993; Uepnosa u ap. 2004; Hudon 2005; Bostwick 2016;
Konig et al. 2016; Cunaesa, 'opoxosa 2017; Foth 2020).

Kaxk u y OoJbImHCTBA BUOOB IITUIL, B OIIEPEHUN CHETHUPS IIPUCYTCTBYIOT
BCe OCHOBHEBIE BUIBI IephbeB. Cambie 00JIbIIHE Iephs — IIOJETHBIE (MaXOBhIE
U pyJieBble) — (PYHKIIMOHAJIBHO OTBEYAIOT 34 CIIOCOOHOCTD IITHIILI K II0JIETY.
Hx cTpyrTypa camass TUIIMYHASA ¥ B OOJIBIINHCTBE YUYEOHMKOB OIIMCHEIBAETCS
MMEHHO OHa. B 9THX mephax IIpoucxoauT MakcuMaJIbHasa guddepeHIInains
9JIEMEHTOB €r0 CTPYKTYPhI, OTBEUYAOIINX 3a (DOPMHUPOBAHNE ILJIOTHOI'O OIIa-
xaJya (ITacTUHYATasA YacThb mepa). bosiee Mesikue 1mmepbsi KpbLIa, ero Kporo-
II[7e, a TaKsKe KPOIOIIHe XBOCTA COCTABJISIOT OTIEJIbHYIO IPYIIIY M CIIOCOOCT-
BYIOT YJIYUIIIEHHUIO a9POJUHAMUYECKIX CBOMCTB OIIePEHMUSI.

Ocobast KoMOMHAIINS TUIIOB CTPYKTYPHBIX 3JIEMEHTOB B OCTAJIbHBIX IIe-
PbSIX II03BOJISET MM BBEIIOJIHATH OCTABIINECS 3aJa4r OJHOBPEMEHHO.

Pasubie KoHTYpHEBIE TTephbs JePUHUTHBHOIO IOKPOBA CYIIIECTBEHHO pa3-
JIMYAIOTCA 110 padMepaM W COOTHOIIEHUWIO IIJIACTUHYATOU U IIyXOBOU YacCTen
omaxaJjia. B aToM oTHOIIIEHUU pa3IMYaloT JBe OCHOBHBIE TPYIHELI IIEPhEB: C
XOPOIIIO PA3BUTOM IIYXOBOM YACTHIO — IIOJIYIIYXOBhIE, WJIM CEMUILTIOMEIL Semi-
plume (Yepuosa u ap. 2004; Bostwick 2016) 1 IOKpOBHBIE IIEPH, Y KOTOPBIX
IIyXOBas 4aCTh MEHbIIIE IIPeACTaBJIeHAa IJIN BOBCE OTCYTCTBYET (UacTh IIepheB
Ha T0JI0OBe, KPpoolre Kphlia 1 xBocra). Korma mosérHble KavuecTBa MOKPOB-
HOTO IIepa He UTPaioT 0co00M poJin, a Oojiee BasKHA ero TePMOpPeryJINPYoias
(byHKIIHA, KaK y OOJILIITHHCTBA BUJIOB CHETHUPEH, TO B OIIePEeHUH TeJjia IIpeoo-
J1aIai0T CeMUILTIOMEBI.

JlomomHUTEIbHEIE IIyX0BEIE Iepbd plumules®, kak 1 cam nyx plumae, pac-
TYT HA aIllTePUdX WM Ha ITEePUJIUIX, IMIe YacTO YIOPSII0UeHbl OIIpenesIeH-
HBEIM 00pa3oM BOKpPYT KOoHTYpHEIX Imepbes (Chandler 1916; Clark 1993).

BomocoBununie, nin HuTeBUIHBIE Hepbd filoplumae B cBoeH CTPYKType
IIpeaCcTaBJIEHBI B OCHOBHOM OJHUM CTEPKHEM, IIOYTH II0JTHOCTHIO JTUIIEHHBIM
oopomox. OHE MOTYT pacmoJiaraTbCsa HEIIOCPEACTBEHHO B KOMKe MJIN COeJII-
HSATHCSA C KOHTYPHBIMHU ITepbamMu (Boiitkesud 1962). OUI0ILIIOMEI 00eCIIeun-
BaIOT KOHTPOJIb ABUKEHUA 1 MOJIOMKEHUS CMeKHBIX IIepbeB. Pacipenenén-
HBIe He3aMeTHO BO BCEM OIePeHHUH, BOJOCOBUIHBIE IIePhsI HAN00Iee MHOIO0-
YHCJIEHHBI BOJIM3W MeXaHHYeCKH aKTHUBHBIX WJIM IIOABMKHBIX mepbeB. OHu
BBIXOIAT 34 IpeaesIbl KOHTYPHBIX IIePpheB YV IIeBUNX IITHII, 0COOeHHO Ha 3as-
Hel yacTty 1en, HasdeiBaemoi sameiikom (Gill 2007) (puc. 8). JIBusxeHme KoH-
YHKA TAKOTO IIepa Pe3oHUpyeT U mepeaaeTcs IINHHBIM TOHKUM PaxXuCcoOM B
CEHCOPHBIE PeIeNTOPhl, HAXO4AIIeCcd Y er0 OCHOBAHHUS BMECTO IIePheBhIX

* lHOTIA 3TMM TEepMHUHOM 0003HAYAKT JOIOJHHUTEIbHbIE, MOAUMHUITMPOBAHHEIE ITePhs OPAYHOTO HAPSAA CAMIIOB,
uMemnIye eJUHCTBeHHY0 QyHKIM0 — npuBiederue camok (Bostwick 2016), a myx u myxoBoe mepo 00BbeIUHSIIOTCS B
€INHYIO0 TPYIIIy.
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Ml (Bostwick 2016), KOTOPBIX OHM IIOJIHOCTBIO JIMIIIEHBI. DTH CATHAJIBI
HAIIPABJISIOTCS MBIIIIIAM, HAXOIAIINMCSI B OCHOBAHHUU COCEIHUX IIePheB, UTO-
OBI OTPEryJIMPOBATH UX IoJioskeHne. Cumraercs, 4To PUIOILIIOMBLI MOTYT IIO-
MOTaTh A9POAUHAMHYECKUM HACTPOMKAM, CIIOCOOCTBYSI KOHTPOJIIO 34 CKOPO-
cteio mmosiéra (Gill 2007).

o

Puc. 8. PacioAokeHIIE AAMHHBEIX BOAOCOBHUAHBIX IIEPBEB
y camriia oobikHOBeHHOIO cHerups P. p. pyrrhula. ®oro apropa.

BamuTHyo QyHKINO (MJ1a3 U HO3Apei) BEIIIOJIHAET IOCTIeTHUMA TUII IIe-
pbeB, BCTpevaInuiica y cHerupeit — metuuaku. OHU paciosaraioTcs o
KpasaM KJI0Ba, HO3Oped u Ha Bekax. Ilo cyTu, 910 KOHTYypHOE IIepo, JIUIIEH-
HOEe BCeX CTPYKTYPHBIX 3JIEMEHTOB, COCTABJISIONINX orraxaJsio nepa (Bostwick
2016).

Pasurbie pyHKIIMM HECyT 1 caMu IIepbeBbIe IOKPOBEI, (POPMUPYIOIIIHE 0CO-
Oble BO3pACTHLIE HAaPAIbl, KOTOPhIE CMEHSIOT APYT Apyra B oHToreHese. Tep-
MOU3OJISAIINA 1 KaMyJIsIK — OCHOBHBIE (DYHKITMN JeTCKUX HAPSIIOB.

2.2. Ilpagok popMUPOBAHUSA CTPYKTYPHI
M pa3BUTHE KOHTYPHOTO Hmepa’

2.2.1. OcobenHocmu npumeHeHUs mepMmMuUHO8

IIepoobpasyroiias TKaHb — CICTeMAa BCeX MOPQOJIOTHUYECKUX dJIEMEHTOB
KOJKH, YIYaCTBYIOIIINX B 00pa30BAHUU HOBBIX IIEPHEB, 4 TAKKe COBOKYITHOCTD
UX PU3UOJIOTHUECKUX CBOMCTB.

IlepheBoii QPOIIUKYJTI — YIACTOK II€PO00Opa3yIoiieil TKaHU, IIPeICTaABIII-
TOIIIIT COBOKYITHOCTH 0pOPMJIEHHOTO IePHeBOr0 3a4aTKa, IIePheBOil CYMKU 1
IIPUJIETAONINX YacTeil COeINHUTEeTFHOTKAHHOTO CJI0S KOKI.

3auaTok mepa, mepbeBOr 3aPOABIII, UM dIMOPHOH IIepa — KOMILIEKCHOe
o0pa3oBaHUE ME3EeHXUMHOTO COCOYKA U IIOKPBIBAIOIIETO ero dIUTETUATHHOTO

* IlpuBOgATCS OCHOBHEIE CBEICHUS M TEPMUHEI, TpuMeHsaeMble BotiTkeBruem (1962), ¢ TOTOTHEHUAME COBPEMEH-
HBIX TAHHBIX (ABTOPHI yKA3aHBI B TEKCTE).
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yexynka. VX mepBuuHas 3akjaagKa IPOMCXOSUT B 3aPOSbIIIEBEINA II€PUOLT
OHTOT€He3a IITHIIBL.

IlepbeBoil COCOUYEK — ME3eHXMMHASA, COeqUMHUTEIFHOTKAHHAS YaCTh IIe-
PHEBOro 3avaTKa.

[IpousBoasainas, reHepaTUBHAA 30HA, UJIN MATPUKC Mmatrix — 00J1acTh B
OCHOBAHUU II€PHhEBOT0 3aUaTKa, [I03Ke — [IePheBOoro IIeHbKa, IIPpeICTaBJIeH-
Hasl KOMILJIEKCOM KOJIbIIe00pa3HO pacIioIaraiuxcsa 1 HHTEHCUBHO 1eJIs-
IIIUXCS ITUTEIUAIBHBIX KJIETOK.

Ilenér mmepa — obpasoBaHMe, pa3BUBAIIIEECS U3 IePheBOr0 3aUaTKa, B
IIepUo/I Havajia pocTa I0 pacKphIBaHUI BepxHel yactu omaxasa. C MmomeHTa
Pa3BEPTHIBAHMS 0OIIAXAJIa CJIeIyeT FOBOPUTH y¥Ke 0 MOJIOIOM, HJIH He3PeJIOM
repe (CTagus KKUCTOUKID).

IlepneBoil YEXJIMK — CJIOM CHJIBHO YILJIOIIEHHBIX OPOTrOBEBIINX ILJIACTHH-
YaTBIX KJIETOK SIUIEPMIUCA, OAeBAOIINHA IIEHEK CHAPY K.

CyMmka mepa (CTeHKH I1epbheBoro poJUINKYIa) 00pa3oBaHa TOHKHUM CJIOEM
SIIMIEPMHUCA, OILYCTHBIIIETOCS eIl€ B IIEPHOJ 3apOIbIIIEeBOr0 PA3BUTUS TJIY-
OOKO B KOPHYM.

2.2.2. Pazsumue nepa

3auaTku mepbeB (POPMUPYIOTCS €II1€ BO BpeMs oMOPHOHAJILHOM CTA UK
Pa3BUTHUSA OPTaHU3MA IITHUITBI. JTO IPOUCXOIUT B OITPeIeIEHHOM IIOPSIKeE,
KOTOPBIA COOTBETCTBYET MX PACHOJIOKEHUIO B IITepuansax. K MomeHTy BhI-
JIYILJIEHUSI TITEHIIOB JIUIITL HeMHOTHe 13 (POJIIUKYJIOB (QOPMUPYIOT 3aPOIbI-
mreBbrd myx (y Fringillidae) (Uapsamrernko 2015). Tobko 3aTeM 3a4aTok mepa
IIPOAYIIpPYeT NeUHUTUBHOE (OKOHYATeJIbHOe) mepo. Takxum o0pasoM, 4acThb
OKOHYATEJIbHBIX IIEpheB IIePBOI TeHepalnu (POPMUPYETCS U3 IePheBHIX 3a-
YaTKOB, IPEJICTABJIAIOIINX ITPOJOJI:KeHNEe OUNHOB d9MOPHUOHAJIHLHOTO IyXa.
OcraspHBIE TIephsT ITEHIIOBOTO HAPSAAA CHETHUPE HAYMHAIOT (DOPMUPOBATH-
cs1 0e3 oOpa3oBaHUA UX IIyXOBBIX IIpeainecTBeHHUKOB (BoiitkeBuu 1962).

Kasxmoe cienymoriee mnepmHUTHBHOE II€PO PA3BUBAETCS II0CJIe HOBOI aK-
THBAIIMH IIePHEBOr0 3aUaTKa, PacIiojiaramIierocsa B yriyoJeHnH OYrHA Iepa
IIPebIayINeH TeHepaIini. 3a4aTOK HaX0AUTCSA B TOKOSIIIEMCS COCTOSTHUU 10
€r0 aKTUBU3AITNH €CTeCTBeHHBIM (JIMHBbKA) UJIN UCKYCCTBEHHBIM ITyTeM (Ha-
IIpuUMep, IIPU yAaJeHUuU Opeabayiiero nepa). [Ipu mospeskieHuM mepbeBoro
oMOpmoHa (pOPMHUPOBAHNE HOBOM 3aKJIAIKU OYIET OTJIMYAThCS OT HOPMAaJIb-
HOTO Pa3BUTHUS BO BpeMs JJUHBbKHU. 1[eJI0cTHOCTD 3apo IbIiiia HOBOTO IIepa IIpu
MeXaHUYECKOM yTpaTe CTaphIX IIepheB 00eCIeUnBaeTCsI eT0 IMTOKPBITUEM He-
CKOJIBKMMU CJIOSIMH OPOTOBEBINHUX KJIETOK U 3JIACTUYHOCTHIO CAMOI0 3aUaTKa
(BoititkeBuu 1962).

HauaJio pa3BuTus HOBOTO IIepa coyeTaeTcss ¢ MHTEHCUBHBIM Pa3BUTHUEM
IyJbIBI (COeIMHUTEILHOTKAHHEIN COCOUEK) U YCUJIeHHEeM e€ KpoBooOpaiie-
Hus. [lo mepe pocra B 3auaTke 1epa OBICTPO Pa3BUBAETCS CETh Iepudepmrye-
CKUX COCYJIOB, 00BEeIUHSAIONINXCSA Ha BEPIITUHE IIYJIbITHI B € IUHBIN [TeHTPAJIb-
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v cocyn (Bostwick 2016). IlockonbKy KaOUIISPEL He IIPOHUKAIOT B OITH-
TeJIUAJIBHBIA [TUJIMH/P IIePheBOro IIeHbKA, MOJIy4YaeTCcs, YTO BCe YaCTH (Pop-
MHUPYIOIIET0ocsd Iepa CHAOKAIOTCS ILIACTUIYEeCKUM MaTepraaIoM auddys3Ho.

B aT0 Bpems pasBuBaioleecs mepo mpeJicTaBIsgeT cO00M YyTOHIAIOITUHICS
KBepXYy IIUJINHAP, KOTOPBIH 0JHOBPEMEHHO C POCTOM YBEJIMYNBAETCS B JHA-
MeTpe. CJ10u OPOrOBEBIINX KJIETOK, IIOKPBHIBAIOIINX IIEPHEBOM 3aUaTOK 1 CTEH-
KU IIepbeBOI CYMKH, IIOCTEIIEHHO CJIYIIUBAIOTCS, 00eCIIeYnBasI CKOJIb/KEeHIE
IIpH pocTe Heokperero nmeHbka (BoiitkeBma 1962).

YexoJ1 pacTyliero mepa pasBuBaeTcs He3aBUCUMO OT Hero. Kro obosioukxa
BBIPA0ATHIBAETCS HAPYKHBIM CJI0EM JIIHMIePMAaJIbHOTO KOJIbIla (MaTPHKCA) 110
Mepe pocta nepa. OyHKIIMOHAIBHO 9Ta 000JI0UYKA 3AIHIIAeT 3aposKIatoIe-
ecsl IIepo U JIEPKUT eTo B CBEPHYTOHN ITUINHIPUYECKOH popMe, IIOKA B €ro
OCHOBaHMH IIpojossxaercs poct. [lo mepe Toro, Kak mmepo co3peBaer, a ero
KJIETKH 00€3BOKHBAIOTCSI M YMUPAIOT, 000/10uKka Takske coxueT (Bostwick
2016). Emé mo mossBJeHUs ITeHbKA HAJ ITIOBEPXHOCTHIO KOKU B €T0 MHUKPO-
CTPYKTYpe MOYKHO HAOJII0IaTh IPU3HAKK MOPQOIOTHUECKOl audpcepeH -
poBku (BotiTkeBuy 1962).

B mukpockonmmyeckoii KapTHHE MOJIOOTO mepa (puc. 9), BepIinHa KOTO-
pOro yske MoKa3ajiach U3 OTBEPCTUS IIEPHEBO CYMKH, BBISIBJISAIOTCS TPH 30-
HBI: MATPUKC — HeaudpdepeHIInpoBaHHasi, TeHepaTUBHAas 30HA; 30HA JTHUQ-
bepeHInpPOBKY, JIesKaIasa BEIIIe IIePBOi; U 30HA OPOTOBEHUS, 0XBATHIBATO-
II[asI OCTAJIBHYI0 BEPXHIOI YacTh MeHbKa. B HUKHel YacTy 30HBI OPOTOBEHU ST
(KepaTHHM3AIINN) IPOUCXOTIUT YTOIIIEHNE SIIUTEINATIBHBIX KJIETOK 1 X Ba-
KYOJIM3aIlus; B BepXHel — 3aBepIiaeTcs IpoIecc OPOTOBEHUS IIMUTEIUA U
OTMHUPAHUS COeTUHUTEILHOTKAHHBIX KJIeTOK (BoliTtkeBru 1962).

B 3one muddepeniimaniiy mpu MHOTOKPATHOM JeJI€HHUH JIIUTeTHAIbHBIE
KJIETKU TPYIIUPYIOTCSI B paguabHbIe CKJIAIKN MJIA IPeOHU, aHAJIOTHIHO
TOMY, KaK 9TO IIPOUCXOIUT IIPU 00pa30BaHUM 3aPOIBINIEeBOro myxa. Kaskabrit
13 rpebHeit (1o cyTH, popMUpPYIOIIAsICA OOPOIKA IePBOTO IIOPAIKA, paMYyC)
COCTOMT M3 TPEX CJIOEB KJIETOK: IBYX HAPYKHBIX (KOPKOBBIH) 1 CpegHEro
(Mo3roBoii). Psamom ¢ Hapy:KHBIMHU CJIOIMU (POPMHUPYIOTCS eIIé IBa CJIOA KJIe-
TOK BTOPUYHBIX 00poiok. [Ipu aTom mpoucxoaut u qudpcpepeHItnaIiisa KIeToK
Kaskgoro u3 ciaoés. GopmupoBanme OOPOIOK HAYMHAETCSI B IIJIOCKOCTH, IIep-
MeHIUKYJIAPHOH (Ipu (popMHUPOBAHUHU IIyXa) OCHOBHOM JIJIMHHOM OCH ITEHbKA,
a 3aTeM II0 Mepe PocTa MX HAPY:KHbIe KOHIIBI HAUMHAIOT U3ru0aThCs BBEPX.
Korma xeTku 1o Mepe pocTa BEITAJIKUBAIOTCS M3 MaTPUKCA, IOIIagasi B 30HY
g pepeHIITPOBKY, OHU II€PeCcTalT NeJINThCSI, B HUX IPONCXOIUT MHTEH-
CUBHBIN CHHTE3 0eJika, KJIeTKH YBEeJIUUYHBAIOTCA U U3MEHSIIOT CBOIO (hopMy.
[IepBriMU HaUuMHAIOT (POPMHPOBATHCS JUCTAJIBHEIE YacTH Iepa (Stettenheim
2000). OxoHUYaTEILHOMY 00PA30BAHHIO dJIEMEHTOB PAMYyCOB IIPEIIIeCTBYET
nudepeHIITPoBKa HUTEH BTOPUYHBIX OOPOIOK, 00Pa3YIOIINXCSI U3 KJIETOK,
pacIoJIaraoIIuxcsa B CpeqHell YacTU IIePBUYHOI0 IIIUTEINAIBLHOTO BaJIUKA
(BotitkeBuu 1962).
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Puc. 9. PasBurme nepa.
A. Cxema neppeBoro neHesKa (110: Boirkepua 1962): 1 — uexoa pacryiero repa;
2 — bopmupyroImUiica paxuc; 3 — pamychl; 4 — MATPHKC; 5 — COEAHHUTEABHOTKAHHBIH COCOYCK;
6 — 30Ha AU EPEHIINPOBKH; 7 — 30HA OPOTOBEHHUS.
B. Cxema packpeiBmeroca nespka (o: Gill 2007): 1 — pamyc; 2 — paxuc; 3 — aprepus; 4 — rpedenb
HOBOTO pamyca; 5 — POAAUKYAAPHOE KOABLIO (IIEpbeBasf CyMKa); 6 — Y€XOA PACTYILETO IIepa.

Hauamno dpopmMupoBaHmUs paxuca — 9To IIPoItece Iepexoia OT paguaIbHON
CTPYKTYPHI I0BEHIJIBLHOTO IIyXa K OHJIaTepaIbHOM CTPYKTYPe OKOHYATEJILHO-
ro mepa. Ilo Bpemenu emy mpeinecTByeT mOsABJICHIE IIEHbKA Ha I II0OBEPXHO-
CTBIO KOKI. DTOT IIPOIIECC OTJIMYAETCS OT (POPMHUPOBAHUS JIFOO0TO 3 PAMYCOB
TeM, UTO B 00PA30BAHHUU CTEPKHS y4acTBYeT 00JIbIIIOe KOJIMUECTBO KJIETOU-
HOTO MaTepuaja U3 JBYX CUMMETPUYHO PACIIOJIOKEHHBIX TPpe0HeH J0p3aib-
HOIT cTOpoHEI ITeHbKa. [Ipu aToM 3a cuéT yBenmueHusI KJIeTOYHOTO MaTepua-
JIa IMEHHO B 9TOM MecCTe ILIOCKOCTD IIepexoqa KJIeTOK MaTPUKCA B 30HY JTuQ-
(bepeHIIIAIITT HAKJIOHAETCS, M HAXOOUTCA YiKe He IePIeHIUKYIIPHO, a IO
YIJIOM K Jop3ajibHoi moBepxHocTu mmepa (Lin et al. 2020).

OO0pasoBanme CTepPKHS CBA3aHO C PA3BUTHEM MEePBUUHBIX 00poaok. BHa-
yaJjie paMychl 3aKJIAABIBAIOTCS B IOP3aJIbHOM YaCTU IIeHbKA, a 3aTeM uX Jop-
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MUpPOBaHHE PACIIPOCTPAHSIETCS 1 Ha BEHTPAJIbHYI0 00J1aCTh, TJIe IIPOIIeCcC IIPo-
IOJIKAeTCs II0 Mepe pocTa Iepa. Tak odpasyercsa KojblieBas (IIUJINHIPUYE-
cKas) 30Ha qupPepeHIIuPOBKN dIINTEINAJIbHBIX KJIeToK. DopMupoBaHue
0OPOIOK IIEePBOT0 MOPAIKA U IIOCTEIIeHHOe N3MeHeHIe UX PACIOJI0KEHU I
CBS3aHO C pa3BuTueM crep:kud mepa (puc. 9). Ilo mepe pocra oH yBIekaer 3a
cO000H KJIETOUHBIM MAaTepuasi, ABJISIOIINICI OOIIMM JIJI Hero U 0a3aJIbHBIX
oTIes0B 00poaoK. Jpyrumu ciaoBamMu, Jop3aibHAs YaCTh KOJIbIIEBOI 30HBI
nrpdpepeHITIPOBKI 0KAa3bIBAETCA CUJIBHO OTTSHYTOM BBEPX U €€ CTEHKHU CXO0-
nsares mox yriiom. Cpacrasich, Bce OCHOBAHUS IIEPBUYHBIX 00POIOK 00pa3yoT
crep:xeHsb mepa (Stettenheim 2000).

B 3one nuddepeHImpoBKy pasHbie CJI0U KJIETOK Oy ayImux 00pomsok dpop-
MUPYIOT COOTBETCTBYIOIIIE UM dJIeMeHTHI 11epa. [Ipoiecc HaumHaeTcs ¢ obpa-
30BAHUS CTPYKTYPHI ILIACTHHIATOM (KOHTYPHOM) 30HEI 11epa. Ilo mepe pocra,
B 3aBHCHMOCTH OT 0COOEHHOCTEH TOIIorpadpuu II0OKPOBHOIO Iepa, IIPHMepPHO
B KOHIIE IIePBOH TPETH ero AJIMHEI IIPOUCXOIUT «IIePeKJII0UeHe» HalpasJie-
Husa gudepeHIuPOBKH Ha (POPpMHUPOBAHNE IIYXOBBIX aJ1eMeHToB. MHoraa,
0COOEHHO B MOJIETHBIX IIEPbAX U UX KPOIOIIHNX, 9TOT IIPOIlecc HabJI0IaeTcs
ysKe IIPHU 3aBepIIeHUH pocTa IIepa. Torga myxoBoi YacTH mepa He (popMupy-
etcsa. IIpu oOpasoBaHuM ITyX0BOI CTPYKTYPHI CKOPOCTH POCTA IIepa 3HAYM-
TeJIbHO yMeHbInaercs. CKopee Bcero, B pe3yJibTaTe TOr0, YTO B 3aKJIAJIKE ITy-
XOBBIX OOPOIOK MOYKET yIacTBOBATh IIPUMEPHO B TPHU pas3a 0oJIbIllee KoJIrve-
CTBO KJIETOK, YeM IIPpK 00pa30BaHUM OOPOJOK KOHTYPHOM YACTH TOTO JKe IIepa.
Jlpyroi 0cO0EHHOCTBIO POCTa ITUX CTPYKTYPHBIX 9JI€MEHTOB SBJISIeTCS 3HAa-
YHTeJbHOE BRITATUBAHNE UX KJIETOK, B 5-10 pas u OoJiee, a Takke MX YTOH-
vyenue (BoritkeBuu 1962).

IIo npyruMm, Gosiee COBpeMeHHBIM JAaHHBIM, IIPH POPMUPOBAHUU OOPOIOK
BBITSATHBAHIE KJIETOK CcOIIpoBoskaaerca ux causgaueM (Alibardi 2009), a kax-
JIas CIAUBINASICA TPYIINa KJIETOK (MeKI0y3Iue, CHHIIUTHATIbHBIN KOMILIEKC)
COeIUHSIETCS CO CIeayolneil cBoeoOpPa3HBIM, YaCTO BUAOCIEIINPHUIECKUM
y3eJIKOM (CTpoeHMre pagmyca CM. Ha puc. 4), 00pa3yonIiuMcs Ha JUCTAJILHOM
KOHIIEe MEeKI0y3aud. Takum myTém (popMUpPyeTcss OCHOBHAS CTPYKTYPHASI
eIHUIIA IIepa — IIyXOBOH paguyc, IPeacTaBIIANIAI U3 ce0s IMHHYI0 BeTBb
WJIA BOJIOKHO, M3 IIYYKOB KOTOPOT'0 00pa3yioTcs pamMychl ¥ paxuc. JIuis Ha-
PYsKHBIE YaCTU 9THX BOJIOKOH (paInychl) IIOABEPraoTCsa 3HAYUTEILHOMY BHU-
nousMeHeHH0 (mudpdepeHIImaIim) B 3aBUCUMOCTH OT UX MECTOHAXO0MK IS HIIS
B CTPYKTYPHEIX 30HAX IIepa.

Kpome Toro, y»ke m3BecTHa U poJb HEKOTOPBIX I'eHOB B 00pa3oBaHUU
cTpykTypsI mepa (Lin et al. 2013a,b, 2020; Ng, Li 2018). JIBa reHa, y4acTBy-
IOIINX B 9MOPHMOHAJIHFHOM PA3BUTHU OPTAaHOB II03BOHOYHBIX sKUBOTHBIX, TAKIKE
OIIPeJIeJIAIOT POCT IIePheB, X AU depeHIINaIInio U BpeMs, 3a KOTOPoe OHU
dopmupyrores u emensioresa. Oaun u3 Hux, Sonic hedgehog (Shh), pousso-
IUT O0eJIOK, BRISBIBAIOIIIWH JeJIeHre U POCT KJIETOK, a apyroit — Bone morpho-
genetic protein 2 (BMP-2), peryaupyomuii 9TH IPOIeCChl 1 CIIOCOOCTBY 0L
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muddepeniposke Kierok (Lima-de-Faria 2012, Alibardi 2016). PasseTs-
JIEHHAS CTPYKTypa mepa 00ycJI0BIeHA AHTATOHUCTHYECKIM 0aJIaHCOM MEKIY
nericTBreM MHQPOPMAIIMOHHEIX OEJIKOB eIlé nByx rexon: oguH (Noggin) ciio-
coOCTByeT 00pa30BaAHMUIO paXHCa W CIUSHIIO PAMyCOB, TOTga KaK IPyroi
(Bone morphogenetic protein 4) oka3slBaeT IPOTHUBOIIOJJIOKHOE BINSIHUE,
BBI3BIBAsI X pasBersBjeHune. Mudopmalinonueiil 0eok reaa Shh, nHuImMM-
PYIOIIHEA POCT U JeJIeHre KJIETOK, TaKiKe SBJISIeTCS YaCThI0 9TOr0 IIPOoIlecca,
CTUMYJINPYSA THOEJIb KJIETOK, UYTO IPUBOSUT K 00PaA30BAHIIO IIPOMEKYTKOB
me:xay ooponkamu (Lima-de-Faria 2012, Alibardi 2016).

[Toce mudpcpepeHITMPOBKYN CTPYKTYP HAUYMHAETCA UX oporoBerme. Ctapt
CHHTEe3a KepaTHUHAa COBIIAJAeT C II0oTepeil CII0COOHOCTH KJIETKH PEeILIHAITHPO-
BaThb JIHK, u, coorBeTcTBeHHO, KiIeTounbiil ypoBeusb JJHK-mommnmepass! sua-
JYHUTeJbHO cHIKaercs. Kpome Toro, mpoucxonut axruBHoe ynauenue JJHK
M3 OTMHUPAOIIHNX KJIeTOK Bo BpeMs co3pesanusd (Gregg, Rogers 1986; Alibar-
di 2016). Kepatuauaaiimsa pasBuBaeTcs ¢ epudepun BepxXHell YacTH IIeHbKa
K IeHTpPy u ocHoBaHUIo. IlocTymaTeibHoe OBMKEeHNE YBEJIUINBAIOIIEr0Cs B
KOJIMYEeCTBE KJIETOYHOTO MaTepraja uaeT B IIPOTUBOIIOJI0KHOM HAIIpaBJIe-
Huu. B cBA3u ¢ aTuM 0Opas3oBaHue CTPYKTYPHBIX dJIEMEHTOB IIepa IIPOUCXO-
AT B CTPOTOM II0CJI€IOBATEILHOCTH: IIEPBLIMU 3aKJIAIBIBAIOTCA BTOPHUYHBIE
O0oOpoaKH, 3aTEM OHH 00BEIUHAIOTCA B IIePBUYHBIE 1, HAKOHEIl, BCe BMEeCTe
popMUPYIOT cTepsKeHD IIepa.

IF xepaTWHEBI, IO-BUANMOMY, UT'PAIOT MEHBIIIYIO POJIb, YeM Apyrue OeJi-
KM, B 00pa30BaHUU IIepheB, HO UX JOBOJIHHO MHOI'O B OUMHE U paxuce. dacTo
OHMU IIPUCYTCTBYIOT B paMycax M Ppaauycax, KJIeTKH KOTOPBIX IIePBOHAYATILHO
CUHTE3UPYIOT MaJjible IMy4YKu [F-KepaTHHOBBIX HOJMMEPHBIX MOJIEKYJ TOJI-
mrHOH 8-10 HM. OTH IIyUYKH 3aTeM IIOKPBIBAIOTCSA OTJIOMKEHKEeM 00JIBIITOr0 KO-
mudectBa FCbetaP, dopmupyroiero 6oiee TOHKHE U IJINHHBIE HUTH (q1a-
MeTpoM 3-4 HM) ¢ yIIOpsIAoueHHo oceBoi opuenTaliuei (Alibardi 2016). Tpa-
IUITMOHHO 9TO 00pas3oBaHIe 0003HaYaeTCs KaK IephbeBOM KepaTuH, HO hak-
THYECKH OHO IIPEICTABJIAET COOOM POroBhIe MYyYKHM, COAePIKAIIe HEeCKOJILKO
oeskoB: mpeobsiamaromnme FCbetaP, IF kepaTrHbI 1 HeOeTa-pOroBblie OEJIKU
(KommpyoIye reHbl KOTOPHIX, KaK U f-KepaTHHOB, JIOKAJI30BAHEL B «IITHIEP-
MaJbHOM auddeperiimpoouroM Kominaekce» (EDC) xpomocom Saurops-
1dae). Beaxku EDC, numnieHHbie 00acTi 0eTa-CTPYKTYPhI, CHHTE3UPYIOTCS BO
BpeMsI 00pa30BaHMs PAJHNYCOB 1 XaMyJIycoB. KIIlé ToJIbKO IPeICTONT OIeHUTD
U IIPOAHAJIU3NPOBATE, KaKoe CIIeIM(puIeCcKoe BINSIHNE OKa3bIBAIOT TAKIE
VHUKAaJbHBIE O€JIKOBBIE ACCOIIMAIINY HA MeXaHUUYeCKHe XapaKTePUCTUKN
pas3ubIx yacteit mepa (Alibardi 2016).

Ha mocnenueii cragum pocTa NUTAOIINE IIePO KPOBEHOCHBIE COCYOBI, a
TaKKe OTPOCTKM HEHPOHOB, IIOJIHOCTHIO paccackiBaioress. OxoHuaHMe POpMHu-
POBAHUS OUMHA IPOUCXOTUT IIOCJIe MPEeKPaIleHua JeJIeHUSI KJIeTOK MAaT-
PHEKCa, KOTOPBIM OTHEJIAETCS OT IIepa IIyTeM Jerpagalluy COeIuHUTEILHOT-
KaHHOTO CJIOSI COCOYKA. DTOT MPOIIECC IIPUBOIUT K 000CO0IEHII0 TeHePATHUB-
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HO¥ 30HBI 0T C(QOPMUPOBAHHOIO IIepa ¢ 00pa3oBaHuEeM 3a4YaTKa IIepa HOBOM
redepanun (Boiitkesuu 1962).

2.3. Okpacka mepa

Muoroo0Opasue IIBETOB B OIIEPEHUHU IITHUIL IIOPOKIaeTCs PA3HBIME COUeTa-
HUAMU CPAaBHUTEJIFHO HEOOJIBIITOTO YHCJIa OKPAIITeHHBIX BEIIIeCTB U 0COOBIMU
OIITHYECKIMI CBOMCTBAMHU CTPYKTYPHBIX 9JIeMEHTOB mepa. brmoxpomel mIpe-
CTaBJIAIOT cOO0M CMHTE3UpPyeMble *KUBBIMU OpTaHu3MaMU (MJIA TOJIBKO K-
BOTHBIMH — 300XPOMBI) KOHKPETHbBIE XUMHUUYECKHEe BeIlecTBa ¢ MOJIEKYJIaMHU,
MMEOIIIMHU IIBET 34 CUET IOTJIONIeHUA oHeprun ((POTOHOB) oIpeae e HHbBIX
JIJTMH BOJIH CBeTa U oTpaskeHud Apyrux. OHHU ABJISIOTCS KOHEYHBIMU POy K-
TaMHU JTOBOJIBHO JJIMHHBIX OMOCHHTETUUYECKHUX IIyTel, H, CKopee, (PyHKITHO-
HAaJIBHO OTHOCATCS K Ko(pepMeHTaM (WJI BUTAMHHAM), YeM CyOCTPATHBIM Be-
mectBaM (Needham 1974). Ouum yuacTBYIOT B 0OMeHe BeIeCTB ¥ CHHTE3UPY-
I0TCSI UJIH TIOTPEOJIAIOTCS JJIS PA3HBIX (PU3UOJIOTHYECKUX TIeJIeH.

C mpyroit cTOPOHBI, BOJTHOBOM COCTAB CBETOBOTO CIIEKTPA, OTPAYKAEMOT0O OT
mpeaMeTa (B HaIlleM cJIydae mepa), 3aBUCUT OT CTPYKTYPHI €0 II0BEPXHOCTH,
CTeIIeHU e€ IIPO3PAYHOCTH 1 OCOOEHHOCTEI ero BHYTPEHHHUX CJIOEB, €CJIU 10
HUX JOCTUTAIOT (POTOHEI. B pe3ysbTaTe TaKOro B3aMOIEUCTBUSI (POPMUPY-
eTcsI CXeMOXPOMHas (CTPYKTYpPHAasI, CTPYKTYUPOBAaHHAS) OKpaCKa, He 3aBUCS-
1A OT IIPUCYTCTBUA IIMTMEHTOB MJIN U3MEHSIOIIAA UX OIITHYeCKHEe CBOMCTBA
(Burtt 1986).

2.3.1. OcHosHbLe 300xXpombL (huemernmot)”,
gcmpeuqlou,iLecs 8 NePvLaX

Kpacsue BerecTBa pasimdaioTcs 110 CBOEMY ITPOUCXOKISHUT0, COO0IIIA-
eMOI UMY OKPAaCKe U CII0co0y UX paciipeeaeHus B epe. MI3BecTHO HEeCKOJIb-
KO KaTeropuil MUTMEeHTOB IIepa, U3 KOTOPBIX CAMbIe PaCIpPOCTPAHEeHHbBIE: Me-
JIAHUHBI, KaPOTUHOUIBI (OTHOCAIIIMECS K JIUIOXPOMAaM), IICUTTAKO(YIHBUHEI
u nopcpupuusl (Gill 2007; Scott 2010). XapakTepHbIe 1[BeTa, KOTOPhIe CBOM-
CTBEHHBI IINTMEHTAaM, 3aBHUCAT OT IIPOIECCOB, IIPOHUCXOIAIINX HA aTOMaPHOM
YPOBHE, KOTJa CBET BO30Yy KJaeT UX MOJIEKYJIbI, 00J1aaI0IIIe OIINCaHHBIMU
BBIIIIE CHIEITU(PUIECKUMIU CBETOUYBCTBUTEIbHBIMU cBoicTBaMu (Bostwick
2016). BoaBIIMHCTBO KJIACCOB IIMTMEHTOB MMEIOT JpeBHEee IIPOUCXOKIeHIe
U, IIpesKae YeM I[BeT CTaJI 3HAYUMBIM (PAKTOPOM B $KU3HU, BBIIIOJIHAIN IPY-
rue BaskHbBIe Omostorumueckue pyuiinu (Britton 2008). ITlepexpacka cpopmu-
POBAHHOIO Iepa 3a CUET IPOHUKHOBEHNS HOBOT'O IIMTMEHTA B TOTOBYIO CTPYK-
TYPY HEBO3MOKHA.

* [IparTHUECKH: BCe BEIEeCTBA, OKPAIIMBAIININE TKAHN KUBBIX OPraHU3MOB, BBIIIOJIHAIOT MHOKECTBO PasHoo0pas-
HBIX QYHKIUH, TOCTIeIHAS U3 KOTOPBIX — hopMupoBaHue okpacku. [loaTomy 6ostee mpaBUIBHO U HAYYHO HA3BIBATH UX
omoxpomamu (Needham 1974), a He murmeHTaMu, KOTOPBIE TI0 CBOEMY OIPEIEJIEHUI0 MOTYT BXOJAUTH TOJIBKO B COCTAB
JIAKOKPACOUYHBIX cMeceil. OJHAKO B CHJIY 0COGEHHOCTEN IIPUMEHEHNS ITUX TEPMHUHOB HA PA3HBIX A3BIKAX U, 110 OOJIBIIEH
4acTH, B Pe3yJIbTaTe UTHOPUPOBAHUS ITUX 0COOEHHOCTEH OMOXPOMOB OOJIBIITMHCTBOM HCCJIEI0BATEIEH, 1ajIee UCIIOJIh-
3yeTcs 1 Oojee pacpocTpaHEHHOE HAa3BaHME 9TUX BEIIEeCTB.
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OcHOBHBIMU U (PHJIOTEHETHYECKU 0oJiee PEeBHUMU IIUTMEHTAMU SIBJIS-
f0Tcsa MeJtauuHbL. [[pucyTeTBysT B pas3HBIX yyacTKaxX OIAaxajia W CTEPIKHS, B
3aBHCHMOCTH OT COCTABa, KOJIMYECTBA, XapaKkTepa 1 (popMbI 3EPHBIIIEK IINT-
MEHTA, OHU IIOJTHOCTHIO MJIM YACTHUYHO IIOTJIOIIAIOT CBET, IIPHUIABas Iepy 4ep-
HYI0, KpacHO-0ypyo (KOPUIHEBYIO) WM KEITYIO OKpacKy. BieaHo-KEaTyo
OKpacKy pOpMUPYIOT caMble MaJIeHbKHe TPaHyJIbl (peoMeaHmnHa. I'ycroe ero
OTJIOMKEHIE JaeT TEMHBINA OXPUCTO-OyPhIA MM KPacHOBATO-OypPHINA IIBET, 00-
JIee cj1aboe — pyKaBo-OypBIN MJIM OXpHUCTHIE. YEépHBIHA IIBeT 00bsACHSIEeTCS Ha-
XO0KIeHIIeM B I1epe 0O0JIBIIIOr0 KOJIMYeCTBA dyMeJaHUHA, €CJIN €0 MEeHbIIIe —
TO OKpacKa Kaskercs yepHo-0ypoit. KomOmHamm 000MxX MeJJaHNMHOB AT
OJINBKOBO-KOPUYHEBEIE UJIH cepo-oxpucThie ToHA (ByTypaun 1941). Ilmor-
HOCTh OCAKJIeHUA U XapaKTep pacupeaeeHns MeJIAHUHOB B dJIeMeHTax
Imepa ompeessaioT OTTeHKN KopudHesoro uiau ceporo (Gill 2007).

B GonpimmiHcTBe ciiyuaes, paccMaTpUBas OKPACKY IIepbheB, MHOTHE aBTO-
PBI CCHLIIAIOTCA HA HAJIUYKME TOJIbKO ABYX I'PYIIII MEeJIaHUHOB, YKa3aHHBIX
BoeIIIe. TeM He MeHee, MHOTAA BBIIEISIOT €Ié JBa THUIIA 3TUX MUTMEHTOB
(Hudon 2005) unu oobenuusior ux B ogHy rpynny (Needham 1974). Ilep-
BBIU U3 HUX — IUTMEHT, COJEP*RAIINU sKeJIe30, TECHO CBA3aH UJIU, BO3MOSKHO,
UIeHTHUYEeH TPUXOCUAECPUHY. ITU KPaCHbBIE U JKEJIThIe TUTMEHTHI BOJIOC U IIe-
PbeB IIpeacTaBaioT coboit A2,2"-6uc(2H-1,4-6eu3otnasunsl). [losaraior, uro
9TH COeIWHEeHMUsI, HanpuMmep Tpuxocugepu C, BOSHUKAIOT IIPU OKHUCIUTE/Ib-
HOM COYeTaHuHu 3,4-IUTHIPOKCHU(peHnIaIaHnHa U IucTenHa. Bropoi mur-
MEHT OTHOCHUTCS K T'PYIIIIe d9PUTPOMEJIAHMHOB, KOTOPhIe IPOAYIIHPYIOT KAalll-
TAHOBO-KPACHBIHM I[BET, OHM BCTPEUAIOTCS Yy IITUII, HO HUKOIIa aJeKBaTHO He
xapakrepusoBasuch xumudecku (Hudon 2005).

TepmuH «MesaHUE» OBLTI BIIEPBhLIe IPHUMEHEH 0e3 KaKUX ObI TO HU OBLIO
JTAHHBIX XUMUU K TEMHBIM ITUTMEHTaM BOJIOC, IIEPheB U IPYTUX CTPYKTYP
II03BOHOYHEIX. Ha XuMHuUYeckoM ypoBHE TeKYIIMiT KOHCEHCYC B OIIpeaeIeHUN
MeJIAHUHOB 3aKJII0YAaeTCs B 00beJUHEeHUN UX B I'PYIILYy CHJILHO I'eTepPOreH-
HBIX MOJIEKYJI, 00pa30BAHHLIX B pe3yJIbTaTe OKMCJIEHUS (PeHOJIbHBIX COeIM-
HEHUU U IIOCJeOYIOIIEeH IOJMMePU3allny 00pa30oBaHHBIX paHee IPOMEKY-
TOYHBIX IIPoayKTOB (Solano 2014). Ilo cymiecTBy, 3T0 cMeCh Pa3HBIX XUMUIYE-
CKHX BeIleCTB, HO, II0 0OJIbIIEH YacTH, BCe OHU SBJISIIOTCSA MOJIMMEPaMU XH-
HOHA, II09TOMY HMX IIOJKJIACCHI MOKHO pa3JINYaTh II0 TJIABHOMY MOHOMEPY,
HaIpuMep, THA0JbHbIE MeJaHuHbL. MelaHnHbl Bcerma CBSI3aHBI ¢ 0€JIKOM,
YTO CHUKAeT UX pacTBOPUMOCTE B Boje. KpoMme Toro, oHu ©MeIOT BEICOKOE
colepikaHue TSKEIBIX MeTaJ1JI0B (Meab, IIMHK), 0COOeHHO KeJjie3a. Takxe
YacTO B MX COCTABe NPUCYTCTBYIOT KaJablinil u 0apuii. Hexoropsie u3 aTux
9JIEMEHTOB OKAa3bIBAIOTCS 3aXBAYEHHBIMHU B X0JIe MeJIaHOTeHe3a, JIUIIb ITUHK
CBsI3aH ¢ POPMUPOBAHNEM MEJAHOIPOTENHOB, YBEJIUYNBAS IIOTJIOIIEHME
ceera otuMmu oopasosaHuaMu (Needham 1974).

Bropas rpymmna murMeHToB — KAPOTUHOUIBI — XapaKTePU3YIOTCS T€M, UTO
pacmoJiaraiTcsa B KJIeTKaxX Judgdy3Ho, BCTpedasich B KOKe, €€ IIPONU3BOIHBIX
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U IPUJIeTAIINX TKAHAX TaM, OTKYda X MOKHO OBICTPO MOOHJIM30BATH B
KpoBb (Goodwin 1984). [Io Mepe pa3BuTHs II€PHEB OHU IIOCTYHAIOT B (POJIIIH-
KYJIBI CO CTPYKTYPHOM MogudUKaINed nan 0e3 Heé U 3aTeM CTaHOBATCSI
IIPOYHO CBA3AHHBIMHU C OCJIKOBBIMHA HUTSAMU KepPaTUHA. JTO CHUJILHOE CBA3BI-
BaHIe MOKeT BJIHATDH Ha IBeT KapoTtuHonaa. OOuH U TOT sKe KapOTHHOU,
MOZKET OBITH *KEJITHIM, OPAHKEBBIM HJIM KPACHBIM B II€PHAX PA3HBIX BHUI0B
IOTHUIL WJIK Jaske B PA3HBIX IIephsaX OQHOTO M TOTO ke Buaa. Hampumep, &,&-
KapoTUH-3,3'-IM0H ABJISETCS OCHOBHBIM KapPOTHHOUJIOM KaK B KPACHBIX, TaK
u sxéaTeix nepbax mera Carduelis carduelis (Stradi et al. 1995; Britton,
Helliwell 2008).

B otnuume or Mes1aHMHOB, KaPOTUHOKUIBI CHHTE3UPYIOTCS TOJILKO pacTe-
HUSIMH, BOJOPOCIIMU U IPHUOAMH, II09TOMY IITHIIHI JOJISKHEL IIOTPEOIATH UX
¢ OUIIEH: Jub0 HeIoCPeICTBEHHO B BUAe YacTel pacTeHUH, 00 KOCBEHHO,
cheas Te OPraHu3Mbl, KOTOpble UMM IHTAIOTCA. PsSa BHIOB ITHIL MCIOJIb-
3yeT pa3Hoo0pas3Hble MOJIEKYJIbI KaPOTHHOWIOB MJIN He II0JTHOCTBIO ChopMII-
POBAHHBIX IIPEIIITECTBEHHUKOB JIJI UX IIPeBPAaIlleHUs B OIIpeIeIEHHYIO (Pop-
My, BcTpeuatonryiocs B onepennnu (Bostwick 2016). IIpucyrcTBre KapoTHHO-
MTHOM OKPACKU IIePhEB IIOATBEP:KIEHO Had 2956 BHUO0OB, KOTOPhIe IPUHAI-
JexaT K 95 ceMelicTBaM COBPEMEHHBIX ITHUIL. JTU JaHHbI€ ObLIN II0JIYYeHbI
mocye uayuenus 9993 sumgos u3 236 cemeiicts (Thomas et al. 2014).

Kaporunongubie coequHeHN 0TBEYAIOT 3a IPKHe KPACHbIE, OPAHKEBbIe
u skénreie niBeta. MHorma 3a mosreToBhIie, 3e/I€HbIE, CHHIE U VIbTpadmroie-
toBele (Britton 2008; Liaaen-Jensen, Lutnoes 2008b; Gill 2007), xoTopsnie
IIOJIYYAIOTCS IPU 00Pa30BAHUH CJIOMKHBIX KOMILIIEKCOB 9THX 300XPOMOB C 0eJI-
kamu. BeJKu mpuaaoT KapoTUHOUIAM He TOJIBKO HOBBIE OITHYECKIE CBOM-
cTBa, HO U crabuiabHocTh (Britton et al. 2008; Britton, Helliwell 2008; Kéhn
et al. 2008). Ot OMOXPOMBI YACTO IPUCYTCTBYIOT B HMePbAX IITHII, OKPAaIIleH-
HBIX MeJannHamu (Stegmann 1956), X0Ts1, B IPOTHUBOIIOJI0KHOCTE MM, Kapo-
THUHOMIBI MeHee YCTOMUYHBEL K Pa3JIMYHBIM Bo3geiicTBusaM. BHe mepuoga
JIMHBKHY IO BJUSHINEM BHEIITHHUX YCJIOBUI OKPAaCKa 9THUX COeIUHEHUI B IIepe
MoskeT naMeHaThbea (BoiTkeBua 1962).

KaporuHouabsl MOKHO pas3genTh Ha ABe TPYIIIbl: KAPOTHUHBI (II0JTHMePhI
C YHCTO YTJI€BOIOPOIHBIMU 9JIEMEHTAMI) M OKCHKAPOTHHOUIEI (KCAHTOMILII-
J16I) (C IPHCYTCTBHEM KHCJIOPOIa UJIN THAPOKCUIBHEIX Ipyn). B HacTosiee
Bpemsa u3 6osee uem 1100 XUMHUYECKH Pa3JIUYHBIX KAPOTUHOHUI0B, 00HAPY-
skeHHbIX B mpupoe (Isler 1971; Straub 1987; Krinsky et al. 1989; Britton et
al. 2004, 2008; Chen 2015; Stange 2016; Yabuzaki 2017), 0b1710 uaeHTHQT-
IIMPOBAHO BCETo JUIIE 0K0JI0 30 B palnoHe, IjiadMe KpoBHU U (HMJIN) IIePhIX
orutl (McGraw 2006; Bleiweiss 2014).

OCHOBHBIMUY IIUTMEHTAMM, COCTABJIAIOIINMU K EJITHIHA (U CTPYKTYPHBIH
3eJIEHBIN) 1[BeT, HanmpuMep, y cuaull Paridae, aBisiorcs KcaHTOMMILIIBL: JIFO-
TeMH, 3eaKCAHTUH 1 KPUITOKCAHTHH. IIepBhIi OHM TOJIyYaIoT U3 CheIeHHBIX
T'YCeHHUII, IIPIMYeM NHTEeHCHUBHOCTD IIBETa HAIIPSIMYIO CBI3aHAa C O0MJINEM 9THX
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JIMYUHOK B palriroHe. 3a KPACHBIH I[BET OTBETCTBEHHEI IPyTrHe MUTMEeHTHI,
HaIIpuMep, acTaKCaHTHH u JopagekcadnTuH (Lima-de-Faria 2012). B 1eom,
OOJIBIIIMHCTBO HA3E€MHBIX IITHII, BUIUMO, IOJYIAOT IIHIILY, 00raTyio JIIOTEeH-
HOM U 3€aKCAHTHUHOM, TOIJa KaK BOIHBIE HITHIIBI UMEIOT OOJIBINMHHI JOCTYH K
rasaHuaxcanTuny u pymuxcantury (Bostwick 2016).

[Itumir MoskHO paccMaTPUBATH KAK 0COOBIX AaKKYMYJIITOPOB KCAHTOMMII-
JIOB. JTO 00BSICHSIETCS TJIABHBIM 00pa30M ILJIOX0M adcopOIireil KapoTHHOB, a
TaKsKe TeM, YTO OHU IIpeBpalranTcsa opranu3mom B ButamuH A (Goodwin
1984). JIums npu n300MINH KapPOTHHOB B PAIIMOHE OHM MOT'YT OBITh TAKMKe
IpeKypcopaMu IIMTMeHTOB, JenoHupyeMbIix B mepbsax (Hudon 2005).

OKcHKapPOTHHOMIH MOKHO pasmesuTsb Ha rpynnsl (Hudon 2005): 1) gue-
TUYECKHe KCAHTO(UILIBI (JIIOTENH, 3eaKCAHTHH); 2) KpacHble 4-0KCOKapOTH-
HOUOEI (ACTAKCAHTHH, KAHTAKCAHTHH, aJJOHUPYOMH 1 T.1.); 3) sKEJIThIe Kapo-
THH-3-0HBI (KaHapeeuHble KCAHTOMMILIBI); 4) CBET/I0-3KEJIThIe THKO(YIbBU-
=l (7,8-IUTHIPOKAaPOTHHOMIEI); 4) IPKO-KPACHEIN PeTPOIernIPOKAPOTHHOM/T
(POTOKCAHTHH).

Kpowme Toro, siummoxpoMHass oKpacka IepbeB OTHUIL MOKeT QOPMHPOBATH-
Csd U 34 CUET APYToro Kjacca sKUPOPaCTBOPUMBIX ITUTMEHTOB — IICUTTAKOQY-
JIbBUHOB, KOTOPBIE BCTPEUYAIOTCSA TOJIBKO y mommyraes Psittaciformes.

IIepbeBble TOPPUPHUHBI IPOUCXOKISHIEM CBI3aHBI C KeJIe30CoaepKa-
IIIIMH T€MOTJIOOMHOM U KETUHBIMU IINTMeHTaMu nederu. Ilpupoaubie mop-
pupuHEL Tpou3BOAATCA U3 CYKINHII- KoA (IIpoMesxyTouHOe coeTruHeHne
mukaa Kpeoca) m amunorucsorel riuirmiaa (Needham 1974). Ouu hopmu-
PYIOT MHTEHCHUBHYIO KPACHYI0 DJIYOPECIIEHIINIO IIPHU YIILTPA(PHOIETOBOM OCBE-
meruu. [lopdpupuHb! comep:raTcss B KpaCHOBATHIX MJIU KOPHUYHEBBIX IEPHIX.
OmHaxo oHM 00HAPYKUBAIOTCA TJIABHBIM 00Pa30M B HOBBIX IIEePhAX, TAK KaK
XUMUYECKU HeCTAOMJILHBI M JIETKO paspymaiorcs cosiHedyHbiM cBeToMm (Gill
2007). O mpucyTCcTBUHM ITIOPPUPUHOB B IIEPHIX CHETHUPEH JaHHBIX HeT.

YV mrui ects 1 6osiee penkme ormoxpomel. CheHUCITMHEL — 3TO HeJIaBHO 00-
Hapy:KeHHas KaTeTrOpHs oHIO0T€HHO CHHTE3UPYEMBIX $KEJITO-0PAHKEBhIX IIUT-
MEHTOB, XapaKTePHBIX MCKJJIIOUYNTEIHLHO /I IepheB MUHIBIHOB Sphenisci-
formes (Thomas et al. 2013). XuMuduecKkr OHU CXOTHEI C JKEJITBIMH U Kpac-
HBIMU IITEPUHOBBIMU TUTMeHTaMu. IITepuHbBI 1 poacTBeHHBIE UM ITUTMEHTHI
(HampuMep, HEKOTOpPbIe MYPUHBI U (PJIABMHBI) SABJIAIOTCA II0OOYHBIMU IIPO-
OyKTaMHu KaTa0oJIm3Ma IIyPUHOBBIX HYKJIEOTHIOB — aJdeHO3HuHTpHpocdaTa
(AT®) u/unm ryamosunrpudocpara (I'TD). V maruir oHu He BCTpedyaioTcs B
IIOKPOBHEIX CTPYKTypax. DIaBMHBI HPEICTABIIAIOT COO0H TeTepOIKIIMYe-
CKHe€ COeQUHEHNsI, OCHOBHBIM IUIIEBBIM MCTOYHHUKOM KOTOPHBIX SIBJISIETCS BH-
tamuH Bs (pubodiaBuH) u ero mpousBogubie (Roy et al. 2019).

2.8.2. CxemoxpomHas oKpacka nepa

CxemoxpomHas (CTPYKTypPHAasa, CTPYKTYHPOBAHHA) OKpacKa OllepeHMsI
oIIpeIesIsIeTcs OCOOBIMH CTPYKTYPaMU, KOTOPHIE CO3TAI0T IIBET II0 OITHYE-
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CKMM IIpHHIUIAM (HaIpuMep, Judpakiius, IpeJoMIeHne, HHTeP(pepeHIs)
(Burtt 1986; Durrer 1986; Prum 1999; Prum, Torres 2012; Hudon 2005;
Kinoshita et al. 2008; Scott 2010; McCoy et al. 2018). UToroBas okpacka
OIlIepeHus — Ta, KOTOPYIO MBI BUIUM — IIPEJICTABJIsIET cOO0M CJIOKHOE B3aU-
MOeHCTBIE CBeTA C IPUCYTCTBYIOIIMME B IIepe IIUTMEeHTaMt U CTPYKTYPHBI-
mu asemeHTamu. [lo cyTu, oHa aBIsIeTCA CyMMOM ONTHYECKUX CBOMCTB ITUT-
MEHTOB, UX YIIOPAJOUYEeHHBIX KOMILIEKCOB, TEKCTYPHI X CTPYKTYPHI IIepa, a
TaKKe YIACTKOB OIIEPEHIS B IIeJIOM, OIIpede/IsIeMbIX XapaKTepoM IIagaroIe-
ro HA HUX CBeTA.

CxeMOXpPOMBI 4aCTO CO3aal0TCsA YeThIpbMs criocobamu (Uepuosa u ap.
2004; Prum et al. 2009; Roy et al. 2019). Bo-mepBrIX, TpEXMEPHBIM aMOpPd-
HBIM (MM KBA3UYIIOPAJA0YEHHBIM) I'yOUaThIM [-KepaTHHOM M HAHOCTPYKTY-
pamu, 00pa30BAHHBIMI 3AII0JTHEHHBIMU BO3IYXOM M CJAYUYANHO OPUEHTHUPO-
BAHHBIMH MEeIYJLIIPHBIMH KJIETKAMH PAINYCOB. 3a CUET HEYIIOPAIOUeHHOI0
dasoBoro pasmesenusa f-kepaTuHa 1 IIUTOIIA3MBI TAKHX KJIETOK CBET OTPAa-
’KaeTCs He KOTePeHTHO U Hepo BITJIAIUT O0esibiM (BoiitkeBuu 1962; Prum et
al. 2009; Saranathan et al. 2012). Crep:xHU KepaTHHA B CTEHKAX 3TUX KJIe-
TOK UMEeIOT OOJIBIIION JUaMeTp 1 OTPasKaioT BCe JIJINHBI BOJIH CBETAa IIPHUMEPHO
omuuaxoBo (Hudon 2005). Eciz Takue KiIeTKH MMEIOT HEIIPaBUJILHYIO Oop-
My, TO OeJIM3Ha MOKEeT yCHUJINBAThCA.

Bo-BTOpHIX, yIIOpsHOUYeHHbIE HAHOCTPYKTYPHBI IIepa PasIMIAI0TCs II0 CTPO-
€HHUIO0 B OJIHOM, ABYX WM Tpex mamepeHuax. OHu 3aTparuBamoT Kak Gopmy
pagmyca, Tak U popMy KPIOYOUYKOB M UX MHUKPOCTPYKTYpPY (UepHOoBa u Op.
2004). Pagy:xHas okpacka IoJydaeTcs IIPU KOMOMHHPOBAHUU MOIITHOTO
IIUTMEHTHOTO CJIOS, KOHIIEHTPUPYIOIIEroCcsa B OJJHOM HJIM HEeCKOJbKUX PsIax
MO3TOBBIX KJIETOK, CO CBETOOTPAKAIOIIMMI CBOMCTBAMU UX CHUJIHLHO YTOJIIIIEH-
HBIX HaPYysKHBIX CTEHOK, ¥ IIPOKPBIBAIOIIET0 9TOT KOMILJIEKC IIPO3PaYHOro KOp-
KOBOTO cJ1051. B pe3yJibTaTe aToro cBeT oTpaskaeTcs KOTepeHTHO, 00pa3ys pa-
Iy*KHBbIE IIePeJIUBbI, KOTOPhIe M3MEHIIOT OTTEHOK B 3aBHMCHUMOCTH OT yIJia IIa-
nmaronero ceera uan HabmogeHusa (Rawles 1960; Finger, Burkhardt 1994;
Cuthill et al. 2000; Gill 2007). B neppax paayskHbIe IIBeTa BOSHUKAIOT B OC-
HOBHOM Ha paauycax oJiaromapsa HHTep@epeHIINY CBEeTOBLIX BOJIH, OTpaska-
IOIIUXCA OT HAPY*KHOU U BHYTPEHHEU ITOBEPXHOCTEN 9TUX 3JIEMEHTOB, CTPYK-
TYP UX CePAIIEBUHEI, a TaK:Ke 0JIaroaaps IOTJIONIEHIO CBeTa TpaHyJIaMu O1o-
xpomoB (UeprosBa u ap. 2004; McGraw 2004d; Hudon 2005). /113 BO3HUK-
HOBEHUS MeTaJIJIMYEeCKOro 0Jiecka HeoOXOOMMO HaJIuvune IIUTMEeHTHOH! II0/I-
KJIQOKH, II09TOMY IIephs AJILOMHOCOB €0 JIUIIEHEI.

B-Tpetbux, ry0uaThIii Meay IIAPHBINA CJION PAINyCOB, PAMYCOB M paxuca,
B 3aBHCHMOCTH OT pas3Mepa ero MUKPOCTPYKTYP, MOKET BEIOOPOYHO OTPAKaTh
CBET OIIPeIeJIEHHBIX JJINH BOJIH 1 COOTBETCTBEHHO OKpaIruBaThes. Ilomyda-
eTCs, UTO JIaMeJLISIPHBIE 1 KPUCTAJIIINYECKNEe PeIIETKN KJIeTOK 1 IIMTMEHTOB
IPOU3BOIAT CUJILHYIO PAIysKHOCTD, 4 KBA3UYIIOPSII0UEHHbIE CTPYKTYPBI —
cy1a0ble niIu He panyskxHble 1iBeta (Roy et al. 2019). He pangy:kHBIE CTPYKTYP-
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HBbIe I[BeTa MOJIYyYAITCS TOrJa, KOTa YACTHUILLI, OTPAKAIOIIe CBEeT, B qua-
MeTpe MeHbIIe IJIMHBI BOJIHEI OIIPeIeJIEHHOr0 yUacTKa ciekTpa. Tak, ecian
OHM MeHBbIIIe, YeM JJIMHA BOJHBI KPAaCHOTO M sKEJITOr0 CBeTa, TO OT HUX OyIer
oTpaskaThCAd MJIM PpacceruBaThCs 00JIbIIIe KOPOTKOBOJIHOBOTO (CHHET0), YeM
JIJIMHHOBOJIHOBOI'O KOMIIOHEHTOB COJIHEUYHOT'O cBeTa. JTOT d(pdeKT, M3BECT-
HBINA Kak paccednue Pajesa niau Tungansa, mpugaéT IIOKpoBaM KUBOTHBIX CH-
HUH 1BeT 0e3 yuyacTusa Kakux-1roo murmenToB (Britton 2008). Korga pacce-
MBAOIIIMe YaCTUIILI 00JIbIIIE, YeM JI00asI JJINHA BOJIHEI CBeTa, 1 HeT HUKAKOI
JTUCKPUMUHAIIAH 110 JJINHE BOJHBI, PACCESIHHBINA CBET ABJISIETCS OJIbIM.

B-uyeTBepTHIX, CyIIIECTBYET €I¢ OAUH KpaiiHe PeIKNi TUI He ITUTMeHTHON
OKpacKu — Y€pHLIHA. Ilepbsa BEIMIAIAT OUueHb YEPHBIMHU M3-3a 0C000I0 CTpoe-
HUS PaINyCOB, KOTOPBIE JIUIIIEHBI IUTMEHTOB 1 YpEe3BBIYANHO a(pPeKTUBHEI
B IIpomnmyckanuu ceera. IIpoHnkas BHYTPb, €ro JIy4u pacCeruBaiTCs, YTO IIPH-
BoauT K ux mmoaHomy morJionieruio (McCoy et al. 2018).

HexoToprble 11BeTOBBIE KATETOPUH II€PHEB IITUIL IIPOM3BOISTCA MCKIIIOYUH-
TeJILHO IINTMEeHTaMHU, IPYTHe — TOJIbKO CTPYKTYPaMH, HO CYIIIeCTBYIOT IIBETa,
IIoJIydaeMble TOJIbKO IPH UX B3aUMOJIEMCTBUH. TaKue IIBeTa IIepeIaloTcs C
IIOMOIIHI0 KOMOMHUPOBAHHBIX MEXaHU3MOB U UX TPYIHO BOCIIPOU3BECTH C
IIOMOIIIBIO JII00OTO Apyroro MexauuaMa usoauposauuo (Rawles 1960; Roy et
al. 2019). Hammpumep, 3eJI€HBII IIBET — 9TO, KaK IIPABIJIO, COUeTAHNE CHHEHN
CTPYKTYPHOM OKPACKH M HAJIWYUS B IIEPhIX $KEJITOTO IIUrMeHTa. B peayinb-
TaTe Pa3JINYHBIX HAPYIIEHWH IIPH II0TePe CTPYKTYPHOIN OKPACKH MJIN BBIIIA-
JeHUU U3 He€ MUTMEeHTOB II0JIy4YaioTes pasHble 1iBeToBbIe Mopdbl (Gill 2007).
Apxuit mpumep — JoMeCTU(PUITMPOBAHHLIE PA3HOBUIHOCTH BOJHHCTBIX IIO-
nyraunkoB Melopsittacus undulatus: 3enéHbvie B HOpMe, *KEITHIE 0e3 cxe-
MaxpoMa, CuHUe 0e3 TUTMeHTA.

CTpyKTypHBIE 9JIEMEHTHI IIPUIAIOT IIePhsIM He TOJILKO IIBET, HO U XapakK-
Tep UX IIOBEePXHOCTU. bapxaTucTocTs (II0JIHOE OTCYTCTBHE 0JIeCKa) 3aBUCUT OT
HAJUMYMS MHOYKECTBA BUIOM3MEHEHHBIX OOPOIOK, MMEIOIIHX (pOpMy IIETH-
HOK HJIM IITUIINKOB, OPHEHTUPOBAHHBIX IIEPIIeHIUKYJIAPHO K IIOBEPXHOCTH
mepa ¥ PacHoJIOMKEHHBIX T'yCTO IIapaJiIeIbHBIMU PSAIaMU, OJarogapst 4eMy
mpoucxoguT morstonienue ceera (BoiitkeBuu 1962). ['J1sgsHIIeBas TOBEPXHOCTD
o0OpaasyeTcs, ecJIv IIepo IJIaJKoe M XOPOIIIO0 OTPaYKaeT CBeT.

Taxum oOpasoM, 01arogapsa COUETAHUIO CBOEOOPA3HBIX CTPYKTYP, KOMOM-
HAIIMY KePaTUHOB U IIMTMEHTOB, Y IITUIL HAaOJII0IaeTcsa 3HAYUTEJILHO 00JIb-
IIIee pa3HooOpaaue IIBEeTOB B okpacke omnepenus (Bostwick 2016), uem aTo
OBLIIO OBI BO3MOIKHO TOJIBKO 34 CUET IIUTMEHTOB.
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3. VILTPA®OUOJIETOBOE OTPAXKEHUE U VIACTUE
BMOXPOMOB B CUCTEME I[BETOBOTO 3PEHUA TITUII
(PASSERIDA)

«B 6YAYI_[ICM HI OAHH OTYCT O KOHKPECTHOM
BHAC ITTHUIT HC MOXKCT CUUTATBCA IIOAHBIM, CCAIL
OH HUr HOpI/IpyeT SPHTCABHbIﬁ ’dHHapaT».

Keticu Aasbept Bya (Wood 1917; Martin 2017)

Paccmorpennsbie Boillie PU3MYECKHe U XUMHUYECKIe 0COOEHHOCTH (POPMU-
POBAHMA UTOTOBOI OKPACKH OII€PEHMS IITHIL JOJIT0€ BPeMsi 0CTaBaJINCh JINIIIH
CyObeKTUBHBIM MHEHMEM YeJI0BeKa, OMUCHIBAIIIEr0 YBUIEHHOE, IIOKA B 9TH
JaHHbIe He ObLIa BBeIeHa 0co0as IIOIIPaBKa, YUYNUTHIBAIOIIAS CHUCTEMY 3PH-
TEJILHOI'O BOCIIPUATHUSA CAMUX IITHII,

[Ituier Oosbilie, YeM APYTHeE $KUBBIE OPTaHU3MBI, PYKOBOICTBYIOTCS 3pe-
HueMm. VX riraza uMeoT TPpu OCHOBHBIX CTPYKTYPHO-(PYHKITMOHAJIBHBIX KOM-
IIOHEeHTAa: 0co0oe II0JIOKEeHMe B T'0JIOBe U (popMa TJia3, UX ONTHYECKas CHUC-
TeMa, BOCIIPOM3BOIAIIAS U300paskeHie MIUPa, U CeTYATKA, KOHBEPTUPYIOIIA
ero0 B CUTHAJI JIJII 00pa0OTKM HEePBHOM CHCTEMOIi. XOTsI BCe 9TU KOMIIOHEHTHI
paboTaT B IIMPOKUX IpeIesiax, a B KaKIOM 13 HUX CYIIIeCTBYeT MHOKECTBO
BapHAaIlfii, TAK YTO pa3HooOpasue IJ1a3 1 CBI3AHHBIX ¢ HIMH BO3MOMKHOCTEH
CTOJIb K€ BeJHKO, KaK 1 KOJHUYECTBO BUI0B IITHIL, OOUTAIOIINX Ha 3eMJe
(Martin 2017).

OcuoBHBIE KpuTepUU d9P(PEeKTUBHOCTH I'JIa3 BKJIIOYAIOT: a0COIIOTHBIH I10-
POT 3peHU IIPHU TYCKJIOM CBeTe; IIOPOTr MHTEHCUBHOCTU HJIN XPOMaTHYe-
CKOT'0 KOHTPACTA JJIsI 00HAPYKEeHUA PA3JIUYUHA IBYX NCTOYHUKOB; IPOCTPAH-
CTBEHHOE pa3pelleHne; CKOPOCTh II0JyUYeHua nHpopmal; gopMa 1 pas-
MepsI o 3perus (Walls 1963; Pumphrey 1961; Meyer 1977; Meyer 1986).
OTH orpaHuveHNs, yCTaHABINBAaeMbIe TJIa30M Ha 3peHNe, BASKHEI JIJIs ITOH-
MAaHHs TOTO, KaK CHCTeMAa BOCIPUITUSI OKPYKAIOIIEH Cpeabl COOTBETCTBYET
noBemeHwuio u okosoruu Buga (Martin, Osorio 2010). OgHako, 13 Bcero Ha-
Oopa KpuUTepueB, OIpeaesIaIINX 3HaUeHne OKPACKU OIIePEeHUS C IIOMOIITHIO
3peHusa, HanOoJIee BasKHO 3HaHME 0COOHHOCTEeI IIBETOBOT0 BOCIPUATHUS
IITUII, KOTOPOE MOKET CUJIBHO OTJIMYATHCS OT HAIIIeTo.

3.1. Cucrema pacno3HaBaHUS CBETOBBIX BOJIH ITHUIlAMU

Cser — 910 oHA 13 POPM 3JIEKTPOMATHUTHOTO U3JIyIEHN, OOIIIIM CBOM-
CTBOM BOJIH KOTOPOTO SIBJISIETCS TO, YTO OHH IIOIAEPKUBAIOT OIpeaesIEHHoe
pacCcTosTHIEe MEXKIy UX II0CIeN0BaTeJIbHBIMHU MUKaMI — JJIUHY BoJHBI (Gun-
ther 2012). CosHile n3ay4yaeTr aJIeKTPOMATHUTHEIE BOJIHBI B IIIMPOKOM JIHA-
ma3oHe OJuH (CIIeKTp). BHOUMEBIN cBET — 9TO Ta YacThb 9JIEKTPOMATHUTHOIO
CIIEKTpPa, K KOTOPOMY UYBCTBHUTEJBLHBI UessoBeueckue riiasa (Gunther 2012).
B oTsmume ot Hac, :KMBOTHBIE MOT'YT BOCHPHUHUMATEL MEHBIILYIO UJIA O0JIBIITYIO
YacTh ODIIEro 2JIEKTPOMATrHUTHOTO CIIeKTPA.
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[IseT xapaxTepusyet J00bIe 00BEKTHI OIIpeae I HHbIM o0pasomM. OH mIpe-
CTaBJIAET CO00I CBOMCTBEHHBIN TOJHKO €My JUAIa30H CBETOBBIX BOJIH, OTPAa-
JKATOIIXCA OT JIIOOBIX IToBepxHocTeil mpu ocBemnlennu (Bostwick 2016). Ise-
TOBOE 3PEHHEe — 3TO CIIOCOOHOCTDH Pa3INYaTh 00BEKTHI II0 OTPaKaeMOil MU
JIJINHE BOJIHBI, 4 He II0 MHTeHCUBHOCTH cBeTa. /1JIg BO3MOKHOCTH ero PyHK-
IIOHUPOBAHMNS TpeOyeTcs HAJINYNe He MeHee IBYX, JIy4Ille OOJIbIIle, CIIeKT-
PaJIbHO OTJIMYHBIX TUIIOB (POTOPEIIEITOPOB, BHIXOIHEIE CUTHAJIBI KOTOPHIX
MOT'YT CpaBHHBAThCI HepBHOI cuctemoir (Hart 2001). Takum obpasom, 11BeT —
9TO CBOMICTBO HEPBHOII CHCTEMEI, a He OKpysxaIiei cpeasl. [[BeToBoe 3perne
IIpeJHA3SHAYEHO IJI YIIYUIIIeHUS MHQOPMAIIHK O IIPOCTPAHCTBE, KOTOPAS CO-
o0IIIaeT 0 HAJUYUHU U CBOMCTBAX OIIpeIeJIeHHBIX TUIIOB 00beKTOB, SBJISIO-
ITUXCS KJIIOYEeBBIMU B :KMU3HU *KBoTHOrO (Martin 2017).

CeruaTka ry1a3 ITHIL COOEPKUT OOJIBIIIE THUIIOB PEIIeIITOPOB I[BETAa, YeM
ux ObLI0 OOHapyskeHo y yesaoBeka (Tanaka 2015). Otu pasnaumymns o3HAYAIOT,
YTO JIJISI MHOTHX IleJIell Hallle 3peHHe U er0 CTAHIaPThI, OCHOBAHHEIE Ha APY-
roii IIcuxXo(pHU3nKe, He MOAX0IAT JI M3y YeHNI B3y AJIBHOTO IIOBEIEHIS IITHI]
(Cuthill et al. 2000). Ha camom gesie MBI gJaske He MOKeM 3HATH, BUIAT JIN
IITHUIIEL «IIBET» TaK sKe, KaK MbI. BC€, YTO MOKHO ¢ YBEpPEHHOCTHIO oIIpee-
JIUTh — 9TO AUATIA30H JIJTMH BOJIH CBETAa, K KOTOPOMY YYBCTBUTEJILHBI 9TH SKH-
BOTHBIE (BUAUMBIN CHEKTP IITHIT), U TO, KAK WX IJIa3a MOTYT Pa3aeJIuTh dTOT
CIIEKTpP Ha oTheabHble yuacTku (Martin 2017).

OTHOCHTEILHO TOJICTAsI CeTYATKA IITUIl, B CPABHEHUM C JPYTHUMU II03BO-
HOYHBIMH, COIEPKUT 0COOBIH HAOOP POTOPEIIEIITOPOB U JeMOHCTPUPYET He-
CKOJIBKO BO3MOYKHBIX KOMOMHAITUH o0JiacTeil (1IN SIMOK), HEOOXOMUMBIX IJIs
0ostee octporo 3perus (Meyer 1986). Ha cerogusamnamii 1eHs M3BECTHO, UTO
JIJIS PacIo3HABAHUS KaPTHUHBI BHEIITHETO MUPA IITHUITEI UMEIOT CeMb Pa3JInd-
HBIX THIOB (POTOPEIeNITOPOB: MAJIOUKH, YeThIpe TUIIA OJUHOYHBIX KOJIOOUEK
(Chen, Goldsmith 1986) u gBa Tuma gBoiiHbIX Kosoouek (Hart 2001). PasHo-
oOpasue OOUMHOYHBIX KOJIOOUEK KJIACCUPHUIIMPYETCSI B COOTBETCTBUU C II0JIO-
SKEeHIEM B CIIEKTPe MaKCHMAaJIbHON YYBCTBUTEIBLHOCTH COAEPIKAIIMIXCSA B HIX
doronurmenToB (Martin 2017).

BoabIIMHCTBO sKMBOTHBIX CIIEITUAJIN3UPYIOTCSI HA 3PEHUU B OIPeIe/ICH-
HOM JHAaIla30He MHTeHCUBHOCTH CBETAa, ¥ OHO OIITUMUI3UPOBAHO JI00 OJIs IIPO-
CTPAHCTBEHHOI'0 pa3pelieHus, JU00 IJIsd YyBCcTBUTeabHOCTU. [lamouku mpu-
MepHO B 25 (muorga 100) pas 6ojiee uyBcTBUTEIbHEI, ueM Kosabouku (Hart
2001). Orn PyHKIIMOHUPYIOT B OCHOBHOM IIPH cJ1a00M OCBeIIeHUU (CKOTOIIM-
veckue ycsoBuss) (Cuthill et al. 2000; Martin, Osorio 2010). Kosbouku mc-
IIOJIBL3YIOTCSI IIPH 00JIee BBICOKHUX YPOBHSIX OCBEIIEHHOCTH THEM ((hoTommue-
CKMe yCJIOBHSI) M HeIIOCPEICTBEHHO OTBEUAIOT 3a I1BeToBoe 3peHue (Vorobyev,
Osorio 1998; Stoddard, Prum 2011; Douglas, Cronin 2016; Martin 2017).
YcemoBus, mpu KOTOphIX paboTaroT 00e crucTeMbl POTOPEIeITOPOB (CyMepKH),
HaabpIBaloTCa Me3donuueckuMu (Stockman, Sharpe 2008). O61ree cBoiicTBO
IJ1a3 C TAKOHM CHCTEMOM 3peHmnsd n3BecTHO enre ¢ Havasia XIX Beka. Ilpu atom
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B JHEBHOE BpeMsI Ha0JTIogaeTcs 00JIbIIAas YYBCTBUTEILHOCTD K JJIMHHBIM BOJI-
HaM, a IpH HU3KOM MHTeHCHUBHOCTU cBeTa — K KoporkuM (Hart 2001).

JIBo¥iHbBIE KOJIOOYKH IIMTHMPOKO PACIIPOCTPAHEHBI Y MHOTHX II03BOHOYHBIX,
HO OTCYTCTBYIOT y MJIeKoIruTamoinx. Kasmas mapa oTux perenTtopoB 3aHU-
MaeT B YeThIpe pasa 0oJIbllle ILIOIIAMN IIOIePEeUYHOr0 CeUeHUSI OJHMHOYHOI0
KoHyca, a Bce BmecTe — 10 82% cetuarrku (Hart 2001). XoTa xoaudecTBO
JBOMHEBIX KOJIOOUEK COCTABJISAET IPHUMEPHO IIOJOBHUHY BCeX (POTOPEIIeIITOPOB
y OHEBHBIX BUIOB IITUIl, OHI He SBJISIOTCI YacThI0 MeXaHMN3Ma I[BETOBOIO
apeuus (Hart 2001; Vorobyev, Osorio 1998; Martin 2017). x posap emré
OCTaeTcsI HesCHOM, HO IIPeIIoJIaraeTcs, YTo OHU MOTYT IIPeICTABJIATE cO00
OTHEeIbHBIA KaHAJI, CUTHAJIHU3UPYIOIIHNI 0 APKOCTH IIPEIMETOB IIPH BEICOKOM
YPOBHE OCBEIIeHU I, KOTOPBIA UCIIOJIB3YeTCA IJI OOHAPY KeHU IBUKEeHNA U
omnpeneeHHBIX aciiekToB BumeHus opmbl (Cuthill et al. 2000; Martin, Oso-
rio 2010; Martin 2017). C gpyroii CTOpOHEBI, BO3MOYKHO, UYTO JBOMHBIE K0OJIO0Y-
K1 MOTYT OBITh BOBJIEUEHBI B MEXaHN3M O0HAPYKEHUA II0JIIPHU30BAHHOTO
CBeTa, KOTOPBIM IIpuMeHsIeTcsa A1 opueHTanmu u Hapuranmu (Cuthill et al.
2000). CpaBHeHNe MHTEHCUBHOCTH KOPOTKUX U JJIUHHBIX BOJIH MOKET II0-
TeHIIMAJIBLHO JIaTh *KUBOTHOMY YYBCTBUTEJILHYIO OIIEHKY IT0JIOKEHIS COJIHIIA,
Jaske Korga oHo cKpuITo oT Habamoaaress (Bennett, Cuthill 1994). Taxum
o0pasom, HeCMOTPSA Ha pa3HooOpasue poTOPeIenITOPOB U YUNTHIBASI KOJIMYe-
CTBO TeX, KOTOPhIe peaIbHO MCIOJIb3YIOTCI IITUI[AMHU JIJIS PACIIO3HABAHUS
I[BeTa, UX 3PeHNe MOKHO HAa3BATh TETPAaXPOMAaTUUECKIIM.

CroexrpocoToMeTprdecKrie B3MepeHNUsI MAKCIMYMOB YYBCTBUTEIbLHOCTH
(Amax) OTOIIMTMEHTOB, OOHAPYKEHHBIX B CETUYATKE IITUII, IIOKA3bIBAIOT, YTO
OHU HOAPAa3aesaioTcsa Ha IIATh KJaccoB (UeThIpe B pellerITropax KoJIOOUeK U
OOWH B pellelniTopax majiouek). YeTeIpe 13 9TUX KJIacCOB POTOIMUTMEHTOB,
BKJIIOYAS Te, YTO OOHAPYKEHBI B IIAJIOYKAX, ITOKA3hIBAIOT BBICOKYIO CTEIIEHbD
CXOJICTBA CPeIH IIIHPOKOro ciieKkTpa BuaoB. OqHAKO BApHAIINU YYBCTBUTEIb-
HOCTHU IIMTMEHTA B OCTAaBIIIEeMCS THUIIE (POTOPEIEIITOPOB N3MEHIIOT CII0C00-
HOCTb ITHIL Pa3JInuvyaTh IIBeTa Ha KOPOTKOBOJIHOBOM KOHIIE CIIEKTPa, KOTO-
PBIH oIIpenesIsgeT, MOMKeT JIU IITUIIAa BUIEeTh yJIbTpaduoseroBoe (YD) m3iry-
JyeHMe UJIN HeT.

[IaTh TUIIOB 3pUTEILHBIX IUTMEHTOB IITUIL 0003HAYAIOTCA CJIeAYIOITHNM
oopasom: RH1— pomomicuH Tuna 1 (Amax 500 HM); RH2 — pomonicuu Tuma 2
(Amax 505 uM) (HaxomuTcs B MWS perientopax, 3es1éHbii quamasoHn); SWS; —
KOPOTKOBOJIHOBBIH TUIT 1 (Amax 365/410 um) (UVS/ VS penientopsr, Y O/dro-
JeToBbIl muanasoH); SWS2 — KopoTKOBOJIHOBEIA THUII 2 (Amax 470 HM) (SWS
perenTopsl, cuHuil quaiasoH); LWS — niarmHHOBOIHOBBIA THUII (Amax 565 HM)
(LWS perienrTopsl, KpacHbIH quamnasoH). [lepBoiil 13 9TUX IUIMEeHTOB 00HA-
PysKeH B pellelITopax majodek, OCTaJIbHbIe — B KOJIOOUYKAX, B COOTBETCTBHUH C
YKa3aHHBIMH B CKOOKaX TUIIAMH perrenTopoB. Kpome Toro, SWS; OpiBaer aByx
THUIIOB, TOT UJIX IPYTOi BCTpeUaTCa y pasubIX BuaoB ntull, [Iurmentrsr SWS:
C Amax IIpH 365 HM HA3BIBAIOTCS UYBCTBUTEJILHBIMHU K yiibTpadmuosety (UVS),
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a Te, ¥ KOTOPBIX Amax HaxomuTces mpu 410 HM, Ha3BIBAIOTCA UYBCTBUTEJILHBI-
mu K duosieroBoMmy cBeTy (VS) (Chen, Goldsmith 1986; Martin 2017). JIBoii-
HBIe K0oJI00uKHM Beerma comep:kar LWS murmenr.

Penenroper UVS/VS ronbouek PyHKIITMOHHUPYIOT KaK YaCTh CHCTEMBI
IIBETOBOI0 3PEeHMUs, a He KaK OTHeJIbHbINA KaHasl. OJHAKO OHM OOBIYHO SIBJIA-
IOTCS CAaMBIMU MAJIEHBKHMMM 13 BCeX TUIIOB 1 HANMeHee PAaCIPOCTPAHEHHEI-
mu B cetuaTke (Cuthill et al. 2000). IlosToMy pasaumyuns B 4yBCTBUTEIbHOCTH
¥ IIBETOBOM 3PEHHUM CPEIH BUOOB IITHUIL IIPOSIBJISIIOTCS TOJBKO IIPU BHICOKHX
(THEeBHBIX) YPOBHSIX CBETA, KOIIa 3PEeHHe OII0OCPEIOBAHO PeIlelITOPaMI KOJI-
oouex (Martin 2017). CaBur mmukoBoit abcopobimu UVS kombouek, HaOI0Ma-
eMBIH Y OT[IeJIbHBIX BUO0B K YJIBTPAKOPOTKUM JJIMHAM BOJIH, YyMEHbIIIAET
nuaras3oH mepexpbitua Mexay UVS u SWS perienrtopaMu ¥ yBeJIMUHNBAET
BO3MOSKHOCTDh PaCIIO3HABAHHS OOJILIIET0 KOJMYECTBA OTTEHKOB HACHIIIECH-
HBIX cuHHX 11BeToB (Stoddard, Prum 2011).

Bces ara, 1 Tak sBHAA CJII0MKHOCTDH IIBETOBOTO 3PEHUS IITHUII, eIlé Oojiee
YCJIOKHAETCS IIPHUCYTCTBHEM B KaKIOM KOJIOOUKE MaCJITHOM KAaTlJIU, HaX0Is-
Ieiics B IPOKCUMAJIbHOM YacTH HaPy:KHOTO cerMeHnTa doropererrropa (Vo-
robyev et al. 1998; Bowmaker, Hunt 1999; Hart 2001; Vorobyev 2003). Bax-
HOCTbH KalleJIb COCTOUT B TOM, YTO OHH COJep:KaT IUTMEHTHI Ha OCHOBE Kapo-
THHOHU0B. JTHU IUTMEHTHI IPUAAIOT el SPKUM IIBET, HO OHU He SBJISIIOTCSI
CBETOUYBCTBUTEJILHBIMI. KapOoTHHOMIBI BHIIIOJIHSIIOT B HUX BAKHYI0 PUIILT-
PYOIILY0 (PYHKITHIO, KOTOPAS II03BOJISIET IIOBBICUTD CIIEKTPAJIbHYI0 HACTPOM-
Ky PellelTOPOB KOJOOYEeK M CMECTHUTDH II0JIOMKEeHHE X MaKCUMAJIBbHOM UyB-
CTBUTEJILHOCTH B CTOPOHY OoJsiee mimHHBIX BoH (Hart, Vorobyev 2005; Brit-
ton 2008).

[Ituier vyBcTBUTEIBHEL K Y O HM3JIyUeHHIO IIPeskIe BCeTo IIOTOMY, UTO UX
riasuas cpega (0CoOOEHHO XPYCTAJIMK M POrOBHIIA), B OTJIMYME OT JOAeil u
MHOTHX IPYTHX SKMBOTHBIX, Ipo3padyHa ajsa yJabTpaduosera. Taxum odpa-
30M, CIIEKTPaJIbHAS YYBCTBUTEJIHLHOCTL POTOPEIIEIITOPA ITHIIL IBJISETC
dyHKIIHEl KooddpuIilmeHTa IPOIYyCKAHUS CPelIbl IIa3a BMECTe C MAKCHIMY-
MOM IIOTJIOIIEHU S KAIlJId MAacJia U 3PUTEJIbHOro NurMenTa Koaooukn (Lind,
Kelber 2009; Lind et al. 2013). IloaTomy a1 omipeeeHusI Auala3oHa dyB-
CTBUTEJHLHOCTH TJIa3 KasKJ0r0 BUIA HTUIL HEOOX0IMMO 3HATH IIapaMeTPhI
BCeX TPEX IMOKa3aTeJIen.

Kpome Toro, dporoperierrTopsl MOryT OBITH pPacIIpe/Ie/IeHbl II0 OUEeHb CIIOK-
HBIM CXe€MaM M ¢ PA3HOH OTHOCUTEJIbHOH IJIOTHOCTHIO B OT/IEJILHOM ceTyaTKe.
B peaynprare, BeposaTHO, KaKObIH BU YHUKAJIEH B IIOJIyYaeMOM UM MHQOP-
MaIlnuH, KOTOPYIO OH M3BJIEKAaeT u3 n3oodpaskenusa BHenrHero mupa (Hart 2001;
Martin 2017). BoamoskHO maske TO, YTO OJHA U TA Ke IITUILA MOKET II0JIydaTh
pasuyo MHPOPMAIINIO U3 OJHOM U TOH ke CIIeHbI, B 3aBHUCHUMOCTH OT TOTO,
CMOTPHUT JIX OHA Ha Hee JIEBLIM IJIN IPaBhIM IJia3oM. FIMeroTces JoKasaTeb-
CTBa TOTO, YTO 9TO CBSI3AHO C PA3JIUYNAME B pacIIpeIeIeHIN, KOJIMYeCTBe 1
0COOEHHOCTSIMU BOCTIpHUATUSA QpoToperierrTopoB Mmexxay rirasamu (Cuthill et al.
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2000; Hart 2001; Birkhead 2012; Martin 2017). CymiecTByeT pasHuIiia 1 B
IIPOCTPAHCTBEHHOM pPAaCIIpeIeIeHIN TUIIOB KO0JIOOUeK. OTHU M3MEeHEHUS MO-
I'yT OBITH IIOPA3UTEIbHBIMI, U KAKeTCsI BePOATHBIM, YTO OHH IIPUBOIAT K
Pa3JIMYMSAM B I[BETOBOM 3PEHHHU W CIIEKTPAJIHHON YyBCTBUTEJIHLHOCTHA B Pa3-
HBIX YacTsX I10J1d 3perus oguoro ruaasa (Birkhead 2012; Martin 2017).
TaxuM 00pa3oM, ITUIIEI HE TOJIbKO BHIAT O0JIBIIYIO, YeM MBI, YaCTh BCETO
9JIEKTPOMATHHUTHOIO CIIEKTPA, HO M Pa3JIMJIaioT 00JIbIlle I[BeTOB, OTTEHKOB U
UX KOHTpacTHOCTE. 110 aToi IprumnHe BaskHO IOMHUTD, YTO I[BET JII00O0OT0 00h-
eKTa, BKJII0Yas IIepo, OIIpenessieTcss KoMOnHAaIe By X Bellel: To, YTO IIPo-
HMCXOJIUT CO CBETOM, KOI'JIa OH B3aMMOEHCTBYeT ¢ 00BEKTOM, 1 KaK 3Ta HHJQOP-

Mallus WHTEePIPeTUpyeTcsa B BU3yaJIbHOM cucteMe Habmogateasa (Bostwick
2016).

3.1.1. Yuacmue 6uoxpomos 8 apumenvroil cucmeme nmuuy,

Kaporunonapr. IITuire: criocoOHBI 3aMeuaTs 0oJ1ee TOHKE IIBeTOBBIE Pa3-
JIMYUsI, YeM MOT'YT OOHAPY KUTH 3PUTEJIbHBIE CHCTEMbBI YeJIOBeKa 1 APYTHUX
muaeronuraomux (Martin 2017), 6arogaps HAJIUMYNIO Y HUX 0oJiee PEe3Ko
HaCTPOeHHBIX perenTopoB. OCHOBHYO POJIb B 9TOM BBIIIOJIHSAET 0COOBIH
(bmIIBTP — KaIIs Maciia ¢ paCTBOPEHHBIMH B HEHM MUTMEHTAM.

Bce 3puresibHbBIE IIUTMEHTHI IMEIOT 3HAYUTEIbHOE IIOTJIOIIeHEe Ha KO-
POTKHX BOJIHAX M3-34 BTOPUYHOIO (f3) IHKA IIOTJIOIIEHNA. 3a CUET 3TOrO JIIO-
0oe KHMBOTHOE IOTEeHIINAJILHO MOrJIo Obl BuaeTh YO manyuenue. OgHaKO y
JII0JIel 0HO OTPHUIHTPOBBIBAETCS XPYCTAJIMKOM, a Y IITHIL 9TO JOCTHUTAETCI C
IIOMOIIIBIO IIBETHBIX MacasaHbIX karesb (Cuthill et al. 2000). Ouu pencras-
JISIFOT OO0 CHJIBHO peppaKTHIbHEIE chepuyiecKre OpraHesLIbl, YacTo APKO
OKpallleHHbIe 13-3a COJIeP:KaHuA B HUX KapOTUHOUIHEIX murMmeHToB (Cuthill
et al. 2000). Ilo yopoméaHoii kaaccupuKaIiiiy, OHU 0003HaYamTca Kak k-
tun (KpacHsbii), Y-t (sxénareri), P-tun (6s1emusrii/ocaoBHoi), C-tun (mpo-
3paunblit/OeciiBeTHBIN) 1 T-Tun (mpo3paunsiit). Kammm R-, Y-, C- u T-tumnos
BCTPeUATCs B OOMHOYHBIX KOJIOOUKAaX, Torga Kak Kamasa P-tuma Onlia o00-
HapysKeHa B IIaBHOM KOHYycCe OBOMHBIX K0JIOOUEeK. B mommo/iTHUTe IhHOM KO-
Hyce KaIisg macya ompeneiserca kak A-tun (Martin, Osorio 2010).

Kasxapiit 3puTeIbHBINA IUTMEHT CBSI3aH C OIpeae IeHHBIM THUIIOM KalleJIb
MacJjia, KOTOpbIe OTCEeKAaIOT IJIMHBI BOJIH HECKOJbKO MeHbIe (f IIHUK), uem
Amax 9Toro murMmernTa (Vorobyev 2003; Lind, Kelber 2009; Stavenga, Wilts
2014). Taxr, B omuHOUYHBIX KoJt0oukax murMeHT L WS perienTopoB coueraercs
¢ kpacuoit kamieit (R-tum); RHy (MWS) — ¢ xkeroit (Y-tum), SWSs2 — ¢ mpo-
3pauHoii Karwiei, ooxupyiomieii YO usaydenne (C-tum), u SWS: — ¢ moJ-
HOCTBIO OeciiBeTHOM karieir (1-THir), KoTopasi He IPOsIBIsAeT 3HAUYNTEILHOIO
IIOTJIOIIEHMS B BUJIMMOM CIIEKTPE ITHIL B Pe3yJIbTATE OTCYTCTBHUS KapPOTHHO-
naoB (Goldsmith et al. 1984; Cuthill et al. 2000).

[Ipenmosiaraemeie IIperMyIecTBa (POTOPEIIEIITOPOB C Y3KOI CIeKTPAJID-
HOM YyBCTBUTEJIBHOCTHIO B YMEHBIIIEHHBIM IIePEeKPBITHEM THUAa30HOB, KaK
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y IITHUI], 3aKJI0YAI0TCA B YBEJIUYEHHUH I[BETOBOM HACBHIIIEHHOCTH OJHUX U
YCHUJIEHUUW OUCKPUMUHAIINY JPYTUX dYacTedl cimexkTpa. Taxske oaTo yaydiraer
IIOCTOSTHCTBO I[BeTa — SBJICHNE, IIPH KOTOPOM 00BEKT BOCIPHUHUMAETCS C OfI-
HUM M Te€M jKe IIBeTOM, HeCMOTPS Ha m3MeHeHue ero ocsemréuuoctu (Voro-
byev et al. 1998).

Kpome mTuil, kamam Macaa B KOJIOOYKAX OIMMCAHBL y aMQUOMiA, peIrTH-
JIUH 1 HeILIaIleHTAPHBIX, XOTS OTCYTCTBYIOT ¥ OOJIBIIIMHCTBA APYTUX MJIEKO-
nuraomux (Meller 2003). V mHeBHBIX IITHIL OHA OOBIYHO OKpAaIlleHbl B Kpac-
HBIN, OPaAHKEBBIN, *KEJTHIN UJIN 3€JIEHBIN IIBET, TOra KaK Y HOUYHBIX BUI0B
OHH BBITVISIOAAT OeCIIBeTHBIMU WX OJieaHO-:xEIThIMI. Bee aTu 11BeTa, nux oT-
HOCHTEJIbHBIE IIPOIOPIINK 1 pacupenesieHne, XapaKTePHbI IJIs OIpeaesIeH-
HOTO BHJIA CO CBOUMU O0COOEHHOCTSAMHU B KAKIOM CJIyYae.

J10BOJILHO TPYAHO N3MEPUTH a0COIIOTHYIO OIITHIECKYIO ITOTHOCTD KaIleIb
MacJja, TaKk KaK OHM MMeIOT BBICOKHUH MoKa3aTeJsib mmpeomvierus. OmHako,
II0 y3Ke MOSBJISIONINMCS JAaHHBIM U3BECTHO, YTO U 3JI€Ch CYIIIECTBYIOT HEKO-
TOpbIe BHYTPH- 1 MeskBuIoBbIe pasiuuuda (Martin, Osorio 2010).

BosbmmiacTBO KapOTHHOMIOB HAXOAATCS B KAILJIAX MACJIa KOJIOOYEK IITHI]
B BUJE CJIOKHBIX 9(puPOB U ABJIA0TCA KcaHToduaaamu (Goldsmith et al.
1984). Cpenu KapOTUHOUIOB, BCTPEUAIOIIUXC B (DOTOPEIIEIITOPAX CeTUaTKHU
IITHUII, TOJIBKO IUTMEHT KPacHBIX Kamnesb (K) ObLI yBepeHHO NAeHTU(PHUITIPO-
BaH Ha OCHOBAHUU CIIEKTPA IIOTJIOIIeHUI Kak acTakcauTuH. OpaHiKkeBbIe
KaILJIM OTCYTCTBYIOT Y MHOTHX BHUIO0B IITHII, HO KOI'Ia BCTPEYAIOTCS, TO COOEepP-
’KAT aCTAKCAHTHH B 00Jiee HU3KOM KOHIIEHTPAIUA 1, II0-BUIUMOMY, MOTYT
SIBJISITBCSI CMECHIO IBYX KAPOTHHOMIOB.

Hemrere kamau (Y) 00BIYHO EMEIOT TPEXITIOJIOCHBIHN (TPEXIIMKOBBIIT) CIIEKTP
IIOTJIONIEHUSI, AHAJOTUYHBIN 3eaKCAHTUHY, HO MOTYT COAep:KaTh 0oJiee ofI-
Horo kaporuaouaa. O0srauo0 OecriBeTHbIe (C) KAILIN COOEPaT KAPOTHHONIBI
¢ MakcuMyMoMm morJiomierns mpu 385 uau 402 aM. XpoModop ¢ Amax 385 HM
(bpUHTMILJIOKCAHTHH), II0-BHIMMOMY, OTCYTCTBYET V KYPOOOPAa3HBIX, a Kapo-
THHOUJ, C Amax 402 HM IOJIyun/ Ha3BaHMe raJIJIOKCAHTHH, KOI1a BIIEPBHIE
ObL1 BeIOeJIeH U3 cetuaTtku Kyp Gallus gallus domesticus (Goldsmith et al.
1984). Bienubie kartu (P), KoTopble TPaJUITMOHHO HA3BIBAIOT 3€JI€HOBATHI-
MH, COLEPsKAT CMeCh ABYX KapoTHHOUIOB. IlepBhiil M3 HUX rajlJIOKCAHTHH,
BTOPOIM, CKOpee BCero, £-KapoOTUH, SBJIAIOINIUNICA eTUHCTBeHHBIM He KCAHTO-
(puriIoM cpeny KapOTUHOMIOB CeTYATKHU IITHII.

OO011eit YepTOoi 3PUTEILHBIX PEIEIITOPOB IITUIL IBJISETCI TO, UTO IIUT'MEH-
THI B HAJIOYKAX W Koooukax MWS crekTpasibHO IIOXO0MKY WMJIN Jaske MIeH-
TUYHBI. HamlpoTuB, y MJIEKOIIUTAIOIINX UX Amax OOBIYHO pa3jandyaeTcs Ha
40 am (Bowmaker, Hunt 1999). Tem He MmeHee, mmoxoskee CIieKTpaJIbHOE Pas-
JeJIeHre Y ITHUIL JOCTUTraeTcs oJiarogapsa (PUIbLTPYOIIEMY JeMCTBHIO KalleJIb
Y-tuna (Das et al. 1999). Kpome Toro, aTu Kaiix MOTYT (pyHKIIMOHUPOBATH
AHAJOTUYHO IPYTUM KOPOTKOBOJHOBBIM IIOTJIONIAIOIIAM (PHUIBTPAM — IJIs
samuTel poroperienTopos oT YO (Gintlirkin 2000; Martin, Osorio 2010;
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Douglas, Cronin 2016). Ilockoabky KaskIbIil TUII KOJOOYKH MMEET CBOM 0CO-
OBIM MaCJISTHBIN (PUJIBTP, 9TO O3HAUAET, YTO IJIa3 MOYKET IPOILyCKATh YJILTPAa-
(pmosIeTOBEIN CBET, He MOBPEskIasd UyBCTBUTEIILHBIE (DOTOPEIIEIITOPEL.

KaporuHonael, Kax ¥ HEKOTOpBIE APyrHe IUTMEHTHI, 3aIllUINA0T IJ1a3-
HbIe CTPYKTYPHBI B IPYTHUM CIIOCOOOM, He CBA3AaHHBIM CO CIIEKTPaIbHON PUIb-
Tpaiueii. Bruosornueckass TkaHb IIOABEPKeHA (POTOOKUCIUTEILHOMY II0Bpe-
SKIIEHHUIO Yepes3 IPOOYKIIMIO CBOOOTHEBIX PAJUKAJIOB, BKIIOYAS CHHIJIETHBIA
kucaopon. Kaporusonasl, Kak, HalIpuMep, MakyJIAPHBINA IUTMEHT YeJI0BeKa,
SABJISTIOTCSA 9P(PEKTUBHBIMHY IIOTJIOTUTEJISIMU TAKUX BPEIHBIX MOJIEKYJI U MO-
I'YT CIYKUTD JJISI 3AIIUTEL CeTYATKHN. OTH IINTMEHTEI MOT'YT BBIIIOJIHSITH AHA-
JIOTUYHYIO 3AIIUTHYIO POJIb B POrOBHILE, XPYyCTAJHNKE 1 YBEAJIbHOM TPaKTe
(Douglas, Cronin 2016).

CumuTaercs, 4To HA CHEIIUPUUIECKYI0 OKPACKY MACJISIHBIX KalleJIb He
BJIMAIOT IIOJIOBBIE PA3JIMYNS B INTMEHTAINH IIePa UJIN IIBeTe PAyKKHI, XOT
OTHOCHUTEJIbHBIE IIPOIMOPIINH UX OKPACKH U3MEHIIT KacTPaIlis, BO3pacT,
BpeMs Iofa, YCJIOBHS COAePsKaHUsI B HEBOJIe, CIIePMATOreHHAas AKTUBHOCTD
y caMIIOB, ¥ BCE-TaKM WHOrIA mojioBas npuHaaiaeskaocts (Meller 2003). 13-
MeHEeHUs B COCTaBe palliOHa y IITHUIL B HEeBOJIe HAPYIIAIOT IIUTMEeHTAIIN0 Ka-
mesb Maciia. [loaTomy y TaKuUX OTHUII, B CPABHEHUHN C JUKUMH, YXYIIIAETCs
mBetHoe 3penue (Hart 2001; Martin, Osorio 2010).

B 10 :®e BpeMmsa mocTuskeHNe TAKOTO Ke a(pdperTa BOZMOKHO U IIPH IIOBEI-
IIIEHHOM HAKOILJICHHUHN KaPOTHHOMUIOB B CeTYATKe IITHUIL IIOCPEICTBOM IIHIIe-
BbIX M00aBok (Toomey, McGraw 2016). IIpu upeameprOM (hoTO3AIITUTHOM
IefCTBUHN KaPOTUHONUIO0B (PUJILTPAIINS CBeTa KOHIIEHTPUPOBAHHLIMH Kall-
JISIMH MacJja K0JI00YeK MOKeT OBITH JOBOJIbHO CHUJIBHOM, BILJIOTH JIO IIOTJIO-
IIeHuA 00JIBIE ero II0JOBUHEI. JDTO MOTEHIINAJIHLHO OTPAHUYNBAET I[BETO-
BOe 3peHme B ycJIOBUSX HU3K0I ocBemnéHHocTu (Vorobyev 2003; Hart, Voro-
byev 2005). Bes cyirecTBoBaHNSA KOMIIEHCATOPHBIX MEXaHMU3MOB 00a sBJie-
HUsI MOTYT IIPHUBECTH K CHCTEeMHOMY HaPYIIEHUIO MK JIOKAJILHON gerpaja-
iy ceryatru (Toomey, McGraw 2016).

Taxum 00pa3oM, IPHUCYTCTBHE KAPOTHHOUIOB B IJIa3HBIX CTPYKTYPAX SIB-
JISIeTCs IIepeMEeHHOM XapaKTePUCTUKOM, KOTOpas MOKET 3aBHUCETh OT yCJIO-
BUH OKPY:KAIOIIEH cpedbl U (PU3UOJIOTUIECKUX IapaMeTpPOB, UTO IIOBBIIIIAET
«IHTPUTYIOIILYIO BEPOSITHOCTh TOTO, YTO OKPACKA OIIePEeHH 1 IIBEeTHOE 3peHue
ITHIL MOT'YT OBITH CBSA3aHBI 00IIIM OmoxuMuyeckum Mmexauusmom» (Toomey,
McGraw 2009).

Menauunsl. JIro0oe onITHYEeCKOe YCTPOMCTBO BHYTPHU OKPAIIIEHO B YUEPHBIH
IIBET, YTOOBI MUHUMU3UPOBATH 3(p(peKT MHOTOKPATHOI'O OTPaKEeHUsI OT ero
IIOBEPXHOCTEH. AHAJIOTUYHO 9TOMY, BHYTPEHHIE II0BEPXHOCTH IJ1a3a 00BIYHO
IIOKPBITHI CILJIOIITHBIM cJioeM MeaaHnHoB. OHU 00HaPYKHUBAETCSI B 3aJHEM
SIUTEJINU PALYKHOM 000JIOUKHM, HAPYKHOM SIHUTEJINU ITUJINAPHOTO TeJia,
IIUTMEHTHOM SIIUTEJINU CeTYATKH 1 COCYIHCTOM 000I0UKe, JIesKaIIlell o CeT-
YAaTKOM. JTH OMOXPOMBI IIPEeJOTBPAIal0T paccerBaHue CBeTa, OTpaKarolle-
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rocsI IOBEPXHOCTHIO POTOPEIIEIITOPOB M CHIKAIOIIET0 KAUeCTBO N300paAsKeHIs
(Douglas, Cronin 2016).

ITockobKy MeIaHUHBI (POTOCTAOMIILHEI, OHH «IEIIEeBhI B 00CIIY KITBAHIIID
U, CJIeIOBATEJILHO, IBJISIOTCSI 9KOHOMUYECKH 9(p(PeKTUBHBIM CIIOCOOOM IIOBBI-
IIeHUSI Ka4eCcTBA U300 pasKe I, YI0BIETBOPSISI OCHOBHOMY KPHUTEPIIO COTJIA-
COBAHHOIO (pMJIBTPA: CHIKEHME dHePTreTHUYeCKHX 3aTpaT Ipu 00pabdoTKe BH-
ayasbuoro curaasa (Douglas, Cronin 2016). Kpome Toro, moryioriass JTAIITHMIH
CBEeT, MeJIAHUHBI TaK sKe 00J1a0ai0T POTOIIPOTEKTOPHBIM 3(pdeKTOoM.

Pononcunbsl. Hapy:kHbIe cerMeHTHI BceX (pOTOPEIeIITOPOB CoaepsKaT 3Pu-
TeJIbHBIE IINTMEHTHI, KOTOPhIe OTBEUAIOT 34 IIOIJIOIIEeHe CBeTa, IIa afolero
HA CeTYaTKy. OTH IUTMEHTHI IIPEICTABJIAI0T CO00M KOHBIOTHPOBAHHEIE OCJIK,
COCTOSAIIME U3 0OJIBIIIOTO IPOTEMHOBOIO (pparMeHTa — OIICHHA, KOBAJIEHTHO
coequHEéHHOTO ¢ Xpomodopom (Meyer 1986; Bowmaker, Hunt 1999; Hart
2001). Xpomodpop — aTo 11-11uc-peTrHAIE (aabaerud BuTaMuaa Ax).

Ilox meticTBHEM cBeTa IIPOMCXOMUT M30MePU3AIHa Xpomodopa ot 11-1twmc-
IO II0JIHOCTBIO TPaHC-POPMBI. ITO IIPUBOIUT K KOHPOPMAIIMOHHOMY HM3MeHe-
HUIO OIICMHA, MHUIINUPYA KacKaJ pepMeHTaTUBHBIX pPeaKIInii, KOTOpbIe B
UTOTe 3aKPBIBAIOT KATUOHHBIE KAHAJIbI ¥ TUIIEPIIOJIIPUIYIOT POTOPEIIETITOP
(Douglas, Cronin 2016). Takum crroco00M BBEI3BEIBAETCS H3MEHEHNEe CKOPOCTH
BBICBOOOKIEHUS HerpoTpaHcmuTrrepa u3 goroperierrropa (Hart 2001), cmo-
COOCTBYIOIIIET0 IIepeaave OIITHYECKOI0 CUTHAJIa B HEPBHYIO CHCTEMY.

BenkoBas yacts (poTonmmrMmeHTa — OICHMH MAaKCHMAaJIbHO IIOTJIOIIAET CBET
ke 300 HM, Torma Kak 11-1pc-peTHHAIb UMeeT Amax IpH 375 HM. Xapak-
TePHBIN JJIsI 3pUTEJIHHOTO IIMTMEHTA CIIEKTP IIOIJIOIIEHII 00pa3yeTcs, Koraa
IIPOMCXOIUT OATOXPOMHBINM CABUT IIPH COETMHEHUN XPOoModopa C OICHHOM.
OTO IPUBOAUT K YMEHbBIIIEHUIO dOHEePTrUU, He0OX0TUMOM IJIsI BO30Y K I HUI I
pererrropa poroHamu (Hart 2001).

Y GonbHImHCTBA TO3BOHOYHBIX OIICHH CEeTUYATKH CBSI3aH C IIPOU3BOIHBIM
uTaMuHa A1, 00pasya pomoncuusl (Douglas, Cronin 2016). Oguaxo, y He-
KOTOPBIX PBIO, aM(pUOUIT M PEeITHINN XPOMO(OPOM SIBJISAETCS BUTAMUH Ag
(3,4-meruapopeTHHAIIb), 00Pa3YIOIIHI IIOPPHUPOIICMHOBLIE IUTMEHTHI. TaKuM
00pa3oM, (poTOPEeIITOPEI MOTYT COAEPKATh JHU00 TOJBKO POIOIICHHEI, JIH0O
OPQUPOIICUHEI, JTUOO UX CMECH.

Y oruir Amax murMmenTa goroperiernTopa 00yCcJI0BI€HO UCKIIIOUATEIHHO
PaA3IMUYUAMU dJIEKTPOCTATHUYECKOT0 B3aUMOIEMCTBUS aMUHOKKICJIOTHOIO CO-
craBa Oesika (OIIMCUH), OIIPEIesIIeMOro TeHeTHUeCKH, C BHeIPEHHBIM XPOMO-
dopom (Cuthill et al. 2000). IIpu oOpasoBaHUM pa3HBIX KJIACCOB (DOTOIIMT-
MEHTOB CTeIIeHb MX CIIEKTPAJIHLHOTO COABUI'A BBISHLIBAETCS 3aMEHAMMU OT/IEeJIb-
HBIX AMHHOKHCJIOT 1 MOYKET BAPbUPOBATH B 3aBUCUMOCTH OT KOHKPETHOTO
orcuHa. MI3BecTHO, YTO 0K0JI0 18 aMHHOKHUCJIOT ABHO BOBJIEUEHBI B CIIEKT -
PaJIbHYIO HACTPOUKY 3PUTEJIbHBIX IUTMEHTOB, HO TOJIBKO 6 M3 HUX BBHISHIBAIOT
CyIllecTBeHHEIe crekTpaibuble capuru (Bowmaker, Hunt 1999), dbopmupys
COCTaB OCHOBHBIX CIIEKTPAJIbHBIX THUIIOB (POTOPEIeNITOpoB. Jlaske He3HAYM -
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TeJIbHOEe M3MeHeHNe AaMUHOKHICJIOTHOM II0C/Ie0BATEILHOCTA B OIICMHOBOM
TPYIIIIe perernTopa MOKeT IPUBECTH K 3HAUNTEJIbHBIM U3MEeHEeHUSIM B €ro
CIIEKTPAJILHOM IIOJIOKEHHUH. JTO JIeJiaeT (pOTOPeIeITOPhI JIETKOM MUIIIEHBIO
st aBostortmorHoI HacTtpoiku (Douglas, Cronin 2016), uto erié pas cBuie-
TEJILCTBYET O TOM, HACKOJIBKO PA3HOO0OPa3HOI MOKET ObITh UyBCTBUTEIHHOCTD
3PUTEJIbHBIX CUCTEM Y IITHII.

3.1.2. Ocobennocmu 3pumesibHOl CUCMeMbl
eviopkrkos nodcemeticmea Carduelinae

3HaHMUS 0 YYBCTBUTEJILHOCTH CHUCTEMBI IIBETHOT'O 3PEeHMS BLIOPKOB IIOJIY-
YeHbI Ha IIpuMepe u3ydeHnsd Bcero aByx BumoB (Goldsmith et al. 1984; Das
et al. 1999). IlepBrlii 13 HUX — KaHaAperKa Serinus canaria. Y Heé OyIieKc-
Has ceTyaTKa C IpeodsiagaHrueM KoJI00UeK, YTO OTpaskaeT eé JHeBHOM oopas
SKM3HU, M COOTBETCTBYIOIIIHI TeTpaxpoMaTHIECKON crcTeMe Habop dorope-
merropoB (Das et al. 1999). Ilamouyku nMeoT MAKCHIMAJIbHYI0 OITHYECKYIO
IJIOTHOCTD (Amax) IIpu 506 aM. KoI00UKM OTHOCATCS K YETHIPEM CIIEKTPAaJIb-
HBIM KJiaccam: JIJIuHHOBOJIHOBOM (LWS), comepsxaimuii POTOMUIMEHT C Amax
Ha 569 um; cpemueBoaHoBOH (MWS) — Amax 505 HM; KOpoTKOBOJIHOBOHI (SWS)
C Amax 442 HM; yabTpaKopoTKOBOJIHOBOMN (UVS) — Amax ~366 HM. J|BoiiHbIE
KOJIOOYKHM 00J1a1aI0T IIMTMEHTOM C Amax 569 HM, YacTo B 000ux KoHycax. Tu-
IUYHbIe KOMOHMHAIINY (DOTOMUTIMEHTAa M MACJJIIHOM KaIlJIl BCTPEUYAOTCS B
0OJIBIIMHCTBE KJjaccoB Kosroouek (Das et al. 1999).

YV kamapeek Tpéx IIBETOBBIX MOP( UIAEHTHMUIIMPOBAHO IISITH KJIacCHue-
ckux TUIOB Kareab Macia (Das et al. 1999). BcrmomoraTenbHBIE 9JIeMEHTHI
IBOMHBIX KOJIOOUYEK HE COMepskaT BUAMMOM MACJISHOM KaILIM, XOTS HU3KUE
KOHIIEHTPAIIUU KaPOTUHOUIOB (CO CIIEKTPOM IIOTJIONIEHUS, UMEIOIIIIM TPU
KA, XapaKTePHLIM [IJII 3eaKCAHTHHA) ObLIN 3aperuCTPHUPOBAHBI B UX -
CTaJILHOM KOHIIE.

3purenpubiii murment LWS pelienTopoB KOMOMHEPYeTCA ¢ Kainied R-
THIIA B OJUHOYHBIX KOJIOOUKAX, HO TAKIKE 00HAPYKMBAETCA B JOIIOJTHUTEIb-
HBIX 3JIEMEHTAaX JBOMHBIX KOJIOOUYEK, CBA3aHHBIX C KaIlJIei P-Tuiia B X IJIaB-
HOM KoHyce. B oquHouHBIX KoI00ukax murmeHTy MWS pernerrropos (505 HM)
COOTBETCTBYyeT Kamasa Y-tuia, Torga kak SWS (442 um) accoiiuupyercs ¢
kamteir C-tuna, a UVS (366 um) — ¢ kamteir T-tumna (Das et al. 1999).

XpycTaJIMK Ipo3padeH 0 BCeMY BHUIMMOMY CIIEKTPY C HeOOJILIINM yBe-
aundeHureM noriomteHusd Huke 380 o 350 uMm (mpumepuo g0 0.2), koTopoe
Iajiee pe3ko yBeJIuduBaeTca. TakuMm o0pa3oM, JoOMAaIIHAA KaHaperKa o0Jia-
JTaeT IIOTeHITNAJIOM [IJIS CO3JaHMs CHCTEMBI IIBETOBOTO 3PEeHM, pacIpocTpa-
HsoIIerocsa B OmkHuil yiabrpaduoser (Das et al. 1999), Ho Takke obeciie-
YHUBAIOIIEr0 OTJIMYHOE BOCIIPHATHS I[BeTOB U MX oTTeHKOB (Vorobyev et al.
1998).

[Ipu mccaemoBaHmy OGHOM I'PYIIIBI IIBETOBBIX MOP( KaHapPEeHKH BHISAB-
JIEHO, YTO COCTAB KaIleJIb MAacJia B CeTUATKe HEKOTOPBIX 0CO0eH 3HAUYNTEIHHO
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orsimdyaercs. Hanbosiee mopas3uTeIbHBIM OTJIMIUEM SBJISIJIOCH OTCYTCTBUE Y
OOJIBIIMHCTBA IITUIL TUIIMYHBIX Kamesb Macjaa R-tuna. [Ipumyem aTo He morsio
OBITH CBS3aHO C (PEHOTUIIOM, ITOCKOJIBKY YaCTh KaHapPeeK U3 KaKI0U IPYIIIIhI
BCE-TAKM MMeJIN TUIINYHBIE BBICOKO ITNTMeHTHPoBaHHbIe Karmiu R-tuma (20%
nporecrupoBauubix ntull) (Das et al. 1999).

YV ocranpHBIX 0cobeil Kosr0oukH, comepakamntue nurmedt LWS, 6yas To
OJUHOYHBIE WX OCHOBHBIE KOHYCHI JBOHMHBIX KOJIOOUEK, MMeJIH KallJIH, II0-
XO0KHe TI0 COCTaBy HA Te, UTO OOBIYHO HAXOISATCSI B OCHOBHBIX KOHYCAX JIBOM-
HBIX KoJI00uek (P-tum) (Das et al. 1999). BropmuyubIil KapOTHHOUT C Amax
0k0J10 440 HM (CIIEeKTPaJIbHO MOXO0KUI Ha KapOTUHON KameJb Mmacia P-tu-
ma) HaOgaICsa B KaILIax R-Triia 1 y HeKoTophsIX apyrux Buaos mruil (Gold-
smith et al. 1984). OgHaxo 00HAPYKEHUIO er0 IPUCYTCTBIUS, II0-BIINMOMY,
OOBIYHO IIPEISITCTBYET YPE3BhIUANHO HU3KAad KOHIIEHTPAI[Us, II09TOMY OH
IIOJIHOCTHI0O MACKHUPYETCs CIIEKTPOM acTakcauTuHa. Eciu xamiau R-tuma B
ceTyaTKe KaHapelKU TaKiKe COCTOSIT M3 CMeCH IBYX KaPOTHHOMUIOB, TO B OT-
CyTCTBHE aCTaKCAHTHHA OCTAETCS TOJIbKO BTOPUYHBIN KapoTuHou . Ero KoH-
HEeHTPaIINA MOYKEeT 3HAUYUTEJILHO BapbHUPOBATh: B HEKOTOPBIX KAIILJISIX OH 00-
HapY:KHUBaeTCcsA B BBICOKOM KOHIIeHTparuu (P-TUII), Torma Kak B IPYyTUX — B
HeOOJIBIIIIX KoJInYecTBax. B mocequemM ciayyae B KAILIsIX JOJIKHBI HAXOIUTh-
CsI TOJIBKO HeHTpaJbHbIe JIUINILI, KOTOPhIE, CJIeJ0BaTeIbHO, OyAyT HMETh
CIIEKTP IIOTJIOIIeHUA, HAaIlOMUHAIIUK Kanau T-tuna. B moaTeep:kaenne
9TOT0 B CeTYATKE MCCJIeJOBAHHBIX KaHapeeK OBbIIO BBISABJIEHO IITECTh KOJIOO-
JeK, KOTOPhbIe COCTOSIIN M3 BHeIrHero cermenra LWS, cBss3aHHOro ¢ MmacJs-
moii karteit T-tuma (Das et al. 1999).

Y HexoTOpBIX IITHUII, KOTOPBIE He UMeJIM HOPMAJbHBIX KaneJsib R-tura,
oOHAapy:KeHa eIné ogHa HeoObIYHAasI KOMOMHAIINS POTOIIUTMEHTA ¢ KalljIei
MacJja: BHEITHUHA KOHYC JBOMHBIX KOJI00UYeK ObLI 00beJUHEH C IIPO3PadHOi
rarmiein T-tuma (Das et al. 1999).

TunuyebpIME KaIJIAMU R-THUIIa B OMUHOYHBIX K0JIO0uKax LWS orduiabt-
POBBIBAIOTCS BCe JIJIMHBI BOJIH MAJAI0IETr0 CBeTa HUKe IIPUMEPHO 575 HM, U
o(pPEeKTUBHEBIN MAKCUMYM IIOTJIOIIEHUS JOIIOJIHUTEILHOIO 9JIeMeHTA JBOI-
HOI KOJIOOUKHU cMeIllaeTcs IIpuMepHo 10 615 um. Hanporus, oTHOCHTE IbHAS
CIIEKTPaJIbHAS UyBCTBUTEJILHOCTE OJMHOYHEIX Kotoouek LWS, cogepsrarmx
Osenuyio ka0 R-tuna, 0osee appeKTUBHA Ha AJIMHAX BOJIH HIKE IIPH-
MepHO 570 HM, 1 9Ta IMIMPOKAs (PYHKIIUSI YYBCTBUTEILHOCTH OyIeT aHaJIo-
TUYHA TAKOBOM y OCHOBHOT'O KOHYca ABOMHBIX Kostoouek (Das et al. 1999).

MexaHHu3M BBISIBJIEHHBIX OTKJIOHEHHI OT HOPMBI SIBHO CBA3AaH C HCTOPHE
ogOMAaIITHUBAHUSA 9TOro Buaa. [lo MHeHMI0 aBTOPOB, UCCIeI0BABIINX dTOT
desomen (Das et al. 1999), uameHeHre KapoTHHOUIHOTO COCTaABA KalleJib
MacJsia POTOPEIenTOPOB CBA3aHO ¢ MyTaIluell B OJHOM M3 T€HOB, KOJIUPYIO-
IMUX KPUTUYECKUN (PpepMeHT B IIyTH CHHTEe3a HJIM OTBEYAIOIIeTro 3a TPaHC-
IIOPT acTakcaHTHHA. Takas MyTallus, CKopee Bcero, Obljia cCOXpaHeHa 3a CUET
UMHOPUIWHTA UJIU B pe3yJIbTaTe TOro, YTO OOJIBIITMHCTBO KaHApPeeK, COJIepKa -

3282 Pye. oprumon. acypn. 2021. Tom 30. Dxcrrpecc-soiryck Ne 2092



IMUXCS B JOMAIIIHUX YCJIOBHUSAX, HAXOOATCA B cpene, obequéHHoir YO uamy-
YeHHEeM, II09TOMY U3MEeHEHHS B CIeKTPaJbHOM UyBCTBUTEJIHLHOCTH HE IIPH-
BEJIO K KPUTUYECKHUM IIOCJIEeICTBUAM. AJIbTePHATHUBHO €CTh CBEJIeHUsI, YTO
CHIKEHIEe KOHIIEHTPAIINY KAPOTUHOUI0B B MACJISHBIX KAILJIAX IIPOUCXOTUT
y HEKOTOPBIX BHI0B BO BpeMs IJINTEJILHOro cogep:xkanus B HeBose (Hart
2001), uTo TaKKe MOKeT OBITH IIPMMEHNMO 1 K KaHapeinke.

YyBscrBuTE IBHOCTE K YD M3JIyUYeHUIO0 CYUTAETCA HOPMOU JINIIH Y YaCTHU
npencrasureseit orpsaga Passeriformes (Passerida) (Chen et al. 1984; Par-
rish et al. 1984; Bleiweiss 2014). OgHako 1 y HUX €€ CTelleHb MOYKeT CHJILHO
pasnamuarthbes. [lurment kimacca UVS/VS y kamapeiiku Takoi ke, Kak U Y
BOJIHHCTOI'O HOIIyTrafiuynKa, UCTUHHO uyBcTBUTEAbHBINA K YD. Tem He MeHee,
Yy KUTAMCKOTO COJIOBbs Leiothrix lutea ITMTMEHT TOrO sKe JTHUAalla30Ha MMEeT
JUyBCTBUTEJILHOCTD IIOUTH B IIATH pa3 BBIIIE, YeM B BHIHNMOM JHMAIIa30HE
(Burkhardt, Maier 1989; Burkhardt 1989; Maier 1994).

C mpyroii CTOPOHEL, €CJIN CPABHUTH CHCTEMY IIBE€TOBOIO 3PEHI KaHaPe-
KH C TAKOBOM OJHOTO M3 OJIMMKAHINNX €€ POACTBEHHHUKOB — JOMOBOM Ueue-
suitel Carpodacus mexicanus, To 1 34ech 00Hapy KHUBaeTcA oTindne. B cer-
JyaTKe ocobeit aToro Buaa Juirb 10-15% mpo3padHbIX MaCJISHBIX Kaleslb.
BoapmuHCTBO M3 HUX COmEp:kaT TaJIOKCAHTUH MJIA €ro aHaJor (DPUHTHII-
JIOKCAHTHH, 03ToMYy OHHU oTHOCATCA K C-Trny. ToJIbKO B TOP3aILHOM 1 IIeH-
TPAJILHOM ceTYaTKe ITOAMHOKECTBO TAKUX KalleJIb COBceM mpoapadHo (71-rTum).
Omnwu cocraBigoT Becero okoJio 1.5% Habopa qop3aIbHOI MOJIOBUHEL CETYAT-
Ku. B pesysbraTe momMoBas yedeBUIlA UMeeT KaK HauMeHbIIee KOJUIeCTBO
Kamesab 1-Tuia, Tak U1 HANMEHBIIYI0 UyBCTBUTEJILHOCTD K YD M3IyUYeHUI0
cpenu Beex uccaenoBaHubix Passeriformes (Goldsmith et al. 1984).

Taxum oOpas3om, Bu3yaabHbIe BO3MOMKHOCTHA BHIOPKOB, KaAK M IPYTHUX
JHEeBHBIX IITHUII, MOTYT 3HAYNTEJILHO PA3JINIAThCSI B 3aBUCUMOCTH OT 0COOEeH-
HOCTeH 9KOJIOTHH Jaske MeK Iy OJMKaNIIIMI poACTBeHHUKaMu. TeMm He me-
Hee, O0IIHH cocTaB (POTOPEIEITOPOB UX CETYATKM OUYEHb IIOX03K. JTO 03HA-
JaeT, YTO UX CUCTeMA 3PeHUs Pa3BUBaAJIACh, YTOOBI IPUCIOCOOUTD IITMPOKMIA
CIIEKTP BU3YaJIbLHBIX 3a7a4, OXBATHLIBAIOIIHX IOJIHBINA CIIEKTP JOCTYIIHOTO JJIs
Bunenusa gHeBHoro csera (Das et al. 1999). bamxuuit YO npemocraBiser
JOIIOJIHUTEIBHYI0 BU3YaJIbHYI0 MHPOPMAIIHIO, KOTOPAas MOMKET MCII0JIH30-
BATHCSA ITUIAMHA [JIsI PEeTYJIUPOBAHUS IIUPKATHBIX PUTMOB, OPUEHTAIINN 1
HaBHUTaIlMH, HO B IIEPBYIO Oo4Yepenb JJIs IIOMCKA IIHMINK, a TAK:Ke BHYTPHU- U
Me:xBuaoBoro oomennsa (Burkhardt 1982; Burkhardt 1989; Das et al. 1999).

3.2. YaprpaduosieTroBoe N3JyUYeHHEe U I[BETOBOE 3peHUE ITHII

3.2.1. OepaHuuernus cnocobrnocmu sudemab
yabmpag@uosemosoe ompaxcerue

CroexkTpaJbHBIN OUANa30H BUIMMOIO CBETA OTpaHUYeH ABYyMs (paKTopa-
Mu. Bo-iepBrIX, 13-3a pUABTPYIOIIIX o(hpeKTOB aTMOC(hephI 00JILIIIasI YaCThb
(~80%) cBETOBOIO M3JIyUYeHUsI Ha IOBEPXHOCTH 3eMJIA OrPAHUYNBAETCS JIJIH-
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HaMmu BosH Mesxay 300 u 1100 aM, mpuyuéM paciipesiesieHrue dJHEPTUN UMeeT
MaxcuMyM mpu 480 HM, a KBAHTOBOe Bo3aeiicTBue — npu ~555 umMm. Bo-BTo-
PBIX, 9HEPTHUS (POTOHOB CBETOBBLIX BOJIH BbIIIe ~850 HM CJIHIIKOM MaJsa,
4TOOBI ITPUBECTU K PpoTOM30oMepu3aIuu 11-11uc-peTuHas, UCIIoJIb3yeMOro B
KadecTBe XxpoModopa 0eJIKOBOI MOJIEKYJIBI OIICKHA, TOTAA KaK (POTOHBI COJI-
HEYHOTIO CIIeKTpa OJuH BoJH HuKe ~300 HM UMeI0T JOCTATOUYHO BEICOKYIO
oHepruio u paspymaiT oeaxu (Bowmaker, Hunt 1999; Das et al. 1999).

Onruyeckasi crcTeMa rJjias3a, ero cpena, MOKeT COIeP:KaTh (PUILTPYIOLIHe
IIUTMEHTHI UJIU COCTAB, KOTOPhIE YMEHBIIAIOT JUAIIa30H KOPOTKUX BOJIH, IIe-
pemaBaeMbIX Ha CETYATKY. ¥ JIbTPAKOPOTKUE JIJTMHBI BOJH YIAJIAIOTCA 0eJI-
KaMHt ¥ HYKJIEMHOBBIMH KHCJIOTAMHM, IIO9TOMY HH OJTHA IITUIIA HEe CMOKET 00-
Hapy:KUTh IJIUHBI BoaH Kopoue ~310 HM (Cuthill et al. 2000; Douglas,
Cronin 2016). Ogaaxo Beimre 500 HM ryIas3HbIe Cpeabl BceX BUO0B oP(PeKTUB-
HO IIPOIIyCKAIOT CBET B MH(PAKpAaACHEIE 00JIACTH, 1 IIpeIe I JJIMHHOBOJIHOBOM
UyBCTBUTEJILHOCTH yCTaHaBJINBaeTca 3puTebHbiMu murmeHTamu (Douglas,
Cronin 2016).

BoamoskHo0, Hanbosiee oueBuAHBIM aTpuOyToM Y D cBeTa B OTHOIIIEHUHU
OMOJIOTHYECKUX CHCTEM SIBJIIETCS TO, UYTO MHOTHE OPTaHUYeCKIe MOJIEKYJIbI
(8 vactaoctu JIHK) morsiomaror sHepruio oatux BosiH. B pesyibrare yabTpa-
(pmosteToBoe u3aydeHHe, gaske oxoJo 380 HM, MOYKET IIOBPEIUTH TKAHU CeT-
JaTKH. Y2Ke OIUH 3TOT (pakT mpeamosaraet, uro Y O 3peHue JOKHO JaBaTh
3HAYUTEJbHOE IIPENMYIIEeCTBO, YTOOBI IITHUIILI PHCKOBAJIHN CBOEI CeTUYaTKOMI
(B oT/IMmume OT OOJIBIIMHCTBA APYTUX KUBOTHBIX, 3AIUIMAIOIINX €€ ¢ II0MO-
IIHI0 HeTIPO3PavHbIX Oy Y O riIasHbIX cpe).

Kpowme Toro, BostHoBEIE cBoicTBA Y D cBeTa, BEI3BIBAIOIIINE €T0 PACCESIHIIe
Kak B aTMocdepe, TAaK U B CAMOM IJIa3y, MOTYT CUJIbHO YXYIIIIAaTh Ka4eCTBO
u3oopaskenusa (Bennett, Cuthill 1994). Korga cBet mpesioMiigeTcss orTmye-
CKHMH 3JIEMEeHTAMU IJIa3a, pe3yJIbTUPYIollee N300paskeHue II0gBePraeTcs
XpoMaTHUIECKOH 1 cheprueckoit abeppariuu. KopoTkme BoJIHBI IIPEJIOMIISIOT-
Cs CHJIbHEe, YeM [IJIMHHBIe, U POKYCHUPYIOTCS OJIMsKe K JIMH3e, BRI3hIBAS Pas-
MBITHE M300pakeHusI, 0COOEHHO eCJIM OHO B OCHOBHOM (POPMHUPYETCSI B JHa-
nasoHe OauHHBIX BoH (Bennett, Cuthill 1994). Otu asienus, BeposaTHO,
YMEHBIIIAI0T IIPOCTPAHCTBEHHOE pa3pelleHie 1 KOHTPACT KKapPTHHKN, KOTO-
PYIO SKMBOTHOE MOKET IMOJIyUUTh, UCIIoJIb3ysa Y M. OgHaKo, Korma 00Hapy K-
BaeMble 00bEKThI HaXOIATCS Ha He0OJIBIIIOM PACCTOSHUU, 9TH ad(peKThI Oy-
oyt HesHaunTeabHeIMU (Bennett, Cuthill 1994).

JIr0bas amamrraiyst, yMeHbIITAIIAs 3TH HeJOCTATKH, ITOTeHIINAILHO 9KO-
HOMMUT 00JIee JOPOTOCTOSIIYI0 HeHPOHHYI0 00pabdoTky usoopaskenus (Dou-
glas, Cronin 2016). KopoTkue cBeTOBbBIE€ BOJIHBI MOT'YT IOTJIOIIATHCS IIUTMEH-
TaMH B PA3JIUYHBIX OKYJIAPHBIX cTpyKTypax (Bowmaker, Hunt 1999), ua-
IIpuMep, MACJIAHBIMH KAILJISIMU WJINA CPEIOH IJIa3a, YTO MOYKeT OBIThH aIalrra-
1ue ast odeciievyeHus BEICOKOI ocTpoThI 3penns (Lind et al. 2013; Douglas,
Cronin 2016) myTteM ymajieHUs CIIEKTPaJILHOM 00JIacTH, HamboJjiee IIoaBep-
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JKeHHOM xpoMaTtuyueckoii adepparuu. Ilomydaercsa, uro YO BoJIHBEI MOTYT
yJIABJIMBATHCS JIAIIH HEOOJIBIITNM KOJIMYECTBOM CAMBIX MaJIEHBKUX hoTope-
IIEIITOPOB y OrPaHMIYEHHOI0 YKMCJIa BUA0B ITHUIL. B mmepByio ouepeas 910 HEOO-
XOJIMMO OJIsI OOHAPYKeHNUs U OI[eHKU IHINEeBBIX 00HeKTOB Ha He0O0JILIIIOM
paccToSHUM (XOTS UX CKOILJIEHHUS OyOyT BUIHBI M U30aJIeKa).

HNcmonb3oBarme Y@ m3JIyuyeHUs B CHUCTEME 3PEHUS HAKJIAIBIBAET CBOU
OTpaHMYEHUA ¥ Ha pa3Mepsl ry1a3. Buabl ITHIl ¢ MaJleHbKUMU IJIa3aMH, Ta-
K1e xKak MHorue u3 Passerida, ssBiIssioTcsI cTporo JHeBHBIMH. B mpemesax
€CTeCTBEeHHOTO JTHEeBHOI'O JMAIIa30Ha CBeTa TpedyeMoe KOJIMYECTBO PelleIITo-
POB I MAKCHMAJILHOTO M3BJIEUEHUS HHPOPMAIINH 13 U300 paKeHUs IBJIA-
eTCsI OTHOCUTEJILHO HeOOJIBIIINM II0 CPaBHEHUIO ¢ Ha00poM, He0OXOIUMBIM B
HOYHBIX YCJIOBUSX MJIU IIepeJl 3aKaToOM U IIocjie Bocxoaa. Takum oopa3om,
IIPH IIaJeHUN YPOBHSI OCBEIIEHHOCTH 3PUTEIbHAS CHUCTEMA 9TUX IITHIL He CIIO-
coOHA M3BJIEKATH JOCTATOUHOE KOJIUYECTBO MH(OPMAIINY, YTOOBI 0€30IIaCHO
BBIIIOJIHATE IOJIET B yeI0BUAX Hu3Ko# ocseniéuroctr (Martin 1999). C npy-
oM CTOPOHBI, YBeJIHUUYEHHEe padMepa riasa He oboxomurcs 0e3 3arpar. Poct
KOJIMYECTBA PeIeIITOPOB UMeeT MeTab0IMIecKre U3IePKKU U YBeJIUIYNBAET
Maccy riassoro sosgoka. OgHUM U3 PyHIaMEeHTAJbHBIX OTPAaHUYEHUH Ha
9BOJIIOITHUIO JIETAIOIIMX IITHIL OB BEIOOP MEKIy aOCOIIOTHBIM yBEJIMYEeHIEeM
MAacCCHI TeJIa ¥ TeM, UTO 9TOMY, BEPOSTHO, IIPOTHUBOCTOUT OTOOP ITPOTUB HEITPO-
IOPITMOHAJIBHO TIKEIOH T'OJIOBBI, KOTOPAas MOYKET IeCTa0MIM3UpPOBATh II0-
aér (Martin, Osorio 2010).

Cy1mecTByeT rumoresa 0 TOM, YTO MeJIKHE ITUIIBI Yallle MMEeIOT ITUTMeHThI
UVS, uem kpymHbie OTUIBL. T0 ecTh YyBCTBUTEAbHOCTE K ¥ D orpanmueHa
paamepom riaasa (Lind et al. 2013). Jlaaubie uccaemoBaumii 38 BuaoB u3 11
OTPSZIOB IITHUIL IIOATBEPIKIAIOT 9Ty THIIOTE3y 00HAPYKeHIeM CUJILHOM Koppe-
JSAIUT MEKIY IIP0o3PavHOCTh0 K ¥ O U3JIyUYeHUI0 OIITUYECKOH CTPYKTYPhI
riasa (cpexsl) 1 ero pasmepom (Lind et al. 2013).

TaxuM 00pa3oM, MeJIKHe IITHUIILI CKOpee BEIHYKIeHbI HCII0JIb30BATh YJIh-
TPaAKOPOTKHE BOJIHEI B CBOEH CHCTEMe 3PEHUS, IOCKOJIbKY OHI COCTABJISIOT
BBICOKYIO JOJII0 CIIEKTPAJILHOIO COCTABA OKPYIKAIOIIEro CBeTa Ha PacCBeTe u
B cyMepKax. Bo3aM0:kHO, YTO YyBCTBUTEJILHOCTE K Y D HM3Ty4eHUIO IT03BOJISIET
JHEBHBLIM IITHUIIAM IPOJJIEBATh IEPHUO/, B TeUeHre KOTOPOro OHU MOTYT KOP-
mutbes (Cuthill et al. 2000), uTo sKM3HEHHO HEOOXOAUMO KAK B HU3KHUX IITH-
poTax JIeTOM, 0COOEHHO IIOJI IIOJIOTOM Jieca M B ropax, TaK M B BBICOKUX IITH-
poTax 3MMOI.

3.2.2. Yaovmpaguonemosoe ompadxernue u OKPaAcka nepves

Basxsocts YO oTpaskeHus Oyt OMOJIOTHY U IIOBEeOEHUs IITUIL ObLIA YIIY-
IIeHa 10 HeJaBHEero BpeMeH! IJIaBHBIM 00pa3oM IMOTOMY, UTO JIIOAU He MOTYT
BHUIETh KOPOTKHE BOJHEBI. HeKoTophle 11BeTa IIepheB IITUII, 0COOEHHO CHHIE
u uosieroBbie, boratel YO orpaskenueM (Burkhardt 1989; McGraw et al.
1999; Eaton, Lanyon 2003; Gill 2007; Bleiweiss 2014). YTo0bI mpuMepHO

Pyc. oprumon. aeypr. 2021. Tom 30. Dxcrpecc-poimyck Ne 2092 3285



IIOHATH, KAK ero BUJIUT NTHUIA, PACCMOTPHUM, KaKHe COUYeTaHusA IIBETOB BOOO-
II1e BO3MOKHBI B BUIUMOM €10 CBETOBOM JIHaIla30He.

B TerpaxpomaTmyueckoil cucTeMe ITBETOBOTO 3pEHUsS OCHOBHBIMU IIBETA-
MU SIBJSIOTCA: KPACHBIH, 3€JIEHBINA, CHHUU U YIBTPaAPHUO0JIeTOBRIN. BTopiy-
HBIE CIIeKTPaJIbHEIE I[IBeTa: 3€JIeHO-KPACHBIN (3KEJITHII), CHHEe-3eJIEHBIN 1
CHHEe-yJILTPA(UOJIETOBEIN, — 00Pa3yIOTCA IIPU OTPAKEHHIN U3JIyUYeHUI BOJIH
IIBYX COCEIHIX OCHOBHBIX IIBETOB, TO €CTh MX CMeIIIeHHe IOJIydaeTCs P Of-
HOBPEMEHHOM CTUMY AN OByX poToperierrropos (Burkhardt 1989).

Hexotoptie mmepbsi, ¢ IBOMHBIMY TUKAMH OTPasKeHUs, OyIyT JaBaTh OT-
TEeHKHU, KOTOPBIX HeT B gJHeBHOM cuekTpe (Burkhardt 1989). HecrekTpaiin-
HBbIe BTOPUYHEIE ITBETA IOJIyYAIOTCA OT CTUMYJISITUU ABYX (POTOPEIIEIITOPOB,
pearupyoInux HAa U3JIyUYeHHe CIIeKTPAJIbHO He CMEeKHBIX BOJIH: (PHOJIeTOBBIH
(SWS + LWS), «<otuumnit nypuypasii» (UVS/VS + LWS) u «3enéHbli Iy p-
nypusii» (UVS/VS + MWS) (Burkhardt 1989; Finger, Burkhardt 1994;
Cuthill et al. 2000).

JlommosTHUTE IBHBIE ITBETA POPMHUPYIOTCS IPU OJTHOBPEMEHHOI CTHUMYJISA-
ITUH TPEX (POTOPEIEIITOPOB. ITO eIé OAUH KJIACC CMEITaHHbIX I[BETOB BTO-
POro IIOPSAAKA — TPOMHBIX ITBETOB, TOJIHBKO JBA M3 KOTOPBHIX OYIYT HECIIEKT-
paapaBbIME (Cuthill et al. 2000). OguH 13 TAKKX ITBETOB UMEIOT OeJIbie TIepPhs
C OTCYTCTBHEM WJIH IIOHIKEHHBIM OTpaskeHueM yabrpaduosera. OHEI MOTYT
BOCHPUHHUMATHCA ITUIIAMU KAaK HEHACHIIIEHHbIE «CHHE-3eJEH0-KPaCHBIE»
oTTeHKH. B Yesr0BeUECKOM IIBETOBOM 3PEHUHU OIILyIlleHre 0eI0r0 BOSHIKAET
IIPY CTUMYJISIIIHY BCeX TPEX THUIOB K0JI00YeK. MosKHO 0/KHIaTh, UTO JJISI OIILY-
IIEeHUS «0eJI0ro» B IIBETOBOM 3PEHUH IITUIILI JOJIMKHBI OBITH CTUMYJIUPOBAHEI
BCe YeThIpe TUIIA perenTopoB. M Hao0opoT, II0IHOEe OTCYTCTBHE CTUMY JISITAN
Oymet BoITIAaeTh «uépubiM» (Finger, Burkhardt 1994). Korma Bce orpasken-
HBIE YaCTOThI UMEIOT IIPUMEPHO OJMHAKOBYIO (PHM3MUECKYI0 HHT€HCUBHOCTD,
nBeT craHoBuTcd axpomarudeckuM (Burtt 1986). HecriekrpaibHbIe 11BeTa
SIBJISIIOTCSI OTHOM M3 TJIABHBIX IPUYNH, II0UYeMy 0COOEHHO TPY/IHO OIIEHUTh
CyObeKTHUBHOE BIIeUATJICHIE B3TJIAIa IITUIEI HAa OTTeHKN 00bekToB (Cuthill
et al. 2000).

PasnoobOpasue nBeToB omepeHus (raMMa) 3aHUMAET JIUIIh YacTh OT 00-
II[ero JOCTYIIHOIO IITHUIIaM IIBeToBOro IrpoctpancTsa (Vorobyev et al. 1998),
KOTOpO€e TeOPeTHYeCKH OHH MOTYT BHIETh W pasaudarhb (965 msetos). s
IITHIL C YYBCTBUTEJIHHOCTEHIO K YD cocTas IIBETOB, MCIIOJIL3YEMBIX B OIIEPEHNH,
cocTaBsgeT 0k0J10 30% BoaMmoskHOM rammsl (Stoddard, Prum 2008, 2011).

C1oco0HOCTDH OTHOIO I[BeTA IIePheB OTPakaTh WJIX IIoryomars Y O usiy-
JyeHHe OyJeT BOCIIPUHUMATHCS IITHIIAMY KaK COBEPIIeHHO pa3Hble IIBeTa, TO-
rIa Kak Jrogu KiaaccuduimpyioT ux oquHakoso (Cuthill et al. 2000). IToaTo-
My IIepbs BCeX IIBETOBBIX OKPACOK MOKHO Pa3IeJIUTh Ha TPU OOJILIIINE T'PYII-
IIBI: IMEIOIIIe CUJIbHOE YILTPa(pHOJIeTOBOE OTPpaKeHNe, 0e3 OTpaskeHus U OT-
paskatomiue caabo miau cpegre (Burkhardt 1989). Hexoropsie Oesibie mepbs
MMeIOT BBICOKOe oTpaskeHue B yabTrpaduosiere (Finger, Burkhardt 1994),
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npyrue — HeT. OQHAKO OIABJISIONIEMY OOJIBIIIUHCTBY «0eJIBIX» IIBETOB OIIe-
perus asHo He xBaraeT YO (Stoddard, Prum 2011). Kpussie orpasenns
CephIX IIepbeB HUIKEe, UeM OeJIbIX IIePheB, HO B OCTAJILHOM OHU CXOYKH: JIM0O
KpHBas OTPaKEHHUs IJIOCKasa 110 BceMy BuauMomy u ¥ @ H3JIydeHHIo, JTU00
nmeercsa rnagenne Hrke 400 aMm (Burkhardt 1989). Uépurie nepnd, 0apxart-
HbIe WU OJIeCTSIIIe, BOOOIIE He II0Ka3hIBAI0T BUANMOM OTPaKaTeILHOH! CIIO-
coOHOCTH BO BceM crekTpasibHoMm guanasore (Burkhardt 1989).

IIpencrasisgercsa pasyMHBIM CBS3aTh OTCYTCTBUE HJIN IIpucyTcTBHE Y D
OTpasKkaTeJIbHO! CIIOCOOHOCTH B OCHOBHOM C COJIEp:KaHHUEeM MeJIAaHWHOB B IIe-
pbsx. I3BecTHO, YTO IIOTJIOIIEHNE CBETA 9TUMU ITUTMEHTAMH IIOCTEIIEHHO yBe-
amunBaetrcsa 0o 300 am (Needham 1974). He o:xmmaercsa, 4To MeJaHRHCOIEP-
sKaInme mepbsa OyayT oTpaskaTh MHOTO yiabTpaduosiera (Burkhardt 1989).
CreKTphI OTpaskeHNI BCeX PA3HOOOPA3HBIX OTTEHKOB, BRI3BAHHBIX MeJIaHH-
HaMHM, OT KeJITOBATOIO JI0 KPAaCHOBATO-KOPHUYHEBOTO AHAJIOTUYHBLI X MOTLYT
OBITH 0000IIEHBI KaK KOPUYHEBBIE CIIEKTPHI, KOTOPhIe OOBIYHO HE OTPaKAIOT
VO®. Oguako ObIBaeT KOMOMHAIINSA KOPHUYHEBON MEJIAHNHOBOM IUTMEHTAIAN
U CTPYKTYpHO o0ycsoBaernHoro Y ® orpaskenusa (Finger, Burkhardt 1994).

Cmroco0HOCTH TTHIL ITPOU3BOIUTE ITBETA C IIOMOIIBIO ITUTMEHTOB OTPaHH-
vyeHa. KaskIbIil oTIe IbHBIN KJIACC IUTMEHTOB, BCTPEYAIOIINXCA B IePhIX, 3a-
HHMAaeT OYeHb He0OJIBIIOM 00bEM 00IIIero IBeTOBOT0 IPOCTPAHCTBA IITHIL:
KapoTHHOUIEI 3.5%, IIcUTTakoPyIbBUHEL 2.7%, Menauuubl 1.5% u mopdu-
punbI 0.1%. Cpenu KapoTHHOMIHBIX IUTMEHTOB KPACHBIN 1 OPaHKEeBBINA Ke-
TOKAPOTUHOUIHBIE I[BeTa 3aHuMaiT 2.0% TeTpaxpoMaTHUeCcKOro IIBETOBOTO
IPOCTPAHCTBA, TOraa Kak skéaTele kcanTodpuiiasl — 0.3% (Stoddard, Prum
2011). HampoTus, cTpYKTYpPHBIE I[BETA COCTABJIAIOT OTHOCUTEJIHHO OOJIBIION
oobeMm (17.9%) ITUYBEro IIBETOBOI0 IIPOCTPAHCTBA, JOCTUTAS IIPU HEKOTOPHIX
yeaoBusax 10 70% coctaBa Bcell raMMBbI, BCTpedaroleicss B OIIePeHUN IITHII,

BoasmmuacTBO, HO He Bce YO 11BeTa ABISAIOTCA CTPYKTYPHBIMHU. KopoTKo-
BOJIHOBBIN cuHM, (prosteToBslil 1 YD 11BeTa (prsmuecKkun 00yCJIOBJIEHBI pac-
cesdHIEM CBeTa BHYTpPH IIepbeB. J pyras BO3MOKHOCTD CO3JaHMUS IIBETOB B
nepbax — oTo uHTepdepennusa ceera (Burkhardt 1989). V curux u dpuose-
TOBBIX IIepbeB B YD 4acTo IIPUCYTCTBYET JOIIOJIHUTEILHBINA ITHK OTPAKEHUSI,
IIOCKOJIBKY BOJIHEI ¢ 00JIee KOPOTKOI JJIMHOM cuibHee pacceuBaiorcsa (Burk-
hardt 1989; Keyser, Hill 1999). 3a BpeMs oBOJIIOIIUY CTPYKTYPHEIE I[BETA
3HAYUTEJIbHO PACIIHPUJIN CBOIO TAMMY B OII€PEHHH IITUII, a TAKKe CO3TaJIh
1IBeTa, HegocTyIrHbIe pacTeHusam (Stoddard, Prum 2011).

YO orpamxenune :xEJTOr0 MM KPACHOTO IIBETOB OIEPEHUsI, KOTOPEIE CO-
3IAI0TCS 3a CUeT IIMT'MEHTOB, OUeHb N3MEeHUYNBO. Bh1I0 00HApYKEHO, YTO ¥
HEKOTOPHIX BUI0B OHO SABJISETCS IIPOMEIKYTOUYHBIM HJIHU IIEPEMEeHHBIM JasKe
B Pa3HBIX YacTAX KpacHoro omepeHuda ogHou ntunkl (Finger, Burkhardt
1994). B otmuume oT MeJIaHMHOB, HEKOTOPhIE KAPOTUHOMUAEI oTpaskaioT YD,
CHUJILHO IIOTJIOIIAIOT CBET CHHEH YaCTH CIIEKTPa M MMEIOT BTOPOI MUK OTpa-
skeHus B quamasone ot 500 qo 600 M. Takue KapoOTHHOMIBI YaCcTO 00HAPY-
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'KUBAIOTCA He ToJabKO B mepbax (Voitkevich 1966), Ho 1 B MaCIIHBIX KAIIJISIX
cetuatku rntuil (Burkhardt 1989).

C Toukn 3peHnsa PaKTHIECCKOTO BOCIPUATHSI HAN0O0Iee 3aMeTHBIE CHUT-
HaJIbl B TETPAXPOMATUYECKNX BU3yaJIbHBIX CHUCTEMAX IITHUIL MAKCHMAJIbHO
CTUMYJINPYIOT TOJILKO OOUWH MK IBa (OTIAJIEHHBIX IO CIIEKTPY) KJacca pe-
IIeIITOPOB, TOTIAa KaK MeHee 3aMeTHbIe CUTHAJIBI MAKCUMAaJIbHO CTUMYJIH-
pyIoT OoJibiliee KoamduecTBO ux KjaccoB (Renoult et al. 2013). Taxum obOpa-
30M, KpacHbIe KapOTUHOMUIHI JOJIFKHEI OBITEH 00JIee 3aMEeTHBIMI, UeM KEITHIE.

CurHaJibl Ha OCHOBE KapOTHHOMIOB MMEOT IIOTEHIINAJI IJIsI TOYHOI'O BbI-
PABHUBAHUS CO 3PUTEJILHOI CHCTEMOM M3-3a CJI0KHOTO CIIEKTPAJILHOIO IIPO-
pmns ux oumomaIbHOM oTpaskaTeabHOM crrocoorocTr (Hofmann et al. 2007;
Bleiweiss 2014). AHann3 okpacky BHUI0B BOPOOBMHBIX IITHIL CO 3PEHHEM B
Y ® gyactu cBeTa BBIABII, UTO CIIEKTPHI OTPAKEHNS KAPOTUHOMIOB OIIePeHUsI
COOTBETCTBYIOT MAKCHMAaJILHOM YYBCTBUTEJIbHOCTH (POTOPEIIEIITOPOB HA He-
CKOJIBKMX YPOBHSX: 1) MUHMMYMBI I MAKCHMYMBI OTPAKEeHII KAPOTHHOMUIOB
OIIePEeHMS B COBOKYIIHOCTU COBMEIIEHBI ¢ 4 TUIIaMU KOJIOOUYEK; 2) COOTBETCT-
BYIOIIIFIE XapPaKTePUCTUKN OTPAKEHUS KJIACCOB JKEITHIX (TUIPOKCH- U £-KEeTO-)
1 KpacHbIX (3- u 4-f-KeTo-) KapOTUHOMIOB, BEIPOBHEHHBIE II0 PA3IMIHBIM
KOMOMHAIIUAM KOJIOOUEK; 3) mMaphl XapaKTePUCTHUK OTpaskeHUsd (Hampumep,
OUH MUHHMYM U OIWH MAKCHMYyM) KasKI0r0 KJIacca KapOTHUHOUI0B, BBIPOB-
HEHHbBIE C IIapaMM COOTBETCTBYIOIIHNX KOJI0OUEK; 4) KapOTHHOUIEI OII€PeHUsI
BOPOOBMHEIX 00JIee TECHO CBSI3aHBI C MX COOCTBEHHOM 3PUTEIBHON CHCTEMOI
(UVS), ueM cucTeMbl ¢ TOMOJIOTUYHBIMI KOJIOOUKAMHU, YYBCTBUTEILHBIMU K
mosteroBomy 1Betry (VS), obHapy:xmBaemble y npyrux mnrutl (Bleiweiss 2014).

YéTKre 3aKOHOMEPHOCTU BapUAIINil U BEIpABHUBAHUS, HAOI0JaeMbIe
JIJISI $KeJITHIX KAaPOTHHOUIOB II0 CPABHEHUIO ¢ KPACHBIMU, TAKiKe II03BOJISIOT
IIPEIIO0JIOKNATE, UYTO 3THU KJIACCHI IIMT'MEHTOB IIepeaaioT PasHble (PU3nUYecKre
acrekTsl comep:kanus (Bleiweiss 2014). JleficTBUTEILHO, KOJIMYECTBEHHEIE
ACCOIIHAIINY MEKIY XapaKTePUCTUKAMM OTPAMKEHHNS OIIePEeHUs 1 IIMKOBOM
UyBCTBUTEJILHOCTHIO PEIIEIITOPOB MO3BOJISIOT IPEIIIOIOKUTD, YTO Jaske He-
OoJIbIlIHe (pH3UUeCKHe Pa3INYns BaskHbI I 1rTuil. CiiemoBaTeIbHO, IITHITHI
¢ UVS penerrropamu MoryT 0oJiee TOUYHO OIIEHUBATH KOJMYECTBO 1 Jerpaia-
ITHIO KEJITOTO I[BETA, UYeM KPaCHOTO0, Yepe3 PasImunsa B IPOHIIAX OMMOIAITh-
HOIT oTpaskaTe JIbHOM criocooHocTH KapoturHouaoB (Finger, Burkhardt 1994).

JlrMoppHbIe 3puTeIbHbBIE CUCTEMBI JIJIS IITHIL PA3HOT0 I10JI1a HEN3BECTHHI
(Hart, Hunt 2007). Tem He meuee, MWS perieriop TeCHO BEIPOBHEH C 3KEJI-
THIMH KapPOTHHOMIAMHU TOJBKO y camIioB. CBsgi3aHHOE ¢ II0JIOM JUMOpP(HOE
BhIPpABHUBAHNE MOKET OBITH pPe3yJIbTaTOM 00Jiee HU3KUX KOHIIeHTPAaI[Ui
SKEJITOr0 KapOTHUHONAA B *KEHCKOM OIIEPEHUMU, YTO CABUTAET UX MAKCHUMYyM OT-
paskeHUsI HUKE Amax KoHyca MWS, 1au, BO3MOKHO, ¢ O0JIbIIIEH HEO0X0IMMO-
CTBIO ¥ CAMIIOB €CTh KOPM C YBEJIMUYEeHHBIM COIEepsKaHueM KapPOTHHOUIOB.

Basxknocts adphperTa KOHIIEHTpAIIMY IIUTMEHTA B OIIEPEHUN COTJIACYETCS
C OTCYTCTBHEM JUMOP(QHOTO BHIPABHUBAHUS IJIS KPACHBIX KAPOTUHOHUIOB,
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a0copOITMOHHbIE KO3(PHUITMEHTHI KOTOPBIX 3HAYUTEIbHO BBIIIE, YeM KEJITHIX
KapOTHHOMUIOB U, CJI€I0BATEILHO, OHH MeHee UyBCTBUTEJIbHEI K TAKOMY SB-
snernio. CMecHu KpacHBIX 1 $KEITHIX KAPOTHHOMIOB BOCCTAHABJINBAIOT BHIPAB-
HUBAHIE MEKIY UX IIMKOM OTPAKEHUI U Amax Kos100uex MWS y camoxk. IIpu-
Me4JaTeJIbHO, YTO KpacHbIe KapOTHHOUIBI TOPAa3 10 yallle BCTPeUYaloTCA B OIIe-
peHnu camiioB, yeM caMok Passerida (Bleiweiss 2014).

JKETeIil IBET 0MMHAKOBO HCIIOJIB3YEeTCs caMIlaMi M CaMKaMH B oIlepe-
HUM, HO HepaBHOMEPHO BEIPABHUBAETCS B UX 3PUTEJIbHBIX cucTemax. Kpac-
HBIH I[BET II0-Pa3HOMY IIPOSIBJIAETCS B OKpPacKe, HO OJMHAKOBO BEIPABHUBA-
etcs (Bleiweiss 2014). Takum o6pasom, y BOPOOBHHBIX CYIIIECTBYIOT IIOJIOBBIE
pa3aInuns B BRIPABHUBAHUY PA3HBIX IIBETOBBIX CUTHAJIOB. IloTeHImaabHbIE
KOMITPOMUCCHI B PA3HBIX ONTHYECKUX CBOMCTBAX SKEJITHIX M KPACHBIX Kapo-
THHOUIOB MOT'YT CIIOCOOCTBOBATEH COXPAHEHUIO UX PA3HO00pA3Us B IIEPhIX
(Bleiweiss 2014).

Kak murMmeHTHI IIepheB, Tak 1 KOMKHBIE IIOKPOBELI MOT'YT JEMOHCTPHUPOBATH
YO orpasenne (M1m IIOTJIOIIEHIIE) B 3aBUCUMOCTH OT UX cocTaBa. Kepartuu
IIUPOKO MCIIOJb3YEeTCSA B KAUYeCTBEe YKPEILJISIONIero coeInHeHusI B 00emx
CTPYKTypax u xoporro orpaskaer Y D.

Orpasxernne YO Takike MOKET KOPPEJIUPOBATH C OTPasKeHueM Ha 0oJiee
JIJINHHBIX BOJIHAX U ABJIATHCSI CUTHAJIOM IIOBedeH4YecKor suaunmMoctu (Cut-
hill et al. 2000; McGraw 2004d). {1 mrTuir, ayyBcTBUTEAbHEIX K Y O naayue-
HUIO, yaaJIeHne Bcero orpaskeHusd Hrke 400 HM MOKeT IPHUBECTH K II0sIBJIe-
HUIO «CTPAHHOM» ITUIILI B I'JIa3aX COILJIEMEHHHKOB, BO3MOKHO, B KpaHUX
ciIydasix Hey3HaBaeMoii kak koHcrerrucpuunasa (Cuthill et al. 2000).

VO uznyuenne MoskeT MeTh 0Cc000e 3HAUEHME U IIPU OIleHKe OpHAMeH-
TOB OIIEPEHUs B TeX CJIydasxX, KOTJa Ha Halll B3TJISA] BHEITHUHN BUJ IITUIL He
pasiauuaerca. [Ipenmourernus a1 OJIOBBIX MAaPTHEPOB, oTpaskaoniux YD,
MOTYT OBITh OUeHb CUIbHBIMU. HensBecTHo, sBisiercss au Y O «ocoOBIM» BOJI-
HOBBLIM JHAIIa30HOM JIJId IIepeJadun CeKCyaJIbHBIX cCUTHAJIOB ITuiiamu (Ben-
nett, Cuthill 1994), Ho, cKOpee Bcero, ygajeHne U3 CIIEKTPa JIIOOBIX JPYTUX
BOJITHOBBIX JHAIIA30HOB JACT dKBHUBAJIEHTHEIE a(pdperTrl. OmHAKO, €C/IH 1 €CTh
YTO-TO 0COOEHHOEe B curHasiax ¢ Y ® KoMIIOHEeHTOM, TO IIPUPOJIa 9TOM UHDOP-
MAaIluu eIné He scHa. Mesxay TeM, MbI JOJIKHBI 3HATH 0 BO3MOYKHOM BKJIae
9THX BOJIH IPU M3yUYEeHUU 0COOEHHOCTEH OKpPACKU OIepeHMs, BHIOOpa IIapT-
HEépa WK JeMOHCTPATUBHOIO IIOBEIeHUS, Ha KOTOPhIE MOYKET IIOBJIUITEH CBe-
toBas cpena (Cuthill et al. 2000).

[IpuBIerkaTeIbHOCTH CAMIIOB CKBOPIIOB Sturnus vulgaris, 3e0poBBIX aMa-
nuH Taeniopygia guttata n Bapakryiiek Luscinia svecica OJsI CAMOK H3Me-
HsIeTCsA B 3aBHCHUMOCTU OT TOT0, HaxogaTcsa oHu B YD ocBelleHUN WU HET.
IJTO0 MHTEPECHO OTYACTH IIOTOMY, UTO CYIIIECTBYeT OOJIbIIas Pas3HHUIA B IIPO-
mopimi YO B ecTeCTBEHHOM OCBEIeHUU 1 II09TOMY HMeeT 3HadYeHne To, KaK
OTHIILI BEIOMPAIOT MecTa IJIsI JeMOoHcTpaliuu coeii okpacku (Martin, Osorio
2010).
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CKpBIThIE ITOJIOBBIE PA3JINYUS B PUCYHKE OIIePEeHUs IITUIL OBLIIN 00HAapYy-
"KeHBI Y BUIOB, 00JIee 1IN MeHee MOHOMOP(HBIX IJIS YeJIOBEUECKOTo IJ1a3a.
N3 aux masopeBra Cyanistes caeruleus ssBisieTcss IIepBBIM IIPHUMEPOM, Je-
MOHCTPHPYIOIINM HanOOIbIHH m1010B0H qumopduaM B YO ceete (Cuthill et
al. 2000). V 6auskopoacTBeHHbIX BUA0B Y D PHCYHOK MOMKET CHJIBHO PA3JIH-
4aThCd, He 3aTparuBasi IUTMeHTHBIe CTPYKTYPhI. OH II03BOJIAET UM JIETKO
OII03HABATH APYT APYyTra, 4TO He 3aMeTHO OJId Habaomaresda. Takue ocobeH-
HOCTH MOTYT OBITH OCHOBAHHEM Jaske IJIs TAKCOHOMIYECKOH mudydepeHIn-
aruu otux gopm (Bleiweiss 2004).

BosamosxHO, ITHUIIBI TAKKE MCIIOJIB3YIOT CBOIO CIIOCOOHOCTDH BOCIIPUATIS
YO nis pacriosHaBaHUSA CBOUX SHII, & HEKOTOPhIE BUABI MOT'YT M3MEHSTH OT-
paskaTeJbHyo cIocoOHOCTh ¥ D M3JIyUeHns OIIepeHMs ¢ IIOMOIIbIO BhIIeIe-
HUH KoImunKoBoit sxesie3nl (Rajchard 2009).

Bce ati manHbIe TOTUYEPKUBAIOT, UYTO BOCIPUATHE IIBETA IITUIIAMU U Ye-
1oBexkoM pasuoe. [looaToMy mpuMeHeHMe B 9KCIIepPUMEHTAIbHOM IIPAaKTHUKE
CTAHIAPTOB YEJIOBEYECKOI0 IIBeTA U JakKe MCKYCCTBEHHOIO OCBEIIIEHUS MOTYT
IIPUBECTU K pe3yJibraTram, BBogamuM B 3abayskaerue (Cuthill et al. 2000).
Ncronp3ys Bce 9T 3HAHUA, MOKHO UIEHTUPHUITMPOBATh KOHKPETHBIE ITPH-
Mepbl MH(OPMAIINM, KOTOPAasI MOKET OBIThH IIoJIyueHa nTtunamu ot Y O yactu
crrekTpa. YyBeTBUTEIRHOCTD K Y D ABJISETCS YacThI0 MeXaHN3Ma I[BETOBOTO
3peHms, a He 0COOBIM KaHaJoM Iepenaun umH@opmaimu. CKopee TeTpaxpo-
MAaTHYeCKOe 3peHIe MOKeT MMeTh 3HAUeHHNe JJIsd YJIYUIIIeHUsa o0IIero mIpo-

CTPAHCTBEHHOTO Pa3peIeHus 110 BceMy BUIUMOMY ITuriaMu criekrpy (Mar-
tin 2017).

3.2.8. Onmuueckue ceoiicmaa cpedbl. U RUUW,e8blX 00BEKMO8

B npupose MHOTME JKMUBOTHBIE CTAJIKUBAIOTCA C PA3JTHYHBIMI YCJIIOBUSIMU
OCBEIIEHHOCTH, B KOTOPBIX IIPUXOIUTCSI OPHUEeHTHPOBaThesa. Hatrpumep, cyrie-
CTBYIOT KM3HEHHO BaskHbIe ¥ O cUrHasIbl, KOTOPhIe HEOOX0IMMO O0HAPYKUTH
B PACTUTEJILHOCTH, CJIa00 IIPOILYCKAOIIEH 9TOT THII 3JIEKTPOMATHUTHBIX BOJIH,
0CODEHHO B HIDKHHUX Apycax Jieca. OTH YCJIOBHUSI TPeOYIOT OYeHb TOYHOI'0 pPac-
IIO3HABAHMS CUTHAJIOB ¢ MHTEHCUBHOCTAMH, JAJEKIMHU OT aJaIITHUBHOT0 POHA.

CeromgHsa MOYKHO BEISBUTH IPUMeEpPHI 00bEKTOB, OOHAPYKeHNe KOTOPHIX
YJIYYIIIEHO C IIOMOIIIBIO ITBeTOBOTO 3peHus rtutl (Martin 2017). EcrecTBeHHbBIH
(pboH 3eIEHBIX paCcTeHUII JIeTKO OTpaskaeT NJIMHHOBOJHOBOM cBeT. KpuBhie ux
oTpaskaTeJbHOI crmocooHocTr Huske H00 HM OTHOCHUTEIBHO IIJIOCKHE, HO II0-
Ka3bIBAIOT 00JIbIN0N DK Mexay 510 u 580 HM 1M3-3a IIPUCYTCTBUSI XJIOPO-
duia. Beime 580 HEM oTHOCHTE /IbHAS OTpaskaTe/IbHAas CIIOCOOHOCTD IIaaeT,
HO CYIIIECTBYeT 3HAUNTEJIbHBIN pa3opoc 13-3a auddepeHInaabHoT0 BKIIO-
YeHUS B JIUCThI KpacHBIX oTpaskatomux nurMenToB (Hart 2001). IIpu Takux
yesaoBusax SWS, MWS u LWS Ko1004YKH CIIOCOOHBI pas3IndaTh OOJIBIIIITHCTBO
00bEKTOB, 32 MCKJIIOUEeHHNEM YPe3BhIUYATHO APKUX WJIn TycKJIbIX. UVS perier-
TOPBI OYAYT OIITUMAJILHO PEarupoBaTh HA 00BEKTHI C TYCKJIBIM Y D muaryue-
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HUEeM, aHAJIOTUYHBIM (POHY, HO ¥ HACHIIIEHHO 0TOOpaKaTh IpeIMeThI, KOTO-
pBIe CIJIBHO OTpaskaroT yJibTpaxopoTkue BoJiHbl (Chavez et al. 2014).

Koutpacrt mesxay BepxHei 1 HUKHEH ITOBEPXHOCTAMI JTUCTHEB B YD Ka-
HaJie 3HAYNUTEJILHO BEIIIe, YeM B JII000M OPYTroil BUAUMOM YACTH CIIEKTPA, 1
9TO YETKO II03BOJISIET ITHUIIAM OIIPeNessaTh mmoaoxkeHne aucta. Cuapabii YO
KOHTPACT MOYKHO O0BSICHHUTDH TE€M, UYTO HHUCXOIIIINHA CBET Apyue, YeM BOCXOI -
Ui, KoTopslil comep:xut <0.06% mamaromiero Y®. Kpome Toro, sepkasbHoe
oTpaskeHue Heba M BBIIIEJIEKAIed KPOHLI OT BOCKOBOM KYTHKYJIBI JINCTHEB
MeHseT X IIBeT, TAaK YTO MaKCUMAJIbHBIA KOHTPACT UX OKpacKu HabJIo1aeT-
Cs Ha KOPOTKHUX JJIMHAX BOJIH II0JI OTKPBITHIM HEOOM, 1 Ha JIJIMHHBIX BOJHAX
oo rmroTHeIMU obsaxamu (Tedore, Nilsson 2019).

Muorue codHbIe ILJI0ABI MMEIOT BOCKOBBIE ITIOKPBITHS, XOPOIIIO OTPaKaT0-
mrie B YO, uTo yBeauduBaeT ux aaMeTHOCTh M rtull (Burkhardt 1982;
Bennett, Cuthill 1994). Témupie nan yépHbIe ATOIbI, KOTOPLIEe MMEIOT OJIe-
CTAIIYIO IIOBEPXHOCTh, He oTpakanT ¥ O cuibHee, YeM BUIUMBIHA CBET, HO
BBIZAIOT cebs1 OsteckoMm. Besble moael B ogHOM ciaydae moromraioT YO, B
IPYTrOM — UMEIOT CUJIbHOE KOPOTKOBOJIHOBOE OTPAKeHMEe U SIBJISTIOTCS JeICT-
BuTeJIbHO Oesrbivu 11 ntull (Burkhardt 1982). Kpome Toro, HeKoTophIe cur-
HaJIBI, BOCIIpHUHUMAaeMble KaK B YO, Tak U BUANMOM JUAIIA30HE, MOTYT IIpe-
JIOCTaBJIATH IITHUIIAM MH(QOPMAIIUIO 0 KauecTBe Miau 3pesoctu miomoB (Cut-
hill et al. 2000).

Anajiornyso, MHOTHE HACEKOMBIE, 0COOEHHO 0a00UKM, TaKKe OTPaAKAIOT-
ca B YO ceere. CoOOTBETCTBEHHO, IIBETOBBIE MUMUKPUYECKIE CXEMBI JIJIs BHU-
JIOB, KOTOPBIMU HTUTAIOTCS IITUIILI, OYIYT HO-Pa3HOMY KJIACCUPUITMPOBATHC
nepHaTeiMu ¢ YO cuctemoit 3perus u gioabmu (Bennett, Cuthill 1994; Cut-
hill et al. 2000). Ograko ucHoaIbL30BaHMEe TUPdEePEeHITNATILHOI0 OTPAKEeHUS
Y@ oT 11710710B ¥ JIUCTBHI B KAUeCTBE CIIEIIN(PUUIECKOro MHCTPYMeHTa JIsI 00-
Hapy:keHus kopma (Burkhardt 1982) emé masio nsaydeno, Ho BIOJIHE Bepo-
SITHO, YTO TaKasi CIIocoOHOCTH cyIecTByeT (Martin 2017).

Teopus 1moJI0BOro oTOOpPA IO «CEHCOPHOMY BJIEUEHMIO» YTBep:KIaeT (CM.
TJIaBy 5), UTO *KMBOTHEIE C 0OJIBIIIEH BEPOATHOCTHIO IIPUMEHIIOT KOHKPETHOe
YyBCTBO JJIS OIIEHKHU II0JIOBOTO IIAPTHEpPA, €CJIN 3TO UyBCTBO YiKe MMeeTCs
IJIsI Apyroi mmeau. B aToM ciieHapmu olleHKA onepeHusd ¢ momoiibio Y D 3pe-
HHU OyJIeT paccMaTPUBATHCSI dBOJIIOIIMOHHO BTOPOCTEIIEHHOM Ha (poHEe ero
HCIIOJIb30BAHUS IIPHU IIOUCKE IIUIIH. TaKuM 00pa3oM, CUCTEMEI O0HAPY KeHU s
0COOEHHOCTEH IIPOAYKTOB IIUTAHUS U OIEPEHU IIOTEHIINAIBHBIX ITOJIOBBIX

IaPTHEPOB MOTYT SIBJISTHCS YaCThI0 KOIBOJIIOIIMOHHOIO Ipoiiecca (Bennett,
Cuthill 1994).
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4. OCOBEHHOCTHU ®OPMHNPOBAHUA PUCYHEKA
N CTPYKTVYPLI IIEPBEBOI'O IIOKPOBA CHET'UPEU

Bce paboTsl mo n3yueHMo 0coOeHHOCTEH CTPOEHU I M OKPACKH IIePheB BU-
JIOB OITHCBIBAEMOTO POJIA MPOBOIMJINCEH TOJIBKO C 0COOSMI OQHOTO moaBuaa P,
pyrrhula pyrrhula (Zawadowsky 1926; Zawadowsky, Rochlin 1927, 1928;
Jlapuoros 1928; Schereschewsky 1929; Nowikow 1936). IlosTomy mi1s cpas-
HeHH!SA ObLIN COOpPaHBI IIePhA BCEX CHETHPeH, BCTPEeUAIOIINXCsI Ha TePPUTO-
pun Poccun, a Taxsxe 0yporo P. nipalensis 1 IByX BUIOB K3 TPYIIIILEI MACKO-
BeIX: P. erythaca u P. erythrocephala.

4.1. CTpoeHue MOKPOBHOTO IIepa CHeTUpeu

Kax u y npyrux BopoOBMHBIX IITHUII, KAKI0e KOHTYPHOE IIePOo CHernpei
IIpeaCcTaBJIEHO HECKOJIbLKIMU TUIIAMU CTPYKTYPHBIX aJ1eMeHTOB. VX pacipe-
JeJIeHHe I03BOJISEeT OIIpeaesisiTh YUACTKH IIepa ¢ OJHOTUIIHBEIM CTPOeHHEM
KakK CTPYKTYpPHBIE WJIN (pYHKIIMOHAJIbHBIE 30HBI (puc. 10).

4.1.1. CmpykmypHvie 30HbL KOHMYPHO20 hepa
u ux pacnpeoesierue

Bce nmepbs mepuHUTHBHOrO Hapsga CHETHPS, HE3aBHUCHUMO OT BUI0BOMI
OIPUHAIIEKHOCTH, MOKHO Pa3aesInTh Ha TPHU OOJIbIIKEe TPYIIILL: 1) IOJIET-
HEIE IIepbd, 2) orlepeHue Tesia (IIOKPOBHEIE, ITyXOBbIE U IIYX) U 3) MOIHDUIIT-
poBaHHBIE (CIIEITUAJILHBIE) IIephsa’ . PacipeaesieHre, BeJIMUMHA U pa3Hoo0pa-
3Ue CTPYKTYPHBIX 30H B KAKJI0M KOHKPETHOM IIepe 3aBHUCAT OT ero (YHKIIHO-
HaJIbHOTO Ha3HauYeHusA. B KOHTYPHBIX IephsaX NTHUIL PA3BUBAIOTCA 2 OCHOB-
HBIX THUIIA CTPYKTYPHBIX 30H: IJIACTHHUYATASA U IIyxXoBas. B Kammoil u3 Hux
MOKHO BBIJEJUTH eIlé 2-4 MOIIOJHUTEJIbHBIE 30HBI, B 3aBUCHUMOCTH OT CT€-
IIeHH IPHUCYTCTBUSI U PA3BUTOCTH UX dJIEMEHTOB.

B mepbsx mepsoil rpymisl (IIOJIETHEIE IePbA: MAXOBbIE, PYJIEBBHIE M HX
Kporomrue) 6osee 90% 1omagu onaxajia 3aHUMAaeT ILJI0THAS IIJIaCTUHYATAS
CTPYKTYPHAas 30HA IIepa, 3a CUYET KOTOPOH POPMHUPYETCS ero IIJIOCKOCTh
(puc. 10 a, 6). YToOBI 00€eCIIeYUTh IIPOUYHOCTE COeTUHEHNSI OOPOIOK B €IIHYIO
IIJIACTUHKY, TupPepeHITnaInsa 9TUX 9JIeMeHTOB MakcuMaJjbHa. IlyxoBnie
CTPYKTYPHI HA TAKUX IIePhAX JH00 COBCEM He Pa3BUTHI, JIM00 PaCIIOIaraiTcs
B HauOoJee OJIM3KOM K OUMHY HIKHEH YacTh paxuca. dacTo 3To peaKue OT-
JeJbHbBIe PAMYCHI MJIM TOJIBKO X AllMKAJIbHBIE YUACTKH, 00paMJIISIOIINE 110
Kpalo IiacTuHy omnaxaJa mepa (puc. 10 a, 6). Takum oO6pasoM, oTaeabHAaA
IIyXOBasl CTPYKTYpPHAas 30HA He POPMUPYETCH.

B ctpykType mepbeB BTOPOI IpyIIbl, HA000POT, YaCTO IIPeodsIagaeT IIy-
xoBas vacth. Oua 3ammmMaer mo 100% mromagy myxoBbBIX Hepbes, 70-95%
moJIyIryXoBheIX, 1 oT 20-30% mo 60-70% mokpoBHBIX. Eciu B TakuX IIepbax u

* MoguduiimpoBaHHEBIE II€PhS, KPOME TeX, UTO yiKe OBLIM PAcCMOTPEHHI B IUI. 2.1.2., MOTYT emré pacrmoJiaraTbesa
BOKPYT KJIOAKHW U B palioHe KOITYMKOBOM kese3bl. PaccMoTpeHmMe CTpOEHUSI TAKUX IEPhEB y CHETUPEH He SIBJISIeTCS
IpeaMeTOM JTaHHOTO UCCIIeJOBAHUA.
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obpasayeTcs IJIACTUHKA OIaXaJia, TO B OTJIMYME OT IIOJIETHBIX IIePhEeB, COeIH-
HEHUs B Hell OUYeHb cJia0ble (HopMaIbHAasd IJIACTUHYATAA 30HA IMOKPOBHBIX
IepbeB), 0COOEHHO B €€ JUCTAJILHOM YaCTH, I'Ie PAMYChI YaCTO PACIIOIaraioT-
cA paszesIibHO, He COIPHUKACASACh APYT C APYroM (PacKphITas ILIACTAHYATAS
30HA).

Puc. 10. PacipeaeAeHue CTPYKTYPHBIX 30H B IIEPHAX CHETHPEIL.

a — TPEThECTEIICHHOE Max0oBoe 11epo P. p. pyrrhula; © — GoAbIIIOE BepXHEE KPOFOIIEE BTOPOCTEIICHHBIX
MaxOBbIX 11epbeB P. g rosacea; B — moaymyxosoe 1epo P. p. pyrrhula; v — mokpoBHOE 11€pO BEHTPAABHOTO
Tpaxra camua P. g rosacea; A — moxkposHoe 1iepo camku P. g. rosacea (6ok xuBOTA).

1 — maactuHYATASA 30HA; 2 — PACKPBITAA YACTD IAACTHHYATOH 30HEL;

3 — myxoBas 30Ha riepa. PoTo aBTOpA.
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HopmanpHas miacTuHYaTass 30HA B IIOKPOBHBIX IIEPHIX YACTO OTPAHHU-
YUBAETCS JIUIIL HEOOJBIINM YIACTKOM B uX IeHTpe (puc. 10 T) mam BoBce
OTCYTCTBYET B OJIYIIYXOBHIX ITepbax (puc. 10 B). Taxoe cTpoeHme MOKPOBHBIX
ImepbeB xapakTepHo mpaktudecku Bcem Passerida (Chandler 1916), uame-
HsIeTCS TOJIbKO CTeIIeHb CIEILJICHUS UX 9JIEMEHTOB 1 Pa3BUTOCTD IIJIACTHHYA -
TOU 30HBI.

YV Bcex mpencrasureseir poga Pyrrhula mouTu Bce IIOKPOBHBIE IIEPh,
HaXOOAIIHeCs Ha *KHUBOTE, CIIMHE 1 YaCTUYHO Illee, MMEeIOT CXOKHI THUII pa3-
MeIlleHUs CTPYKTYPHBIX 30H. B mmepros pocra myxoBas 4yacThb oIraxaJjia IIouTH
KasKJ0TO Iepa HaunHaeT (popMUPOBATHCI Ha OIIPedeIEHHON CTaINuM POoCTa
nepa. «IlepersroueHne» IPOUCXOIUT B KOJILIIEBOM 30He auddepeHIInaIinm,
KOTOpasi paciiojiaraeTcs II0J HeKOTOPBIM YTJIOM K JOP3aJIbHOI ITOBEPXHOCTH
nepa (BoiitkeBuu 1962). IlosToMy mpu 0JHOBpeMeHHOM CMeHe HallpPaBJICHHS
hopMooOpasoBaHUSA € ILJTACTUHYATON HA IIYXOBYIO CTPYKTYPY BO BCEX paMy-
cax, HaXOOAIIMXCSI B 9TOT MOMEHT HA Pa3HBIX dTallaxX PoCcTa, IIPOHUCXOIUT 00-
pasoBaHue YETKON IPAHUIILI MEKIAY CTPYKTYPHBIMU 30HAMH. OTa JTHHUI
uMeeT PopMy «cTpeakm» (yrya) ¢ ZUCTaJbHBIM HAIIPpaBJIEHHUEM BEPIIUHEI,
pacmoJiaratoireiica Ha paxuce (puc. 10 1).

OzxHako, YacTh IIOKPOBHEIX IIEPHEB, 0COOEHHO Te, YTO HAXOISITC 0 00KaM
IITUIIBI, KMEIOT aCUMMEeTPUIHY0 popmy. CTPYKTYpPHBIE 30HBI B TAKUX IIEPhIX
popMUpPyIOTCS TP CABUTE IPUOPUTETA POCTA B CTOPOHY OTJHOM M3 JIoIIacTei
omaxaJa mepa (puc. 10 ).

IIyxoBBIe CTPYKTYPHI TAKKE PA3THUAIOTCSA CTEIIeHBIO X pa3BuTusd. B 3oHe
MHTEHCHUBHOIO pocTa (POPMHUPYIOTCA Hambojiee KPYIIHBIE dJIEMEHTHI, a IIPHU
ero 3aMeJIeHInI, OJIMKe K OUHHY — 0ojiee MeJKue, MeHee auddepeHIpo-
BaHHbIe (1mreaKoBucThie) (pue. 10 r).

Puc. 11. Pactioroxkerne u popma pasAHyCoB B PACKPBITON YACTH IIAACTHHYATOH 30HSI Itepa P. cineracea.
a — TepMHUHAABHAA, O — ALCTAABHBIC U B — IIPOKCUMAABHBIE 9acTH pamycoB. Poro aBropa.
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4.1.2. Muxpoycmpolicmeo OYyHKUUOHASIbHBLX 30H nepa

Camoe 1IpocToe CTpoeHHe MMEIOT PaMYyCHI IIeJIKOBUCTOM IIyXOBOH M pac-
KPBITOM ILTACTHHYATOM 30H onaxaja. Ha Hux pasBMBarmOTCA TOJIBKO KOPOTKIE
pPamnyChl, IPAKTUYECKU JIUIITEHHBIE TPeTheCTeIIeHHBIX oJieMeHTOB. I1pum aTom
BTOPUYHBIE OOPOIKH PA3MEIIAloTCA C ABYX CTOPOH MEPBUYHOI B OJHOM ILJIOC-
KOCTH, IIOYTH HapaJjieJbHO APYT Apyry (maactuuadaras 3oua). Ha Tepmu-
HAJILHON YaCTHU paMyca paJuychl OTXOJIAT 10T Hanbojee OCTPHIM yIJIOM, Ya-
CTO ILJTOTHO IIPMKMMAasich K HeMy (puc. 11 a). Ilo mepe ynasieHus oT KOHYHKA,
UX JJIMHA U YIOJI «KPEeIJIEHUI» IIOCTeIIeHHO yBeanduBaoTes (puc. 11).

B packpriToit mmacTHHYATOM 30HE IIepa COCeqHIIe PAMYChI PACIIOJIOMKEHEI
Ha 0O0JIBIIIOM PACCTOSHUHU U YaCTO JasKe He KacaloTcs APYT Ipyra, 0COOeHHO
Ha kpaio mmepa. Ho O0mike K paxucy IpoCcTPaHCTBO MeKIY HUMHU COKpalla-
eTCsA U IIePEeKPHIBAETCS IIePeKPEeIIeHHbIMU PAOAMY UX YIJIMHEHHBIX PaIUAy-
coB. MlHoTMa HemocpeACTBEHHO OKOJIO paxuca, 0CO0eHHO B palioHe CMeHBI
CTPYKTYPHBIX 30H, Y CHETUPel (POPMUPYIOTCA dJIEMEHTHI, IMeoIlee 0JIu3K0e
CXOJICTBO II0 CTPOEHHIO C PAJIYCAMHU IIJIOTHOM IIJIACTUHYATOM CTPYKTYPHI IIepa
(puc. 12), HO y pa3HbIX BUJOB CTeIIeHb UX AU depeHIIaIlii OUYeHb Pa3JInd-
Ha. OTH 3JIEMEHTHI COCTABJIAIOT HOPMAJIbHYIO ILJIACTUHYATYIO 30HY HOKPOB-
HOTO IIepa CHETUPEN.

Puc. 12. Aucraasasie (3) u mpokcumasbaeie (2) paauycer Ha pamycax (1)
U3 IAACTUHYATON 30HBI KporoIrero mepa P. erythaca. Poro aBropa.

IN'opasmo uare Ha 9TOM y4acTKe paguyCchl UMEIOT CJIa0yi0 BRIPAKEeHHOCTD
accuMeTpuyHoro crpoenusa. Ha omHoi cTopore paMyca JI0OIacTh ero omaxaJsia
(BaHyJs1€) hopMUpPyeTCs M3 YILIOIIEHHBIX PAJIyCOB, alTHKAJIbLHAS TPETh KOTO-
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PBIX 3armbaeTcs B JUCTAJIHPHOM HAIIpaBJIeHUU. VX KOHUMKHN YaCTO COETMHS-
I0TCS IPYT ¢ APYTOM B OOHY JIMHUIO, UAYIILYIO BJIOJIb pamyca (puc. 13, mpokc-
MaJIbHOE BaHyJIe B HU:KHel yactu pororpaduum). [IpotuBomosioskHbIE pagn-
yCBI HOYTHU IIPSAMBIE M, HECMOTPS Ha MEHBIIIYI0, YeM B ITI0JIETHBIX ITIePhAX,
IIJIOTHOCTD pa3MeIlleHus CAMUX PaMyCOB, OHU IIePEKPBIBAIOT coceaHee Ba-
HyJIe He MeHee, YeM HaIIOJOBUHY ero IIHMPUHBI, WU I0JIHOCThI. Ha Takux
IHCTAJIBHBIX paguycax (Jiydax) IPHUCYTCTBYIOT TPeTheCTelIeHHbIE 3JIeMeHThI "
(puc. 118, 14, 15, 16). PasButue xamMyJIycoB B 9TOI 30HE MOKET OBITh CHJIb-
Hee, YeM B pacKpbeIToi. OQHAKO MX KOJIMYECTBO 3HAYUTEIHLHO MeHbIIIe, a
CTPYKTypa IIPOIlle, YeM B HACTOAIIEH IIJIACTUHYATOU 30HE IT0JIETHBIX IIePhEB.

Puc. 13. Ilepexoanas 30Ha MEKAY PACKPBITOH ¥ HOPMAABHOW ITAACTHHIATBIMI 30HAMI
ToKpoBHOTO 11epa P. cineracea. Cepxy pamyca pIABI ALCTAABHBIX (C ITAPHBIMU YAAMHEHHBIMI
XaMYAYCAMM), CHU3Y IIPOKCUMAABHBIX PaAnycoB. (hoTo aBTropa)

Kaxk npasmiio, Ha gUCTAILHBIX paguycax GOpMUPYIOTCS KPYIIHBIE, YACTO
TOJILKO IMapHBIE XaMyJIychl (Kpiououkn) (puc. 15, 16), KoTopble EILISIIOTC 3a
COCEITHME PSAMBI IIPOKCUMAJILHBIX PAJHUyCOB. OTH PaJguyChl HMEIOT JOIIOJIHH-
TeJIbHbIE KePATUHOBLIE IIACTHHEKN (0COO€HHO OHM PA3BUTHI B UX OCHOBAHIIN)
(puc. 12-2, 17).

B anmkabHBIX YacTSAX paMycoB PagUyChl KMEIOT IIPOCTYI0 HUTEBUIHYIO
dopmy, a OIKe K cepenuHe mepa (0K0JI0 paxuca), OHH YTOJIIIAITCI, Kepa-
TUHOBBIE MJIACTUHKY YVIJIUHAIOTCS, a4 UX PASLI CTAHOBATCS ILJIOTHEE, KaK 1
crerIenre Mesxay Humu (puc. 12, 17). MHorma maoTHOCTL epheBOH ILIac-
THUHKH JIOCTUTAETCS 34 CUET YAJIUHEHUS TUCTAILHBIX paauycoB. OOBIYHO OHU
eIIBa JIOTATHUBAIOTCS O COCEQHEro paMmyca (4epHOIIaIoYHble CHEIUPH, Puc. 13,
17), Torma Kax y Oyporo m MacKOBBIX CHETHpeM OucTaJIbHbIe PaguyCchl Ha
00JIBIIeN YacTH IJIACTHHBI 0IIaxaJia IIepa MOJIHOCTHIO IIePEeKPHIBAIOT IIPO -

* ¥V cHermpeit cylmecTByeT BapuabeIbHOCTD B CTEIIEHN PA3BUTHSA TPEThECTEITEHHBIX 3JIEMEHTOB U ILJIOIAIY UX Pas-
MerneHus1. 4acTo aTH 9JIeMEeHTHI OTMEYAKTCSA ¥ B PACKPBITON 30HE 0IAaXajia, HO MPAKTUIYECKH He YYACTBYIOT B CIIEILIe-
HUU pamMycoB ((pOpMUPOBAHUY ILJIACTUHBI OTIAXAJIA).
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CTPAHCTBO MEKIYy paMycaMHu, BEIXOIs 3a IIpeaeJiel coceqrero (puc. 18). [Ipu
9TOM JIJTUHHBIE PATNYChI POPMUPYIOTCA Y 9TUX CHETHPE IOYTH II0 BCEH JIJIH -
He paMmyca (3a UCKJII0YeHrneM HeOOJIBIITNX KOHEUHBIX YIYaCTKOB B PACKPBITOM
30HeE). Y YepHOIITAIOYHBIX CHETHPEH JJINHHBIE PATNYChl MOKEHO 00HAPYKUTH
TOJIBKO OJIMIKE K PaxXUCy, Ha yUacTKe CMEeHBI CTPYKTYP.

v - “‘.-

14 S L

Puc. 15. VAamHEHHDBIE ITapHBIE XaMYAYCH HA AUCTAABHBIX PAARYCAX B HOPMAABHOI
IIAACTHHYATOH 30HE ITOKpOBHOTO 1epa P. cineracea. @oro aBropa.

[InoTHas mmacTuHYATas 30HA IOJETHBIX ITIEPhEeB U UX KPOIOIIUX (POPMI-
pyeTcs B pe3yabTaTe MAaKCUMAJIbHOMN CTPYKTYPHU3AIINN PAIUyCOB. ACUMMeT-
pus BaHYyJIel pamyca IIPOSIBJIAETCS B eIlé 00JIbIIIeM OTJIMYUU CTPOEHUS JTU-
CTAJBbHBIX M IIPOKCUMAJbHBIX paguycoB. [lepBrie paciiosiaramoTcsa oueHb
IIJIOTHBIMHY HapaJiIeJIbHBEIMU psagamu. Fx ocHoBaHme, 10 MOJIOBUHEI TJIMHEI
WJIN 9YyTh 0OJIBIIIE, COCTOUT M3 YBEJIMUYEHHBIX, YILJIOIMIEHHBIX 1 BBITIHYTHIX
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KJIETOUYHBIX KOMILJIEKCOB ¢ HeOOJIBIIINM IIPUCYTCTBUEM IITUIHKOB (BUJIJIYCOB).
Bamke K KOHILy TAKOro pagmyca pasBUBAETCs 00JIbIIIe BOPCUHOK U KPIOU0Y-
KOB. Y BeJIMUHMBAETCSA MX YaCTOTa, NJIMHA U KoaudecTBo. Ha gpyroit cropoxe
paMyca IPOKCHMAJIbHBIE PAINyChI 00JIee TOHKHE U YILIOIIeHHbIe, IIOYUTH JIH-
IIEHHEBIE TPETheCTeIIEHHEIX 9JIEMEHTOB, HO MMeOIIe B 30He IIePEeKPhITHUI Ba-
HyJIell Ha BCIO ee JJINHY BEeHTPAJIbHYI0O KePaTUHOBYIO ITACTUHKY, KOTOpPAas
3aKpeIlIseT CllelJIeHue ¢ Hell KPIOYOUYKOB U IITUIINKOB COCETHET0 paanyca
(puc. 3, 17).

Puc. 16. ITaoTHOCTE pasMerieHns paAnyCcoB I XaMyAyCOB B TIAACTHHYATON 30HE
rokpoBHoro uepa P. cneracea. ®oto aBropa.

Puc. 17. ITpokcnmaAbHBIE PAATYCH (CBETABIE) B TIAACTHHYATON 30HE
ITOKPOBHOIO 11€pa P. p. rossikowi. Poro apropa.

Psaner paguycos (BamyJie, ommaxaJjblie paMyca) COCEIHIX PAMyCOB MOTYT
IIePeKpPBIBATHCSA MOYTH IIOJHOCTHIO MJIM Yalle Ha 2/4 pacCTOSHUS MeKIY

3298 Pye. oprumon. acypn. 2021. Tom 30. Dxcrrpecc-soiryck Ne 2092



pamycamu. B 30He mmepekpruITUS (popMUPYyeETCA JOBOJIBHO KECTKOE CIIeILIe-
HUe 3JIeMeHTOB Iepa. IIpu aToM KepaTuH 3am0oJIHAET IPAaKTUUYECKH BCE TIPO-
CTPAHCTBO MEKIY PaInuyCaMH, YCUJIUBAS ILJIOTHOCTh CTPYKTYPHI (puc. 19).

Puc. 18. VAAnHEHHBIE ACTAABHBIE PAAUYCHI B ITAACTHHYATON 30HE
ITOKpOBHOIO 11epa P. nipalensis. Poro aBropa.

Puc. 19. Ilaacrungaras 3oHa moAéraoro 1epa P. cineracea.
1 — pamycsr; 2 — IpOKCHMaABHBIE PAAUYCHL; 3 — AHCTaAbHEIE paanycel. PoTo aBTOpA.

B myxoBoii 30He 11epa oTMedaeTcs yAJIUHEeHNe 1 YBeJINUeHre BCeX CTPYK-
TYPHBIX 3JIeMeHTOB. BoJibIiire pasMepsl IT03BOJISIOT B JeTAJIAX PACCMOTPETH
BUIOCHEITHPUYHBIE 0COOEHHOCTH YCTPOMCTBA IIEHHYIIOMOB ITYXOBBIX PAIUY-
coB. OHUM CHIBHO yAJHUHEHBI, YTO IPUIAET BceMy 00pa30BaAHHIO XJIBICTOO00-
pasuyo dopmy (puc. 20-2, 210). Kamx el mX CHHIIMTHAILHBIN 9JIEMEHT IIpe/-
CTaBJIAET COOOM CUJIBHO BBEITAHYTOE MEKI0Y3JIre, Ha TUCTAJIBHOM KOHIIE KO-
TOPOT0 HAXOJUTCS Y3€JIOK ¢ IMUIuKaMu. B HéM, KaKk IpaBujIo, KOHIIEHTPH-
PYIOTCS TpaHyJIbl MeJIaHuHOB (puc. 20-4, 210).
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Puc. 20. Crpoenue pamyca (1) 13 mepexoAHOM 9acTH B HAACTHHYATON 30HE

IIOKPOBHOTI'O IIepa BEHTPAABHOTO Tpakta camua P. p. pyrrbula (Schereschewsky 1929).
Pamyc cOAepIKHT CTPYKTYPHBIC SACMEHTEL, XAPAKTCPHEIE BCEM TPEM 30HAM II€pa: 4 — HOPMAABHBIN

IIyXOBOH PaAHyC, IPUKPEIIACHHBIN Ha paxuce; O — pacIIOAOKEHHE IIMTMEHTHPOBAHHOIO MEAAHUHAMUI
ITyXOBOTO PAAUYCa, YBEAHYEHHOTO BBEPXY (2); B — ACTUTMEHTUPOBAHHBIN ITyXOBOH PAaAHYC; T — SAEMEHTHI
IIAACTHHYATOM 30HBI IIOKPOBHOI'O TIEPA; A — MECTO PACHIOAOKEHHSA IINTMEHTUPOBAHHOIO
KapOTHHOHAAMHI PAAUYCa, YBEAHYEHHOTO B ITeHTpe (3); € — SAEMEHTHI PACKPBITON YaCTH OIIaXaAa;

4 — crpoeHrEe CHHIIMTHAABHBIX KOMIIAEKCOB IIEHHYAYMa IIyXOBOI'O PAAHYCA.

Yewm Omske K OUMHY, TeM JJINHHee POPMUPYIOTCI PaMYyChl M UX PAINYCHL.
9TO IIPOUCXOIUT, IIOKA UX POCT PE3KO He 3aMeIJIsIeTCs yiKe B HeIIOCPeICTBEH-
HOM Osm3ocTu K HeMy. B 3aBucuMOCTH 0T (DyHKIIMOHAJBHBIX 0COOEHHOCTEH
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Iepa, y4acToK 3aMeJJIeHHs POCTa, a COOTBETCTBEHHO M 30HA YCUJIEHHOI'0 PO-
cTa, pa3BUBAIOTCA Ho-pa3dHoMy. [lepBas 00bIYHO 3aHMMAaET IPUMEPHO II0CTIE -
HIOIO YeTBePTh JJIMHEL IIepa mnepen ournHoM (puc. 10 T), MaIm MoKeT IIPaAKTH-
YEeCKHU OTCYTCTBOBATH, €CJIM IIyX0Bas CTPYKTYpa (popMUpyeTcs Ha 3aBepIIIaio-
e craguu pocra mepa (puc. 10a,0), HIM OHO IIOJITHOCTHIO IIyXoBoe (puc. 10B).
OcobeHHOCTH PACIIOIOKEHU BTOPOH y:Ke OBLIM pacCMOTPEHBI BhIIIe (pas-
meax 4.1.1.).

Prc. 21. DaemeHTHI IIyXOBOM CTPYKTYPHI IIOKPOBHOTO II€pa CHETHPEI.
a — IyXOBOH paMyC; O — CHHITUTHAABHBIE SAEMEHTBI IIyXOBOI'O PAAHYCa;
1 — AameAAApHAA IaCTb paAuyca; 2 — IIEHHYAYM; 3 — y3eAok; 4 — memxaoysane. Poto apropa.

B 1myxoBoii 30He 00BIYHO HAPYIIAETCA CUMMETPUYHOCTDh PACIIOJIOKEHIIS
9JIEMEHTOB IIepa. ¥ IJIMHEHHBIEe OOPOIKU M3THOAIOTCS, IePEeKPEIIBAIOTCA C
cocequumu (puc. 10r), paciosaraioTcs JOBOJILHO Xa0TUYHO IO PA3HBIMU
yIJIaMy U B PA3HBIX ILJIOCKOCTSAX, B OCHOBHOM 3aru0asch B JHUCTAJILHOM Ha-
npasieHuu (puc. 22a, 23, 24). Horma pamychl ©3TH0a0TCSI TOJIBKO C OTHOI
cTopoHsI mepa (puc. 220). Takum o6pa3oM, TOJIIIHNHA IIepa B 9TOM MeCTe CTa-
HOBUTCS 3HAYHUTEJIBHO 00JIbIIIe, K 3aHUMAET BCE IIPOCTPAHCTBO MEKIY COCe/I-
HUMH IIePbIMHU IJIsI CHUKEHUS TeILJIOIPOBOIHOCTH orteperus. IIpu aTtom cre-
IIeHb TAKNX M3MEeHEeHUH MOKeT ObITh HAIIPSIMYIO CBA3aHa C CYPOBOCTHIO YCJIO-
BHUH, B KOTOPBIX 00HTaeT BII.

Brerrze mmyxoBble paMyChl HAIIOMHIHAIOT OOIWHOYHYIO BETBbL COCHBI, KaK
BHUJHO Ha PUCYHKax 21a m 23a, Torga Kak paMychl pacKpbITON YacTU oIla-
XaJia mepa 0oJIbIlle CPaBHUMEI 110 (popMe ¢ BeTKOM muxThI (puc. 118, 13). 910
IIOJIy4aeTcs 3a CYET TOTO, UYTO CHJIbHO YILJIOIIEHHEBIe 0a3aIbHbIe YaCTH IIyX0-
BBIX PAJIYCOB, CJIeTKA 3aKPYUYNBASAChH, II03BOJISIOT UX IIEHHYJIyMaM pacooJia-
raThbCs II0J Pa3HBIMU YTJIAMH, TEM CAMBIM CO3aBasi 00bEMHYIO, a He ILJIOC-
KYIO CTPYKTYPY, KaK B ILJIACTHHYATOM 30HE IIepa. YBeJInueHne 00beéMa TaKKe
JocTUraercsa 3a cuér cratuueckoro asekTpudectsa (Foth 2020). Takas pas-
HUIIA B pacupesesieHUN PaJnuyCcoB U PaMycoB (B OJJHOU IIJIOCKOCTHU HJIHU
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00BEMHO) II03BOJISET KPOIOIIEMY II€PYy BBIIIOJHATEH JBE OCHOBHBIE (DYHKIIHH:
co3maBaTh 00TekaeMyo POPMY TeJia M YCHJINBATH TEPMOM3OIAIINOHHEIE
CBOMCTBA HAPYKHOTO IIOKPOBA.

Puc. 22. PactipeaeAeHHE CTPYKTYPHEIX 30H B IEPBAX CHETHPEH.
a— P. erythrocephala; 6 — P. erythaca; B, v — P. p. rossikowi. PoTo aBropa.

B nomonreHMe K mepekperieHHBIM paaaM PagruyCcoB COCEITHUX PaMyCOB,
Ha paxuce IIOKPOBHBIX IepPheB CHETHPeEN, B IIPOCTPAHCTBE MEKIY IIepPBOCTe-
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IIeHHBIMY OOPOIKAMHU, OTXOOAT 0oJiee Mesikye BeTBU (pamuychl). OHI IIOKPHI-
BAalOT IPAKTUYECKHN BeCh PaxXuC C TAKOM yKe YaCTOTOM M CTPYKTYpPOM, Kak Ha
paMycax, pacIoJIOsKeHHBIX B 3Toi 30He (prc. 16, 24). IT0 HOIOJIHUTEIHHO
YCUJIMBAET 0IIaXaJio B paioHe CTBOJIA UJIN YBEJIMYNBAET IJIOTHOCTD ITyXOBBIX
asiemeHTOB (puc. 24).

Puc. 23. CrpykrypHBIE 5AEMEHTHI IEpPa. 2 — IIYXOBOM pamyc, P. g. rosacea;
0 — U3MEHYHUBOCTD AIIUKAABHBIX YACTEH IIyXOBBIX PAAUYCOB, P. p. pyrrhula
B — IIyXOBBIC PAMYCHL B IIEPEXOAHOM 30He, P. cineracea. PoTo aBTOpA.

Ha mpokcuMaIbHBIX yU4acTKaX IIyXOBBIX PAMYCOB HAOJII0/TIaeTcs IJIOTHOe
pacmoJioKeHue JJaMeJIJIIPHBIX YacTel pagnycoB, KOTOpbIe IIPaKTUYECKU CO-
eITUHSIIOTCSI MEKIY CO00M B eqUHYI0 IIACTUHY (pHc. 25 3K, JI) ¥ YaCTO IIOKPHI-
TBI XOPOIIIO PA3BUTHIMU BuJLIycaMmu (prc. 5). BoaMosxHO, MMEeHHO 3T TPETh-
ecTeleHHbIe 9JIEMEeHTHI YCUJIUBAIOT IIJIOTHOCTH OIIEPEHMS, CIIOCOOCTBY ST COEeTH -
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HEHUIO CTPYKTYP cocenHux mepbes. OHM MOTYT 3aIeIlIATHCA 34 PATHUYChI
OJTM3JIesKAINX IIEPHEB, YTO IIO3BOJISIET IIOAIePKUBATh IIJIOTHOCTD ITyXa HIpHU
M3MeHeHHUH yrja HakJoHa mepa. C Jpyroi CTOpOHBI, JIAMEJIIIPHBIE YacTHI
IIYXOBBIX PAJINYCOB, COEIUHSASICH BUJLJIyCAMHU MEKIY CO00Ii, MOTYT 3aKper-
JIATH YTOJI UX PACIIOJIOKEHUS 110 OTHOIIEHUIO K paMycy. B OoJibIIuHCTBe ke
cJIyuyaeB BUJLIIyCHI 0a3aJIbHBIX YACTeH IIYXOBBIX PAIHNYCOB HA HEePhAX, U3b-
SITBIX Y ITHII, HAXOOATCSA B CBOOOJHOM COCTOSHHM, He 3aTparuBas Apyrue
3JIEMEHTHBI CTPYKTYPHI IIepa.

Puc. 24. I1yxoas 3oHa 11okpoBHOTO Iiepa cHerupeil Ha npumepe P. aneracea.
1 — AAMHHBIE IEHHYAYMBI IPOAOABHBIX IIyXOBBIX PAAUYCOB, PACIIOAATAFOIIHECT BAOAD IIEPA;
2 — IIyXOBBIE PAAUYCH IIOIEPEIHBIX IIEPY PAAUYCOB, PACIIOAATATOIIHXCA HA PAXHUCE;
3 — ImepeKpEITIEHHBIE PAABL PAAHYCOB, HAXOAAIIIXCA HA COCEAHHX pasnycax. PoTo aBropa.

JlobaBouHOE ITepo MOKPOBHBIX IIEPHEB CHETHUPEH, 10 CBOEMY ITPOUCXOK-
IeHUI0 BCeraa pacliojiarasich B IyXOBOM 30HE, IpeICTaBJIsIeT co00ii 0UeHb
JIJINHHBIE IIyX0BbIe paMychl (IymmouHbii nyx) (Yeprosa u ap. 2004), pasamepsl
KOTOPBIX YaCTO 3HAUYUTEJILHO 00JIBIIIE BCeX OCTAIbHBIX, PA3MeIlEHHBIX Ha OC-
HOBHOM Iiepe. KosmduecTBO 1 AJIMHA ePBOCTEIIEHHBIX OOPOIOK J0OABOYHOTO
Imepa MOTYT 3HAUMTEJILHO BAPbUPOBATh ¥ PasHbIX hopM cHerupeit (puc. 22),
TOra KaK MUKPOCTPYKTYypa HpaKTUUYeCKU oguHakoBasd. CTemeHb pasBUTUS
9TUX 9JIEMEHTOB YAaCTO CBA3aHA ¢ HEOOXOIMMOCTHIO JTOMOJTHUTEIHHOTO YCHU-
JeHus (YMeHbBIIeHNsI) TePMOMU30ISIIINOHHBIX CBOMCTB OMEePeHUsI HA JAHHOM
yuacTke. JlobaBouHOE IIepo BMecTe ¢ IIyXOM 1 CEMUILIIOMAaMHU YCUJINBAET Tep-
MOM3O0JIAIAIO 34 CUET YBEJIUYEHUA IIYXOBOU ITPOCJIOUKNA MEKIY HIePbIAMHU, JTe-
J1as1 eé OoJiee IJIOTHOM HEIIOCPEeICTBEHHO BOJIM3M TeJa.
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Puc. 25. Mamenenne crenern AndepeHIIHPOBKY 1 IIAOTHOCTH KPEIIACHHUSA PAARYCOB
HA OAHOM pamyce, P. cineracea. a-» — ALCTAABHAS YACTD ITYXOBOI 30HE,
3-A — IpOKCUMaAbHAA gacTb. PoTO aBTOpA.

Kax y:xe OBLTTIO yKa3aHo BBIIIIE, IO Mepe pocTa IIepa CMeHAa CTPYKTYPHBIX
9JIEMEHTOB IIPOUCXOJIUT B OIIPeNeJIEHHON TOUKe ero (QOPMHPOBAHUS, TOITO-
My Ha HEKOTOPHIX paMycax pa3MeIalTcs PaIruyChl ¢ PA3HBIMU CTPYKTYPHBI-
mu asiemernTamu. Ha pucynrax us crateu E.Illepemesckn (1929) momgpodHO
IIOKAa3aHo cTpoeHne Taxkoro pamyca (puc. 20). Ero xomuuk cpopmupoBaH pa-
IUycaMU PacKPBITOM IJIaCTUHYATOMN 30HEI IIepa, J1ajiee pacriojiaraioTcs pa-
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JTUYChl HOPMAaJIbHOM IIJIACTHHYATON CTPYKTYPHI, a OJIHKe K OCHOBAHUIO — IIY-
X0BOH. B mmpokcuMasIbHOM HAITpaBJIEHUH IIPOCJIEIKUBAETCI He TOJIBKO CMeHa
3JIEMEHTOB CTPYKTYPHI C OJTHOM Ha APYTYI0, HO U U3MEeHEeH!e CTPOEHUS ITyX0-
BBIX PAJHYCOB. JTO B JEeTaJIIX MOYKHO PACCMOTPETh U Ha ororpadusax Ha
pUCYHKAax 23 u 25.

4.1.3. Ocobennocmu cmpoeHus 108eHUIbHbLX Nepbes cHeaupell

Puc. 26. OcobeHHOCTH CTPYKTYPBI FOBEHUABHBIX IIEPbeB P. p. pyrrbula.
4 — TPETBECTEIICHHOE MaX0BOE; O — IIOAYIIYXOBOE IIEPO; B — IIOKPOBHOE IIEPO C BEHTPAABHON
YACTH TEAQ; I — IIOKPOBHOE IIEPO C AOP3aABHOMI "acTh TeAa. PoTo aBTOpA.
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IIepBhIit ITEHIIOBEIN HAPSAI HAYHHAET (POPMUPOBATHCS Y 3APOIBIIIA eIlé
B gitrie. K MOMeHTY BBLIYIJIEHHS IITEHEIl IIOKPHIT TOJBKO PEIKHNM HATAJIb-
HBIM IIyXOM, HO Cpa3y II0CJIe 9TOr0 HAYMHAIT PaCTH Iephbsi. BTopoil merckumi
Hapsa (JOBeHUJIbHBIN) HEe00X0AUM IITEHILY TOJIBKO JJISI TOr0, YTOOBI BBEIXKUTH
B IIEPHOJ POCTA. JTO OIlEPEeHKe NMeeT HOKPOBUTEILCTBEHHYI0 OKPACKY U CJLY-
SKUT OUeHb KOPOTKHUH CPOK. Y CJIETKOB CHEerMpes U3 MO3JHIX BEIBOIKOB IIOCT-
IOBEeHWJIbHASA JUHbKA HAUMHAETCS 0 3aBepIleHnsa POpMHUPOBAHNS IOHOIIIE-
ckoro Hapsana (Newton 1966). JIume yacTh 10BEHUILHLIX IIE€PhEeB COXPAaHI-
eTcd B CJIeMYIOIeM Hapsae. JTO II0JETHEIE Iephba (MHOrIa 3a NCKIII0UYeHeM
KpafHero TpeTbeCTeIeHHOr0 MaXx0BOIr0) M YaCTh MX KPOIOIIHX.

4

Puc. 27. OcobeHHOCTH MEKPOCTPYKTYPEL FOBCHUABHBIX IIepbes P. p. pyrrbula.
1 — AucTaApHas 9aCTh IIOAYIIYXOBOIO II€Pa; 2 — IIyXOBOI pamyc; 3, 4 — pamycsl
PACKPBITOH YaCTH OI1axaAa; 5 — paMycCHI B IIEPEXOAHOII 30He. POTO aBTOPA.
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Puc. 28. CrpykTypHBIC 3A€MEHTHI IIyXOBOH 30HBI FOBEHUABHOTO 11€pa P. p. pyrrbula.
a-I — IPOKCHMAABHBIE YACTU IIyXOBOI'O PAMYCa; I — BHAAYCHI HA AAMEAASPHBIX YACTAX PAAHYCOB;

A — CHHIIUTHAABHBIC KOMITACKCHI ITyXOBBIX PAAHUYCOB; €-3 — AUCTAABHBIC JACTH ITYXOBOIO PAMyCa.
®oro aBTOpA.

TaxuMm 00pasoM, IpUpPoIA «BEIHYKIeHA UATH Ha OOJIBIIIHE PACXOIbD IIPU
00pa30BaHUM HEIOJINOBEUYHBIX I0BEHIJILHBIX mepbeB. OOHAKO «9KOHOMUTELY
BCE-TAKM IIPUXOJTUTCS, 0OCOOEHHO KOIIa «CTPOUTEIbHEIE MAaTePHUAJIbD IIOCTY-
IIal0T B OPraHU3M IITEHIIA B OTPAHUYEHHOM KOJIMYECTBE, a4 OHH B IIEPBYIO
odeperb He00X0IMMBI JIJI1 POPMHUPOBAHUA ero Tesia. UToObI appeKTUBHO HC-
II0JIb30BATH PECYPCHI, ITO IePO (hopMUPYETCs ¢ HAUMEHBIITUMH 3aTpaTaMU.
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[ToxpoBHOE TTEPO BEHUJIBHOTO HAPSAA JIeTde IIepa B3pocablxX Itull. Ero
CTPYKTypa CHJIBHO penyiiupoBaHa (puc. 26), a CTPYKTYpPHBIE 3JIEMEHTHI 00-
JIee PBIXJIbIe U TOHKOocTeHHEIe (puc. 27). B pesyabraTe pamuycsr uacto op-
MHUPYIOTCS HEPOBHBIMH, JaKe M30THYTHIMH, 1 JIETKO JoMamoTcesa (puc. 27-2).
Omnu 6ostee paspeskeHHO PACIIOJIOMKEHBI Ha paMycax, B OTJIMYHE OT TAKUX JKe
CTPYKTYP Ae(pMHUTUBHOIO Hapsanga. BopoueM, caMux pamMycoB TOKe 3HAUUI-
TeJIFHO MEHBIIle M UX ILJIOTHOCTL Hike (puc. 27-4,5). Jlaske B myxoBoil 30HE
He o0pasyeTcs IJIOTHBIX CTPYKTYP (prc. 27-5) 13 6a3aabHBIX YacTeH paguy-
COB, KaK Y B3POCJIbIX IITHII, 8 MEKIY HIMHU OCTAETCS CBOOOTHOE ITPOCTPAHCTBO
(puc. 28 B). HecmoTps Ha pa3peskeHHOCTb 1 TOHKOCTh CTPYKTYPHBIX dJIEMEH-
TOB B IIYXOBOM 30HE, JIAMEJIJIIPHbBIE YaCTU PAJUYyCOB COIEPKAT OOJIBIIIOE KO-
JIMYECTBO BUJIJIYCOB JIasKe B JUCTAJBHBIX YaCTIX paMycoB (puc. 28 B, I), a UX
IIEeHHYJIYMBI TAKOH K€ CTPYKTYPBI, KaK Y B3POCJIBIX IITUIL (prc. 28 ).

[InacTurvaTas 30HA HA MOKPOBHBIX MEePhAX I0BEHUJIHLHOT0 HAPSAIA IIPaK-
THIecKkH He opMupyercs (puc. 26). laske HeKoTOphle MaJIO3HAYHNMbIE IIOJIET-
HbIe IIephsa OTPACTAIOT B PeAyIIMPOBAHHOM Buae. Tak, Ha KpaiiHeM TpeTbe-
CTEeIIEHHOM MaXOBOM IIepe ILJIaCTHHYATAasA 30Ha MOYKET 3aHUMAaTh JIUIIb YacTh
IUCTAJIbHOM TpeTu (puc. 26 a), Torga Kak y B3POCJIOH ITHUIILI IIJIaCTUHYATAS
30HA 3HAYHNTEJILHO 0oJbIe” (pue. 10a).

Taxum 00pas3oM, IOJTHOIIEHHBIMU B I0BEHUJILHOM Hapsaae (popMHUPYIOTCS
TOJIbKO IIOJIETHEIE IIePhs, a OCTAJbHBIE BEIPACTAIOT B «YIIPOIIEHHOM» BapH-
anTe. CKopee Bcero, 1 KOJIMYECTBO IIOKPOBHAIX IePheB I0BeHUJIHLHOI0 Hapsaaa
3HAYNTEJIHHO MEHBIIE, YeM B Je(pUHUTHBHOM.

4.1.4. Hsamenuusocmbsv ycmpolicmea CMPYKMYPHOLX
dleMeHmo6 NOKPOBHbLX nepbes cHeaupel

HecmoTpsa Ha 6osbIlIoe CX0ICTBO CTPOEHUS TOKPOBHBIX IIEPheB Y PA3HBIX
BUIOB CHETHPEH, CYIIeCTBYIOT 0COOEHHOCTH, XapaKTepHble OJIs OTOeIbHBIX
BHUOB WU UX Tpynil. FaMeHYrBOCTh 3aTparuBaeT cTelleHb auddepeHImra-
Y CTPYKTYPHBIX 9JIEMEHTOB IIepa, IIJIOTHOCTH UX Pa3MeIleHUs 1 Pa3Mephl
3aHUMAaeMOH ILJIOIIAIH.

Apxue nposaBIeHNs OTJINYNI B CTPYKTYPE KPOIOIINUX IePheB BBIAEJISIOT
oyporo caerups P. nipalensis. B ero mepbsax nuMeIoTcs AJIUHHBIE JHUCTAJIbHBIE
PaInyChl, BCTPEYAOIINECS IIOYTH 110 BCell IJIACTUHYATOM YacTu mepa (puc. 18,
29). Tosrbko y Oyporo CHerups XopoIiro IIpocMaTpuBaeTcsa 0oJiee IIPUMUTHB-
Hoe ycTpoiicTBo paxuca. OH He BBITVISAUT €MHOM IIJIOTHOM CTPYKTYPOH, a
Kak ObI COCTOUT M3 IIyYKOB PAMYCOB, KOTOPHIE IIJIaBHO (IIOCTEeII€HHO) BHIXO/IAT
u3 Hero (puc. 30, 31). Y npyrux cHerupei crep:keHb 00Jiee IIJIOTHBIM, HO NHO-
IJIa cJIeTKa M30THYTHIH B MeCTaxX KPeIJIeHUs PaMyCOB Y MACKOBBIX CHETH eI
(puc. 32) nam POBHBIN Y YePHOIIAIIOYHEBIX (pHc. 33).

* morma cpady dopMupyeTcs HOpMaIbHOE IIepo, He CMEHSAIOIIEECA IIPY ITOCTIOBEHUIBHON JTUHBKE.
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Puc. 31. PacrioroxkeHne paMycoB B IIyXoBoIi 30He 1iepa P. nipalensis. Poto aBropa.
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Puc. 33. PacrioaoskeHne paMycoB B IIAACTHHYATOH 30HE 11epa P. g rosacea. Poro asropa.

Hawubosee mokasaTeIbHBIMHU B IIPOSBJIEHUN PA3JIMUYNI MEKIY BUIAMU
CUUTAIOTCS OCOOEHHOCTH CTPYKTYPHI IIyX0BOM 30HBI HepheB (BoitkeBuy 1962).
Jl1s yeraHOBIEHMS BUAOBOM IPHUHAIJIEKHOCTH 110 OPMe U IIJIOTHOCTH Pac-
IIOJIOMKEHMS Y3€JKOB Ha IIyXOBOM pParyce CYIIeCTBYIOT 0COObIe MapaMeTpHL.
X0Ts UX BapHAaIlK BHYTPH Poja eIné He M3yYeHbl, H3BECTHO, UYTO ¥ OOBIKHO-
BEHHOI'0 CHETrHps JJIMHA IIyXOBBIX paguycos cocrasisgeT 0.5-1.4 MM, a KOJIH-
YecTBO y3eJIKoB Ha 1 MM aiauHb — 40-49° (Brom 1986).

C mpyroit cTOpOHBI, MEKBHI0BAS N3MEHUNBOCTh OTMEUAETCS B pasMepax
caMUX IIepbeB U B XapaKkTepe UX IUTMeHTAIIH.

* Ilepbsa Opauch U3 6 y4aCTKOB OIEPEHUs, B KAKI0M U3MEPAIOCh He MEeHee 5 paJIiyCOB, COOTBETCTBEHHO BBIOOPKA
cocrout u3 mpumepso 30 mpomepos (Brom 1986).
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4.2. CocTaB U pacupegegeHne OMOXPOMOB
B IIOKPOBHOM IIepe CHerupeu

Puc. 34. Pacupeaeserue IUrMeHTHEIX 30H 1epa P. p. rossikowi.
1 — anukaApHad KaéMKa; 2 — 30HA OCHOBHOI OKPACKH I1€pa; 3 — ACIIUTMECHTHPOBAHHASA 30H4;
4 — 30HA HUIMEHTAIINY SYMEAAHHHOM; 5 — IIPUCTBOAOBOH yIaCTOK OCHOBHOM
rurmeHTHON 30HBL POTO aBTOPA.
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4.2.1. luemernmHbLe 30HbL NOKPOBHO20 hepa

B mepe, mokpriBaooIeM TeJI0 CHEeTHPeH, BhIIeaIeTCsI OT 2 10 4 30H ¢ pas-
HOM oxpackoi (puc. 34). IIpocreiimire qgBe 30HBI IIUTMEHTUPOBAHMS (POPMU-
PYIOTCS TOTIa, KOTIa IIepo OKPAaIluBA0T TOJIBKO MeJaHuHbl. JucranpHas
YacTh IIepa 3am0JIHSIeTCs IIPeNMYIIeCTBeHHO deoMeIaHNHAMY B HU3KOH KOH-
IEeHTPAINH, a B IIPOKCUMAJILHOM JOMHUHUPYET CTPYKTYPHUPOBAHHBIN oyMeJIia-
HuH. [lepBas 3oHa Kak IIpaBUJIO HAXOOUTCS B ILJIACTHHYATOM YACTH oaxaJia
(cocTaBAIOIIEN PUCYHOK OIIepPeHNs), 3aHUMAas €€ IIOYTH II0JIHOCThIO; BTO-
pasi — B IyX0BOI CTPYKTYPHO# 30He. OIHAKO 3TO CIUIIKOM YIIPOIIIEHHAS CXe-
Ma. Yacrto pacupeeseHre IUTMEHTOB B IepbAX CHerupeii 6oJiee CJIOKHOE.

B mauaJe pocra mepa BOpoOBUMHBIX IITHUIL OOBIYHO (DOPMUPYETCSI 0CO00
IUTMEHTHUPOBAHHBINA yIaCTOK — KaéMia (puc. 34-1), 00paMIISIONIHI 0IIaxaJio
Imepa cBepxy. JTa YacThb IIepheBO INIACTUHKHN HanOoJIee IIoJBep KeHa Mexa-
HUYECKHUM IIOBPEKICHUAM 1 OOBIYHO M3HAIIIMBAETCSI B TeUeHHe roga. ¥ CHe-
THUped HaJIUJKe 3TOM 30HbI CHJILHO BapbUpPyeT MHAUBUAYa IbHO. OHA MOKeT
IIPUCYTCTBOBATH JIMIITb HA OTAEJIbHBIX IIePhIX WJIA BCTPEUYATHCSI BO BCEM OIIe-
peunu. MlHOrma oHa XOPOIIO BhIpaskeHa B I0BEHHUJIBHOM Hapsije, HO Yallle COo-
BceM He3dameTHa. OOBIYHO KaéMKa OKpallleHa HeOOJIbIITNM KOJIHMYEeCTBOM Me-
JIAHUHOB B CBETJIO-Cephle ToHA (Ie(pMHUTUBHLIN HAPS/), a Y IITEHIIOB B OXPHU-
cteie. IllupiHa 9T0i 30HBI HA IIepe MOKET CHJILHO M3MEHIThHC.

Ommaxo OOJIBIIIMHCTBO KPOIOIIUX IIEPheB CHEernpeii, Ha KOTOPBIX POPMHU-
pyeTrcs KaéMKa, HMeIOT IINPOKYI0, CHJILHO PACKPBITYIO YaCTh olIaxaJa, IIo-
9TOMY IIBET KAEMKHU MPAKTHUECKH He y4acTBYeT B DOPMHPOBAHUM PUCYHKA
OIIepPeHMsI, a BJUSIET JIUIIb Ha OOIIUH TOH €r0 OKPACKH.

Jlanee, 1o Mepe pocTa 1epa, POpPMHUPYETCS 30HA OCHOBHOI OKPAaCKH, CO-
CTaBJIAIOIIAS PACIIBETKY BHUIMMOI dyacTu omepenus (puc. 34-2). Oma Haxo-
IUTCS Ha HAPY:KHOM YacTH ollaxaJjia Iiepa M IIMTMEeHTHPOBAaHA B 3aBUCHMO-
CTH OT BHJOBOM CHEIN(PUKN PHUCYHKA OINEePEeHUI: KaPOTHHOMIAMIL, MeJIaHH-
HaMU UJIA UX CMECHIO.

B mmxHe mostoBrHe mepa HalJII0IaeTes OHOPOIHAS MEeJIAHNHOBATI 30HA
OUTMeHTaI’ (BHYTPEeHHsIA, CKPBITas YacTh mmepa) (puc. 34-3). IIpucyrcrBue
3IIeCh JIUIIOXPOMOB IIPAKTUYECKU He 0TMEeUaeTCs, eCJIU OHI TaM 1 e€CThb, TO B
cyiemoBoM KosmyecTBe. Ha aToM yuacTke y Bcex cHerupei MeJIaHUHbBI JOCTH-
raoT OOUHAKOBOI KOHIIEHTPAIIMH BO BCEX II€PHAX IITUIIEL.

YacTo MesxIy mOoCJIeIHUMU IBYMS 30HAMM MOYKHO 00HAPY*KUTH 00J1aCTh,
IIOYTH HJIH IIOJTHOCTHIO JIUIIEHHYIO IIMTMEHTOB — JeIINTMEeHTHPOBAHHYI0 30HY
(puc. 34-4), xapaKTepU3YIOIILYIOCI IIPAKTUYECKH IIOJHBIM IPEeKp allleHueM
IesATeJIbHOCTH MeJIAHOIIMTOB BO BpeMs (DOPMUPOBAHUSA 3TOM YacTu mepa. B
OCHOBHOM 93TO IIepbs CIIMHHOIO 1 BEHTPAJbHOI'0 YIACTKOB OII€PEHUI CHETH-
peii. Pazmeps 9T0# 30HBI MOTYT CHJIBHO BApbUPOBATh (puc. 35), 0cOOEHHO
eCcJIM MesKIy pacaMu HAaOJI0gaeTcs pasHulla B JJINHe caMux nepbeB. MlHorma
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IeIIMTMEeHTUPOBAHHAS 30HA HA IIePhIX IIPAKTUYECKH OTCYTCTBYET HJIN eIBa
3amerHa (pmc. 108, 10m, 22a,B,T), HO YacTo IpKO BeIpakeHa (puc. 10r, 220,
29). B npyrux ciydasx B He#l IPHUCYTCTBYIOT IUTMEHTHI, HO B 3HAYUTEJIHHO
MeHbIIIe KOHIIeHTPAIl, YeM Ha COCeIHUX yuacTKax (puc. 35).

Puc. 35-1. Bapuarinu pasmepoB 1 pasMEITeHIA ACITUTMEHTHPOBAHHOIT 30HBI B IIOKPOBHBIX ITEPHAX CHETHPEI:
a— P. nipalensis; © — P. erythrocephala; 8 — P. erythaca. ®oro aBropa.

3314
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Puc. 35-2. Bapuaruu pasmMepoB 1 pa3MeIeHua ACIIUIMEHTUPOBAHHOI 30HbI B IIOKPOBHBIX IIEPhAX CHETHPEIL:
r — P. p. pyrrhula; A — P. p. rossikowi; e — P. p. cassini. Poro aBropa.

HNuTepecHo, 4TO OT/I0KEeHME OMOXPOMOB B IIepe CHEeTHuPeHr He CHHXPOHH-
3UPOBAHO ¢ GPOPMHUPOBAHUEM €T0 CTPYKTYPHI. Eciu mepBhie ABe 30HBI IIUT-
MEHTAIIUK PAaCIIoJIaraloTCs B ITACTHHYATON YACTU ollaxaJia IIepa, a TPeThs
B IIYXOBOI, TO JEIIMTMEHTHUPOBAHHBIN YIACTOK, ITPOSIBJISASCH HA TPAHUIIE pas-
JeJeHns (PYHKITMOHAJIbHBIX 30H, YACTO 3aTparunBaeT 00e CTPYKTYPHI (puc. 35).
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Puc. 35-3. Bapuaruu pasmMepoB 1 pasMeIneHua ACIUIMEHTUPOBAHHOI 30HbBI B IIOKPOBHBIX IIEPhAX CHETHPEIL:
& — P. cineracea; 3 — P. griseiventris. oro aBTOpa.

Jl1s1 HEKOTOPBIX pac CHernpei XapakTepHo HaJIu4due elne OJHOMN IIuT-
MEHTHOM 30HBI — IIPUCTBOJI0BOI (puc. 34-5). OHa pas3gesisseT OCHOBHYIO 30HY
OKpACKH Ha JIBe 4YacTu, POpMUPYS MeJIAHMHOBOE IISTHO B paliioHe paxuca.
BoamosxHO, 9T0 aTaBHCTHYECKOE IIPOSBICHNE I'eHOB IIPEIKOB, V KOTOPHIX B
9THUX MeCTaX IIepbeB POPMUPOBAINCHL TEMHEIE YUACTKM, 00pa3yIoliye IecT-
puHbl. Tem He MeHee, IMEHHO 9Ta 30HA JOBOJLHO IPKO IPOABJIAET Ce0s IIpu
Pa3HBIX HAPYIICHUSX M M3MEHUYMBOCTH IIMTMEHTAIINY IIePheB Y CHernpe.

4.2.2. Ocobennocmu u U3MeHYUB0CMb pacnpedesieHus
OUOXPOMOB 8 NOKPOBHOM nepe cHeaupel

Pacnpe;[eﬂeHI/Ie IINTMEeHTOB B CTPYKTYPHLEIX 9JIeMeHTaX IIepa MOMKeT
CUJIbHO OTJIMYAThCSI y pasHbIX popMm. Tem He MeHee, CyIIecTByeT U P 3a-
KOHOMEPHOCTEMU.

B 3aBucuMocTH 0oT JIOKAJIM3aIINM, MEJTaHIHEL OIPEJIeITIOT OCHOBHOM Xa-
pPaKTep OKPACKH OIIepEeHUsI, €€ MOJIyTOHA, OTTeHKU U PUCYHOK. JIMImoxpoMHasa
OKpacKa NpOodaBJISIEeTCSA TOJIBKO B TeX yYacTKaX BUJAUMOM YaCTH IIepPbheB, KOTO-

331 6 Pye. oprumon. acypn. 2021. Tom 30. Dxcrrpecc-soiryck Ne 2092



phIe ¥ IIPeIKOBBIX (hOpM M3HAYAIBLHO 3AII0JIHSINCH B OCHOBHOM (peoMeTaHU-
Hamu. B momosHeHne K OmoxpomMam, Oesiasi, paayskHasi, MaToOBas U TJISHIIE-
Bas IIOBEPXHOCTH IIEPHEB MOSABJISIOTCSA B PE3yJIbTaTe 0CO00T0 CTPOCHMUS UX
9JIEMEHTOB.

Puc. 36. PaciipeaeAeHuEe MAAQHHHOB B IIEPbAX y CHerupeit: a,6 — P . nipalensis; 8 — P. erythrocephala;
r— P. p. pyrrhula (camxa); A — P. p. pyrrbula (juv). Poro aBropa.

Kax mpaBuiio, cTpyKTypHBIE 9JIeMEHTHI B 30HE KaéMKH OKpallleHbl MeJia-
HuHamu. [Iprmuém symenaHuH JOMHHHPYeET B paguycax (Y€pHBINA IIBET), Ha-
YMHAs C X KOHYUKOB, a peoMesaHuH (OypoBaThIi, OXPUCTHIN) B OCTAJIBHBIX
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YacTsX, UJIX TaM BOBCE HET IIMTMeHTOB. Kciii oTkIaIbIBaeTCS TOJIHKO dyMe-
JIAaHUH, TO KaéMKa IpuodpeTaeT cepyio OKPACKy, TAK KaK OCTAJIbHbIE CTPYK-
TYPHBIE 3JIEMEHTHI ITPO3PaAYHbIE M XOPOIII0 PACCENBAIOT CBET (IepUHUTHBHOE
mepo) (puc. 34, 380,B). IIpu HachIIIeHHMN PaguyCcoB U PaMyCoOB peoMeIaH!-
HaMH KaéMKa BBITJISIUT OXPUCTOM (I0BeHMJIbHBIN Hapsan) (puc. 26a).

B saBucuMocTH OT 110J1a 1 BO3pAaCTa, a TaAKKe MecTa HAXO0KISHI ITIOKPOB-
HOTO IIepa Ha TeJie IITUIIBI, 30HA €TI0 OCHOBHOM OKPACKH (DOPMHUPYETCS 34 CUET
OCHOBHBIX IIUTMEHTOB (MEeJaHUHbBI) ¥ yIaCTHA JOIIOJIHUTEIbLHBIX (KapOTHHO-
nnael). KaporuHonasr u heoMesaHMH PaCIIOIOMKEHBI B IVIyOOKMX POTOBBIX
CJIOSIX TIepa, B TeX, KOTOPBIE JIesKaT PSAI0M C MO3TOBBIM CJIOEM paxuca u pa-
MYCOB, MJIX B HEM caMoOM, a TPaHYJbI dyMeJIaHUHAa — 00oJiee ITIOBEPXHOCTHO
(Schereschewsky 1929). B ocHOBHOIT yacTu paMyca KapOTHHOUIBI HAXOIAT-
cs B BHJIe OTHOPOOHOM poBHOM Macchl (Schereschewsky 1929) (pmc. 20).

YuacTue symes1aHMHOB B OKpacke paamnycoB (puc. 20-3) aToii MUTMEeHTHOI
30HBI IIepa IIPOCTICKIBAELTCS IIPAKTUYECKH Y BCeX BHUIOB M HA BCEX yUaCTKaX
OIIepeHNsI, MHOIIA Jaske OKpAaIlleHHBIX B Oesnli 1BeT (mmoscuuiia). OgHaKo,
HACBIIIIEHHOCTDb U 3aII0JIHEeHNe IIUTMEeHTOM MOYKeT CUJIBHO BapbhbUPOBATh.

[IpokcuMmanbHBIE YACTH PASIYCOB, PAMYCHI ¥ PAXUC B 9TOM 30HeE IIepa va-
CTO COEeP:KAT KaPOTUHOUIBI U (MJIN) (peoMeJIaHNHbBI, B 3aBUCHMOCTH OT II0JIa,
PAaCIIOIOKEeHUS TIepa U cTelleHu TudepeHITMPOBAHHOTO paciIpe e IeHIuI Ka-
POTHHOMAHOM okpacku. KoHIleHTpalisa oyMeJIaHNHOB B OKPAaCKe 9THX Yac-
TeH IIepa MOKeT CUJIbHO M3MEHAThCA Oaske MHIUBUAyabHo. IIpucyrcTBue
(peomeranmHOB HamboJIee BHIPAKEHO B IIEPhSIX OYPHIX M MACKOBBIX CHEIH-
peii. BoaMo:kHO, OHM BCTpeUaloTCa y BCeX CAMOK BMeECTe ¢ HeM3MeHEHHBIMUI
IIPUPOTHBIMU KaPOTUHOUIAME, HO Y CAMIIOB OOJIBIIIMHCTBA (pOpPM UepHOIIIA-
IIOYHBIX CHETUPEU B 3TOU IIUTMEHTHOU 30HE OHU IIOYTU OTCYTCTBYIOT UJIN HAa-
XOISATCS B COCTAaBe 9yMeJIAHMHOBBIX YacTUIl. B paMKax JaHHOTO MCCJIeaoBa-
HUS YCTAHOBUTD 9TO 00JIee TOUHO He IPEICTABJIAETCS BO3SMOKHBIM, II0OITOMY
M3JaraeMble 3/1eCh COOOpaKeHMsI OCHOBBIBAIOTCA HA BU3yaJIbHOM OTJIHUYUNH
OKpAaCKH! 1 XapakTepa IpaHyJI 9TUX IUTMEHTOB.

B mepbsax MackoBBIX CHermpeil XOpOIIo 3aMeTHO HaJIMJYne KOPHUYHEBBIX
OTTEHKOB MeJIAHMHOB, OKPAIIIBAIOIINX Pa3Hble IINTMEeHTHEIE 30HEI (prc. 36).
OTH TOHA XapaKTepHBI IJII YYacTKOB C IIpeobJiamaHueM peoMeIaHUHOB B
OCHOBHABIX dJIEMEHTAaX I1epa (paxuc 1 paMycChl), 3aHUMAIOIIHNX OCHOBY ILJIOIIA -
IIY TIePbheBOH IJIACTUHKH, B TO BpeMs KaK B IIPOIIEHTHOM COOTHOIIIEHUHU yda-
CTHE PaJHyCOB B OKpacKe mepa oueHb maJjo. Cephble U IIOYTH YEPHBIE TOHA
HaOJIIoIaeTcss TaM, Iie B PaauyChl 3HAUNTEJIHHO KPYIIHee, 3aHIMAIOT 00JIb-
IIIyIO ILJIOIIAJEL ¥ OKPAIIeHbl ayMeJaHnHaMu (IryxoBas 3oHa mepa). Ilpumuém
B TaKHUX y4acTKax peoMaJIaHUHBI IIPUCYTCTBYIOT B 3HAYUTEJILHO MeHbIIeH
KoHIieHTparmu. [Ipu nimmre tbHOM XpaHEHUH IIKYPOK IITUIL B MY3€HHBIX KOJI-
JIEKIIMAX 9Ta pasHUIla eile oosee 3amerHa (puc. 37).

Htorosas cepas okpacka omepeHusI COUHEI (MJIX IPYyTUX dYacTeil Tejia, B
3aBHCHMOCTHU OT BHJa) 00pa3oBaHa TeM, YTO B UEPHBIHN IIBeT (9yMeJJIaHUH)
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OKpallleHbl TOJIbKO PaJNyChl, YACTO JIUIITh YaCTUIHO, 4 PAMYCHI M OOJIbIIIA
YacTh paxuca IOYTH JIUIIeHbl TUTMeHTOB. VIMEeHHO aTH CTPYKTYpPHI OTBEYAIOT
3a paccerBaHIe OTPAKEHHOIO CBeTa, CMeITBas pa3Hble CIIeKTpaJIbHbIE T10-
TOKHW B Ipeobs1aIatoniuii OTpasKeHHBIN cBeT. To :Ke caMoe moJIydaeTcs 1 Ha
0eJIBIX yYacTKaX OIIePEeHMsI, TOJIbKO MeJIAHUH B KOHUYHKAX PAINyCOB IPUCYT-
CTByeT B MEHBIIIEM KOJIMYECTBE, a CTPYKTYPHEBIE 3JIEMEHTHI CUJIbHEE pacceu-
BAIOT M OTPAYKAIOT CBETOBBIE BOJTHHI.

Puc. 37. VIameHeHHE COOTHOILIEHNA COCTABA MEAAHUHOB B IepbaAX P. erythaca
[IPH AAUTEABHOM XPaHEHHUH B KoAAekmm: a — boaee 100 aet; 6 — cBexee mepo. Poro aBropa.

OOmemy mmpaBuiIy pacupeaeieHusa MeJIAHUHOB HOIUNHSIETCI U pa3Me-
IeHne cpOPMUPOBAHHBIX UMM MEJIAHOIPOTEHMHOBEIX KOMILIEKCOB (Schere-
schewsky 1929). OrgesbHBIe TUTMEHTHBIE IIAJIOUYKH IIPE00JIa AT B IIPOK-
CUMAJILHOM YaCTH 0OIIaxaJsia, a KPYIIHbIE OKPYIJIbIe TPAHYJIbl — B €T0 JHUCTAJIb-
Hoit yactu. BepHee, rpaHyIbl IIPUCYTCTBYIOT Be3Jle, HO Te, YTO HAXOISATCS B
IIPOKCUMAJIFHBIX YACTIX IIepa, 00pa3yoT CTePIKHH, a JUCTAJIbHBIE CKOILICHHSI
co3gaiTca u3 0oJiee PHIXJIBIX IPAHYyJI, PACIIOJI0MKEHHBIX JJIUHHBIMU IIPEPHI-
BHUCTBIME pamamu. OueHb peqKo B OCHOBAHHH KPAaCHOOKPAIIIEeHHBIX PAMYyCOB
accoIIMaIny KapoTUHOMIOB TOKEe BCTpeuaTesa B Buae nasgodek (Tam xe).
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ITo mepe dpopmMupoBaHmMs mepa KOHIIEHTPAIINSA KaPOTHHOU/IOB B €T'0 CTPYK-
TYPHBIX dJIeMeHTaX HapacTaerT IIOCTeIIeHHO, KaK, BIIPOYeM, U CHUIKAETCS
(puc. 34). Ilomyuaercs, YToO KAPOTUHOIEI IIOCTYIIAIOT B PACTYIIee Iepo J03U-
POBAHHO, XOTs CTEIIeHb JJO3UPOBAHHOCTH JOBOJIHLHO BapuabebHa y pa3HbBIX
BugoB. CHAauyaa KOHIIEHTPAIIUSA 3TUX OHMOXPOMOB B IIyJIbIle IIJIABHO Hapac-
TaeT 0 JOCTHKEHHUS OIpeae/IEHHOI0 YPOBHS. 3aTeM HX IIOCTYILJIeHIe IIpe-
KpalllaeTcs, a OCTATKU MCIIOJIb3YIOTCA C TOH sKe cKopocThio. C apyroi cropo-
HEI, TOT k€ 3(ppeKT MOKeT OBITH JOCTUTHYT U3MeHeHHeM KOHIIeHTPAIIIH Ka-
potuHOMI0B B KpoBU. Ho, cCKOopee Bcero, orpaHUYeHHOE UCIIOJIb30BAHUE dTHUX
O0MOXPOMOB B OKpacKe IIepbeB CBA3AHO C IIPOJOJIKUTEIHPHOCTBIO X U30Mpa-
TeJHLHOI'0 TPAHCIIOPTA B IIepoodpasyiolnre TKaHu (pasmen 5.5.2.).

Y HekoTopbIX PopM, YaCTO MHIUBHUIYAJIBHO, CMECh KAPOTUHOMIOB He oca-
SKIaeTCs B IIPHCTBOJIOBOIM 30HE OCHOBHOIO YUACTKA OKpacku (puc. 34-5, 38).
Hammmune Takux mepbes (puc. 38r,3%) MO3BOJIAET IIPEIIIOJIOMKNATD, YTO 9TH OHO-
XPOMEI IIOCTYIAIT B BEHTPAJIBHYIO YaCTh IIEHbKA PACTYIIEro IIepa, a 3aTeM
pacIpenessioTcs 110 Beelt myJibire. IloaTomMy mIpu UX HU3KUX KOHIIEHTPAIIMIX
B KPACHBIN IIBET OKPAIIINBAIOTCS TOJIBKO OJIM3JIesKaIe K 9TOMY MECTY TKa-
HU. C Ipyro#i CTOPOHBI, 9TO MOYKET HPOUCXOIUTDH 13-3a BBICOKOM aKTUBHOCTHU
MeJIAHOIIUTOB B JOP3aJIbHOM YaCTU IIEHbKA, IIPEIISITCTBYIOIIE IIPOHUKHOBE-
HUIO TyJa KapOTHHOUIOB.

OmHaxo MHTEHCUBHOCTE OESATEILHOCTH MEJIAHOIIUTOB IIPKU POPMHPOBA-
HHUH IIPUCTBOJIOBOM 30HEI IIepa Toxke naMmeHunBa. IHOrma aTo MecTo ImpocTo
cJ1a00 IUTMEHTUPOBAHO, CHIKASI HACKHIIIEHHOCTh IIBETa OIEePEHNs, NI Ha-
000poT, OBIBAET YMEPEHHO TEMHEIM, yBeaununBasa e€. [Ipu HapyieHnax mur-
MEHTAIIUU 9TOT YYACTOK IIepa B IIePBYIO oUuepeIb OKPAIIBAETCS JOMUHUPY-
IOIIIMHY MeJIJAaHuHaMU, POPMUPYA YEPHYI0 okpacky onepenusd (JlapuoHoB
1928; Schereschewsky 1929). B HopMe cxo:kuil xapakTep IIATMeHTAIIuN I1e-
pbeB HAOJIIOIaeTCsa Y MHOTUX BUJ0B CHeTHpPeii, HO TaAKHe IIePhs IIPUCYTCT -
BYIOT TOJIbKO HA HUKHEHN YacTU CIIMHBI, B MeCTe IIepexoa K OeJIbIM yJacT-
kam orepenus (puc. 381,e). 3mech 00HAPYKUBAIOTCS IEePhI ¢ 0COOBIM THIIOM
OUTMEeHTAIINN MeJIaHNHAMI, KOTOPhIe YCHJIMBAIOT CBOE IIPHCYTCTBIIE TAM, T/Ie
OOBIYHO WX KOHIIEHTPAIIHS 3aMETHO HITKE.

B stoMm mecTe omepenus y OypbIX B MaCKOBBIX CHeTHUpei popMupyercs
TEMHAas, IIOUTH YEPHAs «pas3IeUuTeIbHaS» II0a0ca. Y OTAeJIbHBIX BUI0B OHA
IIPOSIBJISETCS II0-PA3HOMY: OT HOYTH CAHTUMETPOBOI IIIMPUHEI 1 MAKCUMAJIb-
HOIT HACBIIIEHHOCTH, 0 HeCKOJIbKHUX TEMHOBATHIX IIEPheB B 9TOI obJiactu. B
TaKUX IIePhIX TEMHBIE MeJaHUHBI CKOHIIEHTPHUPOBAHBI IMEHHO B IIPHCTBO-
JIOBOM yYacTKe 30HBI OCHOBHOM OKPAaCKH MJIM HECKOJIBKO IIIHpe, 00pasys mo-
mepevHyio 1oJocy. [lprnuem eé mosioskeHre U3MeHSIETCA OT TEPMUHAJIBHOTO
JTI0 IPOKCUMAaJIbHOTO BHYTPH 9TOM 30HBI IIMTMEHTAITNU, 8 MEeJIAHUHBI TTOJTHO-
CTBIO 3AIIOJIHSIOT HE TOJIBKO PAINYChl, HO B PAMYCHI.

Takum 00pas3om, HTOroBasi OKPACKA OCHOBHOM IIMTMEHTHOM 30HBI IIOKPOB-
HOTO IIepa CHerupei CKJIaIbIBaeTCs 13 Psaga KOMIOHEHTOB. Bo-1epBrIx, oHA
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3aBHUCHUT OT CTEIIeHU TpaHC(OPMAaIINH, KOHIIEHTPAIIUN U PacCIpeieIeHuI Me-
JIAHUHOB B CTPYKTYPHBIX dJIEMEeHTAaX HaPYy:KHOM YacTu 1repa. Bo-BTOpHIX, oT
cocTaBa, KOHIIEHTPAIINU ¥ IPOHOPIITUN JOIIOJITHUTEJIbHBIX KPaCAIIIUX THUT-
MEHTOB — KapOTUHOUI0B. B-TpeTbux, 00IIMII TOH OIePeHUs OIIpeaesIseTcs
OIITUYECKNMHU CBOMCTBAMU €TI0 CTPYKTYPHI.

Puc. 38. MameHunBOCTD pacrpeAeAcHNs OHOXPOMOB B IIOKPOBHOM II€PE CHETHPEL:
B, T — P. p. pyrrhula; a, ©; s — P. p. rossikowi. Poto aBropa.
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B mmyxoBoii vacTtu mepa MeJIaHWHBL IIPEUMYIIEeCTBEHHO PaCIOJIATaloTCs B
paguycax. [Ipu aTom murMmeHTHBIE 3€pHA KOHIIEHTPUPYIOTCA TOJIBKO B y3€JI-
Kax ux neHHyJyMmoB (puc. 20-2, 4); 210; 23a; 27a; 281). ImenHo B cocrase
9THX 9JIEMEHTOB MeJIaHHHBI, KaK IIPaBUJI0, HAXOIATCSI B paMycax U Paxmuce
(AIIMKOPTEKC), HO IMOKPBIBAIOTCS KePaTUHOM H IIOYTH He yYacTBYIOT B (op-
MHPOBAHUH O0IIEll OKPacKH mmepa.

MHTEeHCUBHOCTE OKPACKH IIYXOBOM 30HBI IIePa Y PA3HBIX BUIOB U pac CHe-
rupei BapbUPYeT B 3aBUCUMOCTH OT COCTABA U PACIIpeIe/IeHUs INTMEHTOB
OT TEMHO-CEepPOro U 0ypoBaTOro JI0 YEPHOIr0, UTO CBUIETEILCTBYET O JJOMUIHI-
poBaHMHU B Hel syMmeaHnHOB. Ha 0TTeHOK OKpacKky BIMSIOT HE TOJIBKO CTe-
IIeHb 0(POPMJIEHHOCTH M pa3Mephl 3aHNMaeMOoro MeJIaHNHAMI 00bEMa, HO 1
BeJIMYMHA CAMHUX CUHIIATHAJIbHBIX KOMILIEKCOB, B KOTOPHIX OH OTKJIAIBIBAET-
s, a TAKYKe M3MEHUYMBOCTD X KOJIMUYECTBA U ILJIOTHOCTU Pa3MeIleHNs B IIepe.

BripaseHHOCTH 30HBI IEIUTMEHTAIINH, €€ PaCIOJIOKeHe U hopMa 13-
MEHSIOTCS Y PA3HBIX BUI0B CHETHPEN M 3aBUCAT OT MECTa PACIIOJIOMKEHUS Ca-
moro 1mepa (puc. 35). Haunbosree yacTo oHaA IIPHUCYTCTBYET B IEPhAX BEHTPAJIb-
HOTO TpakTa (Il1est, TpyIb, JKUBOT), HEMHOT'O CMEIIleHA ¥ CUJIbHO aCCHUMEeTPHIY-
Ha 1o OoKaM sKuBoTa (ecyi BooOIIe popMUpyeTesi) u cJaabo BhIpaskeHa B IIe-
PhSX CIIMHHOTO TPAKTA.

4.2.3. OcobenHoCcmu nuaMeHmH0O20 COCMABA NepPbes
dehuHumMuUBHO20 HAPAOA CAMUQ CHe2UPA: KAPOMUHOUODL

Jlosroe Bpemsi 0COOEHHOCTDH (pOPMUPOBAHUSA KAaPOTUHOMIHOM OKPACKU
CaMIIOB OOBIKHOBEHHOTO CHETHPS BBI3bIBAJIA IOBBIIIIEHHEIN MHTEPEeC y UCCIe-
JoBaTesell, MOCKOJbKY B OTJIMYME OT OOJIBIIMHCTBA APYTUX BUI0B BHIOPKOB
Carduelinae, koTophie mocJie IUHBKH B YCJIOBUSAX HEBOJIU TEPSIIOT KPACHYIO
OKpAacKy, I[BET ero OIepeHus IIPU TAKUX Ke 00CTOSATeIHCTBAX OCTAETCS IIO-
gyt 0e3 naMmernenusa. OKasajock, YTO 3TOT (peHOMEH 3aKJII0UaeTcs B 0coOeH-
HOCTSIX IIPOXOKIEHUA (PU3MOJIOTHUECKUX IIPOIECCOB, IPUBOIAIINX K XMMU-
YeCKOM MOOW(PHKAIIMYN IIOCTYHAIINX B OPTaHHU3M IIMTMEHTOB, IIPOMCXOIs-
IIUX JI0 UX OCAMKJeHUA B repbax (Straub 1987).

Yceranosieno, yTo KpacHoe ollepeHre CAaMIIOB CHETHPS B IIPUPOJIE XapaK-
TEePU3yeTCA HAJTUINEM KOMIO3UIINH TPEX OCHOBHBIX 4-0KCUKAPOTHHOMIOB:
ACTaKCAHTHHA, Q-I0PaJeKCAHTHHA U aJOHUPYOHHA, KOTOPhIE COITPOBOKIATOT-
Cs He3HAYNTEJILHBIM KOJIMYEeCTBOM KaHTaKCAHTHUHA U HAINUJIN0dPUTPUHOHA
(Stradi et al. 2001). Kpome Toro, IIprCyTCTBYIOT 1 APYyTHE He MCCIeT0BAHHEIE
KapOTHHOUIEI, KOHIIEHTPAIINSI KOTOPBIX Hinke 2%.

YV oxseMILIApOB, IepeIuHSBIINX B HEBOJIE, OCHOBHBIMU KaPOTHHONIAMU
SABJISIOTCS Q-I0pageKCaHTHH 1 JJIoTenH. B pesyabrare y HUX IPOMCXOIUT YTO-
TO BpOJe YHU(PHUKAIINK OCHOBHOI'O TOHA OKPACKH, a MHIUBUAYAJIbHEIE HJIN
HOIIY JIAITMOHHBIE 0COOEHHOCTH Hcue3aioT. Beé pasHoobpasme oTTeHKOB po30-
BOTO, aJIOT0 MJIN KUPIIMYHOTO IIBETa, BCTpevaIneecsa B O0IbIeH NI MeHb-
IIeH CTeIIeHU Y Pa3HBIX POPM CHETHPEH B IPHUPOIe, IIPH COAEPKaHNH Ha
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OJMHAKOBOM PaIlMOHE IIPAKTUYECKH NCUe3aeT, XOTsI OCHOBHAS OKPAaCKa CO-
XpaHaeTcsa B JJOCTATOYHOM Mepe.

B rauecTBe MCTOYHMKOB KPACHOTO IIBETA OIIEPEHMSI, COAEPKAIIIXCA B pa-
IIFOHEe CHErups B KauecTBe Hambojiee BaAKHBIX PACCMATPUBAIOTCS: JIIOTEHH,
3€aKCAHTUH, [-KPUOTOKCAHTUH K [-KapPOTHH, IIOCKOJBbKY OHHU IIIHPOKO IO-
CTYIHBI B JINCTHAX, JIEIIECTKAX IIBETOB, IIOUYKAX, CeMeHaX, PPYKTAX U SIroaax
(Goodwin 1980). OgHaKo B IephsaxX ITHIL IIPEUMYIIEeCTBEHHO a0COpOMPYIOTCI
oxcuraporuHonasl (Schiedt 1998). K nx 00pas3oBaHMio IPUBOIUT METa00JIH-
YeCKUH IIPOoIlecc, II0-BUANMOMY, IPEICTABJISIONINN co00M dhepMeHTATHBHOE
4-oxuciaeHne (-KOHIEBOA rpynnbl. Tak, aoHIPYOHMH MOKET IIPOUCXOINUTH
M3 JBOMHOIO OKMCJIEHUA [-KPUIITOKCAHTHUHA, aCTAKCAHTHH 13 3€aKCAHTHUHA;
a-I0paJgeKCaHTHH 13 JoTenHa. [lanuamospuTprHOH, BEPOSITHO, BOSHIKAET
U3 q-JI0pageKCaHTHHA IIYTEM OKHCICHUA AJLINJILHOTO THIPOKCIIIA £-KOHIIe-
Boii rpynnsl (Stradi et al. 2001). HeboubItoe KoJIMYeCTBO KaHTAKCAHTHHA
MOJKET IPOHU3BOIUTHC U3 [-KAPOTUHA, KOTOPLIN B M300MINN CONEPIKUTCI B
palroHe, HO, OyAy4u yIJIeBOJOPOIOM, cj1ab0 adcopOupyeTca U IPaKTUIECKHU
TIOJTHOCTBIO MCIOJIB3YeTCs JJIsI 00pa3oBaHMSI BUTaAMUHA A.

CmocoOHOCTE METa00IMYECKOr0 OKUCIEHUS ITUTMEHTOB Y CHETHPS OTJIH-
JaeTcsd OT JPYTUX KpacHOIUrMeHTHpoBaHHBIX BuaoB Carduelinae u ssiiszet-
cs yauBUTEJILHOM. CHErupu MCIIOJIb3YIOT JIOTEHNH, IOCTYIIAIOIINI C IIHIIEH,
IIpeBpaIiasi ero B 4-0KCOJIIOTENH (Q-I0pageKCaAHTHH) 1 B IIaINIH0dIPUTPIH.
Kpome Toro, oHM HCIOJIB3YIOT S-KPUIITOKCAHTHH JIJIs IIPOM3BOACTBA aI0HH-
pyOMHAa, He 0OCTAHABJIMBASCH HA IIPOMEKYTOUYHOM 3-THIPOKCU-dIXUHEHOHE U
3eaKCaHTHUHE IJId IToJIyuyeHus acTakcauTuHa (Stradi et al. 2001), kak gpyrue
orunel 13 Carduelinae.

Ecau cpaBHEUTE 00pas3iibl KAPOTUHOUIOB IIPUPOSHEIX CHETHMpPeH ¢ JPyTH-
MU JUKHUMH KPAacHOIIMTMEeHTUPOBAHHBIMU Bbhlopkamu: Carpodacus roseus,
Carpodacus rubicilloides, Uragus sibiricus, Linaria cannabina, Acanthis
flammea, Loxia curvirostra u Pinicola enucleator, To MOHO OTMETHTD, YTO
TOJIBKO B OIIEPEHHH CHUOUPCKOI YeUeBUIEI 00HAPYKUBACTCI 3HAUUTEJILHOE
KOJIMYECTBO Q-I0paJdeKCaHTHHA. ¥ APYTUX BUIOB 9TOT KPACHBIN KapOTHHOM/T
OTCYTCTBYET, a INTMEHTAIINS OIIePeHUs 00yCJIOBIeHA TJIaBHBIM 00pa3oM Ha-
anuneM 3-THIAPOKCH-axumHeHoHa. [lo-BuauMomy, ocrajibHble BUIBI T€HETU-
YeCKH He CIIOCOOHBI K MeTa00JIMUeCKOMY OKHCJICHIIO JIIOTEHHA, «IIPeII0O -
Tas» [-KPUIITOKCAHTHH [JIA IIPEBPAIIEHUS €T0 B 3-THAPOKCH-OXIMHEHOH U 1a-
CTHUYHO B afoHNPyOmnH. JIfoTenH, 3eakCaHTUH U [-KPUITOKCAHTUH ABJISIOTCS
IIUIIEeBBIMUA KAPOTHHOUIAMHE, UCIIOJb3yeMBIMU B IIPUPOIE BCEMU BUIAMU
Carduelinae nis dopMupoBaHUS I[BETHON OKPACKH. JTH Ke KapPOTUHOMUIEI
OBbLIM O0HApPYsKEeHBI B OIIEPEHIN CaMOK CHerupei 0e3 mameHeHwui (Stradi et
al. 2001). Kpome Toro, mmoarsep:kgaercsi, YTo KpacHass IUTMEeHTAaIs (PHJIo-
TeHeTHYeCK! OJIM3KUX BHJJIOB CBSI3aHA C dHIOTeHHBIMH (IHera) U reHeTuve-
CKUMH (paKTOpaMu, KOTOPbIE PEryJHuPYIOT JIM0O BHIOOP AUETHYECKHUX IIPe-
IIOYTEHMH, JII00 CII0CO0 UX TPaHC(pOPMAIIIHI.
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Hanuuwme, xapakrep u 3HavueHue YO oKpacku y CHETUPEH He M3y4eHO.
Onnaaxo mpucyrcTBre (00BIKHOBEHHBIN CHETMPh) MJIM OTCYTCTBHE (CEePHIH CHe-
rupb P. cineracea) KapOTHHOUIOB B OKpPACKe CAMIIOB y Pa3HBIX hopM, pas-
JIMYMSA B X HACBIIIIEHHOCTH (PO30BOIIEKNI cCHerupsb P. griseiventris) 1 cocra-
Be OyIyT CHJIbHO M3MEHATh UTOTOBBIN CIIEKTP OTPAKeHHs CBeTa OT IIePheB.
A ¢ ygeToM TeTpaxpoMaTHUECKOH BU3YaJIbHOM CHCTEMBI 9T 0COOEHHOCTH 0y -
IyT Xopoiro gudppepeHIIupPoBaThLCI cCAMKaMU IPHU OIleHKe IOJIOBOTO IIapT-
HEpa. YCcTaHOBJIEHO, YTO KOJIMYECTBEHHBIE CBSI3U MEKIY XapaKTe pUCTUKAMU
OTpasKeHUs OIIEPEHUs U YyBCTBUTEJILHOCTHIO PEIIEIITOPOB CBUIETEIHLCTBYIOT
0 TOM, YUTO Jaske HeOOJIBIIIIe Pas3JInymnsa OUueHb BaskHbI qysa nrull (Bleiweiss
2014). Cropee Bcero, MMeHHO 3TH OCOOEHHOCTH 3PEHHUS CHEeTHPEH CIIoco0cT-
BYIOT Y3HABAHUIO CAMKAMI CAMIIOB CBOEI0 BHAA IIPH CUMIATPUH PA3HBIX
dopm, cBOOST THOPUAUIAITNIO K MUHHIMYMY.

4.2.4. OcobenHOCMU JTUNOXPOMHOL OKPACKU
onepenus y cHeaupeltl

KaporrnHOMABI y4acTBYIOT B 00pa30BaAHUH APKKUX YUYACTKOB OEPEeHUs
cHerupei. BHyTpu poma creneHb IposBICHUS JIUIIOXPOMHOM OKPACKH OUeHb
pasuures. Ilouru mosoBuHa opM CHeruped IPAKTHYECKH II0JIHOCTBIO JIK-
IIIeHA KAPOTUHOM/IOB B OCHOBHEIX IIBETAX OIIEPEHUA. OTO BCe POPMBEI I'PYIIIILL
Oypnix cuerupeii (Oypuiit P. nipalensis u 6emoméxuit P. leucogenis), 1moJio-
BHHA YEePHOIIIAIOYHBIX CHerupei (asopckuii P. murina u cepslit P. cineracea)
¥ OOWH 13 IIOOBHUIOB CeporooBoro caerups P. (erythaca) owstoni, KOTOPHIH
MHOIJA PacCMaTPUBAETCS KAK CAMOCTOSATEILHBIN BUL .

Puc. 39. Ilpucyrcrere MAKCHMAABHOIO M MUHUMAABHOTO KOAHYECTBA
KaPOTUHOUAHOM OKPACKHU Y caMUoB P. (erythaca) owstoni. Poro Shen Da.

* Ecsim paccmaTtpuBaTh cucreMy BUAOB poma Pyrrhula B makcumanabaoM npobsaennu (MBymkwa 2015), To ma 11
BUJOB 6 MPAKTHYECKH HE UMEIT KAPOTHHOUIOB B OCHOBHOMN OKpAaCKe OIePeHUs.
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OxHAKO y HEKOTOPBIX (POPM M3 9TOT0 CIIMCKA KAPOTHHOUIBI BCE-TAKH IIPU-
CYTCTBYIOT, HO B KpaiiHe maJyioM koaudectBe. Y P. nipalensis u P. murina —
TOJILKO HA HaPY:KHOM TpeThecTerneHHoM MaxoBoMm mmepe (TM), a y camiios P.
(erythaca) owstoni — 4acTo JIUIIL HA HEOOJILIIIOM YYaCTKe IIOKPOBHBIX IIEPhEB
OOKOB *KMBOTA M OK0JI0 Macku (puc. 39).

Puc. 40-1. PacrpeaeseHmE KAPOTHHOHUAOB B CTPYKTYPHBIX SAEMEHTAX
repLeB CHerupew: a-r — P. erythrocephala; A, € — P. erythaca. ®oro aBropa.
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Puc. 40-2. PacripeaeAerre KAPOTHHOUAOB B CTPYKTYPHBIX SAEMEHTAX IIEPhEB
cuerupeit: &, 3 — P. p. pyrrbula; u, x — P. p. cassiniy n, m — P. p. rossikowi. Poto aBTOpa.

Y cuerupeit KapoTHHOMIBI OOBIYHO PACXOAYIOTCS OPraHI3MOM 9KOHOMHO,
aIcopOUpPysACh TOJIBKO B BUAUMOM YacTH IIepa U, 10 CPABHEHUIO C MeJIaHH1-
HaMH, TOJIbKO B HeOOJIBIINX KoJIrmuecTBax. Bo BceMm pome BeTpedaeTcs JIUIID
TPH BHUAA, Y KOTOPBIX JIUIIOXPOMHAS OKpacKa CaMIIOB IIPOSBJISIETCS B 00JIb-
e UM MeHbITeH KOHIIEHTPAIINY ITPAKTHYECKd BO BCEM OIIEPEHHUH TeJia.
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910 KpacHoroI0BbIi P. erythrocephala, opaH:KeBbIH, NI "KeJITOCHIUHHBIN P.
aurantiaca ¥ PO30BOIIEKUM, MU yccypuiickuii P. griseiventris caerupu. ¥
OCTAJIbHBIX BUIOB KAPOTHUHOHUIBI B OCHOBHOM IIPHUCYTCTBYIOT (MJIM SIPKO BBI-
paskeHbl) TOJILKO HA OIIPeNeEHHBIX yUacTKax ornepeHus. Kpome Toro, ecimu
Yy MACKOBBIX CHETHPEH 3T OMOXPOMEI IIPUCYTCTBYIOT KaK B paMycax, TaK U B
0O0JIBIIIEH YACTH KAKI0r0 Paguyca, TO Y YePHOIIAIOYHEIX CHeTrHPe OHIU KOH-
IEHTPUPYIOTCS B OCHOBHOM TOJIBKO B pamycax (puc. 40).

o et Y P

: o : e

O g
P P PP

e

Puc. 40-3. PacripeaeAerre KApOTUHOUAOB B CTPYKTYPHEIX 3AEMEHTAX IIEPHEB
cuerupeil: H, o — P. p. rossikowi; i-c — P. griseiventris. ®oro aBropa.
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B 1o :Ke BpeMs B pe3yJibTaTe cBO€0OPA3HOTO aTaBU3Ma MUJIU HOBHIIIIEH-
HOTO IIPUCYTCTBUS 3TUX OMOXPOMOB B OpTaHU3Me Y HEKOTOPBIX 0c00ei BeTpe-
JaeTcsa UX 0oJiee IITMTPOKoe paciipeqesaeHre. B Takux cirygyasax KapOTHHOUIBI
0o0OHaAPYKUBAIOTCS TaM, I'Ie uxX o0bIuHO HeT. Hanmpumep, Ha clIHe, IIJIe4eBhIX
IIePbAX, BEPXHUX KPOIOIINX KPHIJIA 1 OOJIBIINX BePXHUX KPOIOIIHNX BTOPOCTE-
neuubXx MaxoBbix (BBKBM) y 00bikHOBEHHOTO cHerupsa. dacTtora TaKHUX OT-
KJIOHEHHWH MOYKeT XapaKTepU30BaTh OTIEJIbHbIE IIOMYJISIINN MJIH (POPMHEL.

Bce BapuaHTHI IIpOSBICHUS IUIIOXPOMHOIT OKpacku orepenus y Cardue-
linae, ¥ KOTOPBHIM ITPUHAJJIEKAT CHETUPY, OCHOBAHBI HA IPUCYTCTBUU B Hel
Bcero 15 kcarntodminios (Stradi ef al. 1995, 1996, 1997, 2001). Oguako myTH
eé dopmupoBaHusa pasubie. Cpenu mpeacTaBUTE e 9TOH I'PYIIIBI IITHIL BbI-
JIeJISIIOT TPU YPOBHA oopasoBauus 1iBeTHoro ornepenus (Hill, Johnson 2012).
CaMBIM IIPOCTHIM SIBJISETCS OTJIOMKEHHE B IMePhIX He MOAUQUIITPOBAHHEIX
ITUEeTUYECKUX OKCHKAPOTUHONI0B, HAIIPUMEp, JIOTENHA UM 3eaKCAHTHHA,
YTO IIPUBOJHUT K CEPO-KEJITOMY OIIePEHIIO.

Ha BTOpoM ypoBHE B OKpacKe OII€peHUs HMCIOJIb3YIOTCI IIPOLYKTHI OKIIC-
JIeHHS 3eaKCaHTHHA U JIIoTernHa (KaHapeeuHble KcaHTouIb!). TpeTuit ypo-
BeHb Y:Ke BKJIIOYAeT IIyTH, ITOCPEJCTBOM KOTOPHIX 1 TOJBKO IPH OIIpeaesIEH-
HBIX YCJIOBHSAX KeT0JIa3a IIpeBpallaeT f-KPUITOKCAHTUH B KPACHBIE KeTOKA-
porurouasl (Hill, Johnson 2012).

Y depHOMIATIOUYHEIX CHErHpel CYIeCTBYET eIé OIIH, YeTBEPTHIHA CII0Co0
CO3JaHUS KPACHON KAaPOTUHOUIHOM OKPACKU OIIePEHMSI, KOMIICHCHUPY IO
K0JIeOAHMS 9K30- ¥ 9HJOIMeHHBIX YCJIOBHUH. B oT/iume oT 00BIMHBIX MEXAHM3-
MOB TPETHEro YPOBHS, IIePO CAMIIOB 9TOM I'PYHIIILI BUJ0B MOKET IPHUOOpeTaTh
OKpacKy IpH TpaHCOPMAIIUH CAMOTO PACIPOCTPAHEHHOI0 U3 OKCUKAPOTHU-
HOUJIOB — yKEJITOTO JIIOTENHA B KPaCHBIHN a-mopagexkcanTuH. Bo Bcém cemeti-
CTBE 9TOM CIIOCOOHOCTHIO 00J1aIaI0T TOJIBKO YePHOIIAIIOUYHEbIE CHETUPU U He-
KOTOpPBIE UeUEeBHUIILI, HO yiKe B 3HAUNTEeJIbHO MeHbIlel crerreHu (Stradi et al.
1995, 1996, 1997, 2001).

BoaMmo:kHO, 9T0 ke 0c00eHHOCTHI0 (PHU3UOJIOTHUH 00JI1aJal0T CaMIIbI OyPOo-
I'0 CHETHPs, Y KOTOPBIX KpacHas OKPacKka NX TPeTheCTEeIIeHHOr0 MaxX0BOro Ie-
pa coxpansercs B HeBosie. OmHako y Apyrux IIpeacTaBUTeNel poda cylie-
CTBYeT pas3Has CTelleHb yYacTUs KaKIOT0 oTalla TPaHcQOopMAIlUK ITHUTMeH-
TOB B (pOpMUPOBAHUH OKpacKu omepeHus. CaMIlbl MAacKOBBEIX cHerupeit P.
erythaca, kKak 1 OOJIBIIMHCTBO POJCTBEHHBIX BHIOPKOB, TEPSIOT IIPUPOTHYIO
OKpAaCKy IIepa B ycJIoBuAX HeBosr. CoxpaHsaeTcs TOJIbKO €€ 0OCHOBHASI «JII0-
TEMHOBASI» COCTABJIAIONIAS (IePBLIH-BTOPOM YPOBHU). [IpruéM 1 MTOTOBEIH
IIBET B3POCJIOr0 Je(PpMHUTHBHOIO HAPAIA yV 9TUX BHIOB YaCTO (pOPMUPYETCs
TOJIBKO HA BTOPOM I'0Jl sKU3HU B pe3yJibTaTe IIePBOI II0CIe0padyHoil JUHBKH,
Kak 1 y OJImsxaiInero poAcTBEeHHUKA cHerupeil — murypa Pinicola enucleator
(Stradi R. et al. 1996; Johnson, Hill 2013). Takxum o0pasom, y 3TUX BHUIOB
1711 00pa30BaHUsA KPACHBIX IUTMEHTOB TPEeOYIOTCSI OIpeae IEHHbIE YCI0BHI,
KOTOpPBIE IIOSIBJITIOTCSA 3HAUUTEJILHO 03:Ke. Torga Kak 4yepHOIITarrouyHbIe CHe-
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rupu 0JIaro1apss 0COOEHHOCTSAM CBOEH (PH3MOJIOTHH, CITOCOOHBI (POPMHPOBATH
B3POCJIBIA HAPs/ yKe B I0HOIIIECKOM BO3pacTe, KAK U UX HEOKpaIllleHHbIe
POICTBEHHUKH .

Puc. 41. Camxa opamxesoro cuerupst Pyrrhula aurantiaca. ®oro J.Eaton.

Cpenu caMIl0OB UePHOIIIAIIOYHBIX CHETHPEH IIPOABJISAETCA OSUHAKOBAS
CIIOCOOHOCTH TPAHC(POPMUPOBATH KAPOTUHOUIEI. JDTO IIOATBEPIKIAECTCI TEM,
YTO IIPU COMEPIKAHNI 3TUX IITHUI] B HEBOJIE M3MEeHSIeTCS JIUIIb TOH UX OKpac-
ku. Coxpansercsa gaske HeOOJBIION KPACHBIN OTTEHOK, M3PeIKa BCTPeUYaro-
IIIUICS B OIIEPEHUN CAMIIOB CEPOT0 CHETHPS.

IIpencraBuresnu poga Pyrrhula neMOHCTPUPYIOT M IIOJIOBBIE PA3JIMYUI B
cocTaBe JIMIIOXPOMOB, YYACTBYIOIINX B IIMrMeHTalmu mepbeB (Stradi R. et al.
1997). Eciiu y caMIIOB IIPOSBJISIETCS IIOYTH BECh CIIEKTP BO3MOMKHOCTEH JIJIs
KCIIOJIb30BAHUS UMEIOIINXCS B OPraHU3Me OKCHKAPOTUHOM/IOB IJIS OKPAIITH-
BaHUS IIePheB, TO CAMKH, KaK IPaBHUJIO, orpaHudeHsl B aToM. OHU HCIOIb-
3yIOT OOJIBIIIYIO YaCTh 3TUX OMOXPOMOB B mepuod dhopmupoBauus suil, (Alon-
so-Alvarez et al. 2012) 15T 3aIATHL 3aPOJIBIIIA OT OKHACIIATEIBHOTO CTpecca,
JIIEMOHCTPHUPYS B OIEPEHNN B OCHOBHOM «JIIOTEMHOBYIO» (3KEJITBIH IIBET) CO-
CTaBJISIONIYIO M3 BCeTO Habopa MoJIyuaeMbIX C IIHIIe ITNTMEeHTOB.

* BoamoskHO, cymiecTBoBaHMe 0osiee GJIeIHOrO IOHOIIECKOr0 HAPAAA y CAMIIOB HEKOTOPHIX BHAOB CHETUPEi U IIypa
CBA3aHO He C HAJIMYKMEM CIIOCOOHOCTH TPAHCHOPMUPOBATE, a C CYIIECTBOBAHNEM OTPAHMYEHUN B HAKOILJIEHUH HEO0X0-
IUMBIX JIJISI 9TOTO BelnecTB. MIX oHM MOTyT moJiydaTh TOJIBKO W3 TIONO0B onpeesaéuHoro Buma pacrenuit (Deviche et al.
2008), B Macce CO3PEBAIIIMX YoKe B TEPUO]T IOHOIIECKON JUHBKY MK Mo3%e. CPOKU CMEeHBI TTepa MOJIOIBIX U B3POCIIBIX
IITUI MOTYT CHJILHO PA3JIMYaThCsl, KAK U UX YCJIOBUS y PAHHHUX W MO3JHUX BBHIBOIKOB. [Ipy aTOM y 9THIX BUIOB JJIS
HOPMAJIBHON TpaHC(OPMAIIUYA KAPOTHHOUIOB HA TPETheM ypOBHE (hOPMHUPOBAHMS KPACHOM OKPACKHU OIIEPEeHUs Heob-
XO[MMa OIIpeleJIEHHAST WHTEHCUBHOCTH OOMEHHBIX ITPOIECCOB, KOTOPOTO MOJIOJbIE IITHUIILI, BO3MOKHO, HE JOCTUTAKOT
BOOOIIIe MU TOJIBKO B mo3auue cporu JmHbKH (VOlker 1957). [Tosromy HabJrogeHus 0 CyIIeCTBOBAHUM BO3PACTHBIX
pPas3IUunii B OKPACKEe CHETUPEN MOTYT OBITh CBA3AHBI JIMIIE C €€ H3MEHUYNBOCTHIO Y MOJIOJIBIX IITHII.
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Taxk, y caMok Oyporo CHeTrrps B 3KEJITHIN IIBET OKPAIIIeHbI TOJIHKO HEe00JIhb-
IITe YYaCTKU TPeTheCcTeIIeHHBIX MaX0BhIX, a4 Y KPACHOT0JIOBOTO — 3aTHAS
JacTh I'oJIOBHI 1 3amieek. IIpeobimamarmnias «1oTenHOBaS» OKpackKa, HO C
IIPUMEChI0 KPACHBIX KapPOTUHOUJIOB (*KEJITO-OpaHIKeBas), CBOMCTBEHHA yiKe
caMKaM OpaHKeBoro cHerups (puc. 41).

Y caMoK ocTaJIbHBIX BHUJIOB JKEJITHIN ITBET BOBCE OTCYTCTBYET, HO TOT/IA B
KOPUYHEBOI OKpacKe Ha I'PyaH, CIepeau Ha Ilee, IeKax 1 ropJie MOKET OT-
MeUYaThCs IIPUCYTCTBIE KPACHBIX IINTMEHTOB. JTO XapaKTepHO I pyrrhula,
murina, erythaca u griseiventris (puc. 42, 43).

Puc. 42. IlpucyrcrBre KpacHbIX KAPOTHHOMAOB B OKpacKe CaMOK cHerupeil. Boxkpyr karosa: a — P. erythaca
(doro Zhen Ba); 6 — P. murina (horo R. Heleno); Ha miexax u ropae: B — P. g. rosacea (boro T.-H. Choi).

Puc. 43. IloBeiiieHHOE IPUCYTCTBAE KPACHBIX KAPOTHHOUAOB B OKpacke caMok P. p. pyrrbula. @oro aBropa.
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Nuorma y caMOK OOBIKHOBEHHOI'O CHETMPS KPAaCHbIe KaPOTHHOMIBI IIPH-
CYTCTBYIOT B OII€pPE€HUN HapaBHE C MeJaHHHAMU. Y OJHUX 3TOT adpheKT Mo-
’KeT OBITH CJIA00 BHIPAMKEH MJIM BOBCE OTCYTCTBOBATH, 4 Y APYTHX IIPOSABJIS-
eTcs B moJiHoit mepe (puc. 43). Ho masxe B TakoM ciiydae KpacHbIe KapPOTHHO-
MBI He BHOCSAT CYIIIECTBEHHBIX M3MEHEHUH B UTOTOBYIO OKPACKY, OJHAKO, MO-
I'yT OBITH BIIOJIHE 3aMETHBIMHU JIJISI COPOSUYE.

Cropee Bcero, aTo CBSI3aHO C IIPOHCXOMKIEHIIEM YePHOIIAIOYHEBIX CHEI -
peii ot obitero npenka ¢ P. aurantiaca. OmnepeHue caMOK 3TOI'0 BUIA MEHb-
11e, ¥eM y gpyrux, nudepeHIInpoBaHo B pacIIpe e IeHII [IBETOBBIX II0JIeH:
CMeCh KPACHBIX M KEJITBIX KapOTHHOMIOB IIPUCYTCTBYET IIOYUTH BO BCEX IIe-
PbsIX, a4 yYaCTHe 9THX OMOXPOMOB B Pe3yJIbTHPYIOIIEH OKpPaCKe OIepeHns Ha -
CTOJIbLKO BEJIMKO, UTO II0 TPKOCTH HAPSAJa CAMKH IIOYUTU He YCTYIIaloT caMIlaM
(puc. 41). VI3 Bcex oHH camMble SPKOOKPAIIIeHHbBIE: JINIIOXPOMHAS OKPACKA BEI-
paskena Ha xkusore, curnae 1 BBKBM. KpacHrble ToHA IIposBisgeTcs gaske Ha
cepomu roJjioBe.

Tem He MeHee, y BCceX CAMOK YePHOIIATIOYHBIX OPM CHErupei mociie
JIUHBKU B HEBOJIE OCTAETCS TOJIBKO MEJIAHMHOBASI COCTABJISIONIAS UTOTOBO
okpacku (KOpuUYHeBas), a KpacHble OTTeHKHU ucue3anT. Takum odpas3om,
cMech KPacHBIX KAapPOTHHOHUIOB, yUaCTBYIOIIASA B MUTMEHTAIIUN IePheB ca-
MOK, CKOpee BCET0, IIOCTYIIaeT B OPraHU3M BMeCTe C IHIIel u adcopOupyercs
0e3 namenenuii (Stradi et al. 2001). Ho He nckiaoyaercsas ¥ TOT MOMEHT, UTO
XapaKkTepHBIHA IJI CAaMIIOB HA0OP MUTMEHTOB, BO3MOKHO, IIPHUCYTCTBYET U B
OIlepeHUH CAMOK, TOJBKO B 3HAYNTEJHHO 00Jiee HU3KOH KOHIIeHTPaI[UH
(Schereschewsky 1929).

4.2.5. OcobenHocmu cxemo-0UOXPOMHOL OKPACKU CHe2upell

[IpaxkTuyecku Bcsa UTOTOBASA OKPACKA OIIEPEeHUs CHEeTHPE 3aBUCHUT OT OII-
THYECKHUX CBOMCTB €ro CTPYKTYpHI. IlpocTeiiimmii i popMUpPOBAHUI BUIH-
MOTO HaMU I[BeTA IIePheB II0JIydaeTcs 0J1aroqapst TOMY, UYTO OTPAKAIOIITHICS
0T 00BEKTOB CBET PACCENBAELTCS, a YaCTH IIepa JOIOJIHUTEIHHO CIIOCOOCTBYIOT
aToMy. CMeIIMBAIOIIEeCs CBETOBEIE IIOTOKH MMEIOT OTJIMYHbBIE APYT OT Apyra
BOJIHOBEIE THAIIA30HLI, TAK KAaK OTPAMKAIOTCSI OT HEePABHOMEPHO OKpAaIlleH-
HBIX IUTMEHTAMH MUKPOCTPYKTYDP IIepa. B ocHoBHOM aTOT adppeKT BamsieT Ha
OTTEHOK MJIN HACBIIIIEHHOCTH OCHOBHOIO I[BETA, 3aBUCSIIIET0 OT JOMUHUPYIO-
IIIeT0 IUTMEeHTA.

OTO IIPOUCXOAUT IPUMEPHO TAK sKe, KaK eCJIU ObI MBI CMOTPEJIN U3TaJIeKa
Ha mepeBo. OOBIYHO IIBETOBAA XapPAKTEPUCTHUKA €TI0 KPOHBI 3aBHUCUT OT OTPAa-
SKEHHOTO OT HEe€ CYMMAaPHOT'0 CBeTAa, a He 0T OKPACKH OTJIeJIbHBIX JIUCTHEB.
Hanpumep, TEMHBIX ¥ CBETJIBIX 3€JIEHBIX, *KEJTHIX MJIN CYXUX KOPHUIHEBEIX,
KOTOPEBIE TOKe IIPUCYTCTBYIOT Ha JepeBe, HO MBI MOKeM PacCMOTPETh 9TH 0CO-
OEHHOCTHU TOJILKO BOJIM3M.

Tax o0pasyoTcs KpacHble, OpaHKeBbIle, PO30BEIE, sKEIThIe, KOPUIHEBBIE,
OXPHCThIE M OypoBaThIe IIBeTa U UX OTTEHKHU B onepeHun. Cepolil 1 OeIbIi
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IIBeTa y CHerupeu emié B O0JIbIeI CTeIeHU 3aBUCAT OT PACCEeHBAIOIINX
CBOMCTB IIepPheB, a OTJINYAIOTCSI OHU APYT OT APyTra B OCHOBHOM TOJIBKO KOJIH-
YeCTBOM U paciipeqesieHrueM B IIepe MeJIAHNHOB (9yMeJIaHMH).

OTTeHKH cephIX IMePheB CHernpeil 3aBUCAT OT CTeIeHHN yJdacTus deome-
JaHMHA WX KaPOTHHOUIOB: TEILIbIe, KOPUYHEeBAThIe TOHA — €CJIM OHU IIPH-
CYTCTBYIOT, MJIN XOJIOAHEIE, Cepble OTTEHKHM, eCJIN IIpeodIagaeT osyMeTaHuH.
ITOT OMOXPOM OOBIYHO KOHIIEHTPHUPYETCSI B paInycax, a KAapOUTHOUIEI U (Peo-
MeJIaHHuH — B paMmycax. MuHuMaIbHOe yyacTre KapOoTHHOMIOB IPUIAET ce-
poMy Hepy JIETKUM PO30BATBIN OTJIMB, KOTOPBIM XOPOIIIO 3aMeTeH IIpU pac-
CMOTpPeHNU BOJIN3H, HO HA PACCTOSTHUH TaKOe IIeP0 MOYKET BBITJISIETh KOPHY-
HeBaTHIM (puc. 353, cpeHee Iepo B PAIY).

Bce uépurbie yuacTku orepeHus: CHeTUPEH UMeIOT CBOMCTBO IIOTJIONIATD
CBETOBBIE BOJIHBI II0 BCEMY CIIEKTPY (MAaTOBBIE, PBHIXJIbIe IMoBepxHOCTH). Of-
HAKO TaM, rae GopMUPYIOTCS TJIAAKHe ITOBEPXHOCTH HA IJIOTHBIX OIaxaJjax
IIOJIETHBIX IIEPhEB 1 €CTh MOBEPXHOCTHBIE IIPO3PAYHBIE CJION KJIETOK 1 Kepa-
THHA, YaCTh CBETOBBIX BOJIH OTPAMKAETCA U IPEJIOMJISIETC, pa3aessasach Ha
OTHeJIbHEIE JIYYH PA3HBIX JJIMH BOJIH, 00pa3ys paay KHbIe I[BeTa. ¥ CHeTupe
oTpaskarTCs HanboJee sHeproéMKre POTOHEI ¢ JJINHOM BoHEI Y D guara-
30HA, CUHIE, (PHOJIETOBbIE U YACTUYHO KPAaCHEIE.

['saHIIEBBIE TOBEPXHOCTH, UMEIOIIe Paay KHBINA OTJINB, Y BCEX BHJIOB CHE-
THpeH IIPHUCYTCTBYIOT B OCHOBHOM HA HAPYKHBIX YACTSIX MOJIETHEIX IIEPHEB 1
X Kpooiux. BeauwdnHa 1 cTeeHb BEIPAKEHHOCTH TAKOT0 apheKkTa Bapbi-
pyeT B 3aBHCHUMOCTH OT BHaa. BMecTe oTH y4acTKU IIepheB COCTABJISIOT TPU
OCHOBHBI€ IT0JI YEPHOU IVISHIIEBOU ITOBEPXHOCTU B OIIePEHUM CHEeTHpPEe: Ha
KPOIOIINX KPhIJIa, BTOPOCTEIIEHHBIX MaX0BhIX U PYJIEBBIX (4aCTO BMECTE C
BEePXHUMH KPOIOIIUME XBOcTa). ¥ Oesoriéxkoro P. leucogenis v YepHOIIIAIOY-
HBIX CHETHpeH JTOIMOJTHUTEIbHOE TJISHIIeBOe I10JIe POPMUPYETC YEPHBIMHU
ephsIMU IIATIOYKH, a Y OyPOro M OpaHKEeBOTO CHeTHpeil CBepxy Ha IoJIoBe
MOT'YT BCTPEUAThCS JIUIIL OTAEJIbHBIE 0JIeCTAIIe YéPHEIE IIePh.

CEpBITHIE IIOBEPXHOCTH YEPHBIX IePheB, Macka (y3aeuKa, TopJIo, IIOKPOB-
HbIe IIephsa OKOJIO IJIa3da) M YépHas II0JIoca Ha IosacHuIle (Y HeKOTOPHIX BH-
II0B) — MaToBhIe. Kpome Toro, MaToBhIe MOBEPXHOCTH YACTO IPUCYTCTBYIOT HA
YACTSX II0JIETHBIX IePheB, CKPBITHIX B CJIOKEHHOM COCTOSHUM.

[IepenuBaroiImecsa IMOBEPXHOCTH IIEPHEB He TAK OJHOPOIHEI, KAK 9TO BHI-
TJISIUT Ha IepBhIH B3TJIaa. Kak nmpasuio, HanboIee 3aMeTHBI TOJIBKO MAaTO-
BBIe KaEMKH, HAIIpUMe), Ha BePIINHAX II0JETHHIX IIePheB y O0yporo CHerups,
HO TaKiKe CYIIIECTBYIOT 0oJiee OJIeHEBIE IIOIIepPeYHbIe II0JI0CHI II0 BCEM TIJISH-
IIeBOM IIOBEPXHOCTH. BEIpasKeHHOCTh TAKOr0 PUCYHKA MOKET CHJIBHO BapbH-
POBATh Y Pa3HBIX BUJIOB U B 3aBUCUMOCTH OT Bo3pacTa. ¥ BceX CHETHPEH oaTHh
IIOBEPXHOCTH IIePheB CPOPMUPOBAHBI OTHUMU U TEMHU K€ CTPYKTYPHBI MU
dJIeMEHTaMH IIepa, HO ¢ Pa3HOU cTelleHbIo ux auddepeniuain. OHa 3aBu-
CHUT He TOJIBKO OT OOIIEro BO3JeHCTBHUS BHEIIHUX U BHYTPEHHHUX (PAaKTOPOB,
HO ¥ OT JUHAMUKH UX CYTOYHBIX PUTMOB (IIoZpoOHee B paszese 5.1.3).
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IIpu OmekaiiimemM pacCMOTPEHHH Yy CHETUPEM 0TMeUYaloTCs U JPYTHe 0CO-
oemuoctu. Hanpumep, qenmurMmeHTUPOBAHHBIE 30HEI IIEPHEB MOT'YT COCTAB-
JIATH PUCYHOK OIIEPEeHMUsI, IIPU OIIPEIeIEHHBIX YCJIOBUAX MPUIaBasa IePbIM
OOKOB *KMBOTA U I'PYIU CHETUPEH HeKHH KeMuYy KHEIN apdekT (puc. 44), Ko-
TOPBIH, BO3MOIKHO, JOJIKeH ObITh Hanbosiee 3aMereH B YO Jy4dax.

Puc. 44. JKemuyxusrii 9 ekt orrepeHus y CHernpeH BBI3BAH IIPUCYTCTBHEM
ACIINTMEHTHPOBAHHBIX 30H B epbax. CaeBa — camert P. (erythaca) owstoni (boro Shen Da),
crupasa — camxa P. g. rosacea (poto T.-H. Choi).

OIHOPOOHOCTD OKPACKH WJIH €€ IIOTEeMHEHHEe JOCTUTaeTCs OTCYTCTBIEM
JIeIINTMEeHTHUPOBAHHBIX YUYACTKOB MJIM UX MEJIAHN3AIINeH. JTO II0ATBEPIKIAI0T
OIILITHI II0 MHTeHCU(PUKAIIMK 00MeHa BeIlleCTB Y CHEeTHpeil, BBI3BIBAEMOM
MHDBEKIeH TOPMOHOB IITUTOBUAHOM skesesbl (Schereschewsky 1929). B pe-
3yJIbTaTe TAKOT'0 BO3IEMCTBUS Y CHETHPEe MOKeT (pOPpMUPOBATHCA YEPHOE
ollepeHre, KaK U B cJIyyae HapyIlIeHWs 00MeHa BelleCTB IIPH JJIUTEIHLHOM
COZIePs:KAHNN B HEBOJIE M OKUPEHHN. XapaKTepHO, YTO BCE TaKoe OIIepeHme
MMeeT BhIPAKeHHBIN MeTautmdeckuii 0Jieck (Schereschewsky 1929). Takum
00pa3oM, BO3MOKHO, YTO OTJIOMKEHNE MeJaHMHOB TOJIBKO YCHJIMBAET CYIIe-
cTByOIIHUH appekT, B KoTopoMm Y D BOJIHBI OIIPEIEIEHHO YIACTBYIOT.

5. MEXAHU3Mbl OBPA3SOBAHHNA ®OPMBI, PUCYHKA
N OKPACKHA OITEPEHUA CHETUPEU

CylecTByeT MHOMECTBO TUIIOTE3, 00bACHAIOIINX IIPOIECChl (DOPMUPOBA-
HHUSA 0COOHHOM OKPacKH, (popMbI U cTpoeHus nepbeB y matull (Burtt 1986;
Butcher, Rohwer 1989; Savalli 1995; Lara 2007). Ogunaxo xagas M3 HUX
MMeeT BeChbMa OTHOCHUTEJILHYIO BAYKHOCTD, TAK KaK «M3ydeHHe IIPOMCXOKIe-
HUSI y30POB U I[BeTA OIIEPEHUs Yy IITHIL JOJKHO 3aTparuBaTh MHOI'O PA3HBIX
obJjtacTeil OMOJIOTHH, II03TOMY TpeOyeMbIe B 9TOM CJIyuyae BechbMa BCeoOheM-
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JIIOIIIFE CPAaBHUTEJIbHBIE CCIeJ0BAHMS TPY/IHO BHIIIOJTHUMBI ¥ IPAKTHYECKU
orcyrcrByo™ (Savalli 1995). Tem He MeHee, HEKOTOPEIE M3 CYIIECTBYIOIINX
TEOPHUH 3ACIIYKUBAIT PACCMOTPEHUS IIPU OIMHCAHNN BO3MOYKHOTO BJIHSHUS
aJanTaIMOHHBIX MEXaHN3MOB Ha CTPOEHHE 1 OKPACKY IIePheB y CHEeTHPEIL.

OpmHa 13 Touek 3peHus 00bACHSIET BOSHUKHOBEHNE OIIpe/IeJIeHHBIX IIBe-
TOB HJIM Y30POB B II€PbAX BHEIIIHUM IIPOSBICHUEM pPsaa (PH3MOJIOTHIYECKUX
(pyHEKIIHI opradmu3Ma IITHUIL, a IOJIYUAIOIIIIACS IIPH 9TOM PHUCYHOK OIIePEeHIMsI
MOJKET JaBaTh OIpeaesIEHHbIe IIPEeNMYIIecTBa, 3aKpeIisgeMbie oToopom. Tax,
sSIpKasi 3aMeTHAasl OKpacKa MOKeT ObITh aJallTUBHA B IIEPUO] PA3MHOKEHII,
a IOKPOBUTEJILCTBeHHAs — B TeueHue Bcero roga (Butcher, Rohwer 1989).
Eciu paccmaTpuBaTh TaKo# XapakTep PUCYHKA OIMepeHNd KaK CHUTHAJ,
IIpeSHASHAYCHHBIN II0JIyIaTeJ 0 OJIA ONTUMHU3ANny (MM yXYOIIIEHHS) ero
BOCIIPUATHS, TO O0BSICHEHHE IIOSIBJIEHUS OIPeIeIeHHOI0 I[BeTa MJIM OPHA-
MeHTa IOTPedyeT SHAHUSI BO3MOYKHOCTEI ero CeHCOPHOM CHUCTEMBI, a TaKKe
mapaMeTpoB okpysraomiero ceera u pora (Hailman 1977; Endler 1978, 1990,
1992; Savalli 1995; Cuthill et al. 2017). Ucxons n3 aTUX II0JI0MKEHU, BCe
THIIOTE3bI, PACCMAaTPUBAIOIINE IPOUCXOKICHNE PHUCYHKA OIePeHnsI, MOKHO
pasgesuTh Ha IATH KaTeropui (Savalli 1995).

I[IepBas kaTeropus BKJIIOYAET THIIOTE3BI, KOTOPHIE KACAIOTCA TOJIBKO
aJaITUBHBIX IIPEUMYIIIECTB, OCHOBAHHBIX HAa MOJIEKYJISIPHBIX CBOMCTBAX XH-
MHUYECKHUX BeIleCTB, KOTOPhIe CO30AaI0T IiBeT. Bropas — rHIIoTe3sl 0 TOM, UTO
OIIpeJie/IEHHBIE IIBETa W Y30PhI CIIOCOOCTBYIOT YJIYUIIIEHHIO 3peHusd. TpeThbs
00BACHAET 0COOEHHOCTH OKPACKH MEKBHIOBBIM B3aMOdeCTBHIEM, KOTIa
IIBET MJIM OPHAMEHT IIOCBHLIAI0T HHPOPMAIINO (HMJIX Je3UH(OPMAIINIO) IIPeI-
CTABUTEJISIM APYToro BuAa. B ueTBepToil KAaTeropuu IPeamIoIoMKe I Te, UTO
CBHUIETEJILCTBYIOT O CYII€CTBOBAHUIN BHYTPUBHUIOBBIX CUTHAJIOB, B KOTOPBIX
OKpacKa WJIM OPHAMEHT CJIYsKAT JJISI CBS3H C COPOTUYAMH.

B aroii rpymme cpequ Bcex MeXaHM3MOB, BIUSIONINX HA XapaKkTep PUCYH-
Ka, II0JIOBOM 0TOOP YaCTO CUUTAETCS OJHOMN M3 HanboJee BaKHBIX IPUINH
popMupoBaHMA IPKOM OKpacKu B guMopdHOro onepenns y orull (Anders-
son 1983; Butcher, Rohwer 1989; Savalli 1995). Oupenesnenne ero suaue-
HUS B 9BOJIIOI[N BBI3EIBAJIO OKECTOUEHHEIE CIIOPHI MHOTHE TeCATUIIETUS C
MoMmeHTa co3manusd atou Teopuu d.J{apsurom (Hill 2002). Oguu npusuasa-
JIW, IPYTHE MOJHOCTHIO OTBEPTaIid €TI0 3HAUYNMOCTh. XOTs B JaHHOH CTaThe
He CTAaBUTCA 3aJja4a PacCMOTPEHHNI BCEX TOHKOCTEU 9THUX THUCKYCCHUM, X0UeT-
cs cIIeJIaTh OOHO 3aMedaHue.

CTOPOHHHUKN TEOPUHU CYIIeCTBOBAHUS II0JIOBOI'O 0TOOPA YTBEPIKIAIOT O
HEKOeM «0CO3HAHHOM BBEIOOpE CAMOK», PYKOBOICTBYIOIINXCSI MHQOPMAIIEH
0 TIIOTEHITNAJILHBIX BO3MOKHOCTSIX U 3/I0POBbe OYIYIIHUX MOJIOBBIX IIAPTHEPOB,
3aJI03KEeHHOII B «<4eCTHOM cUTrHaJIe okpacku ux ornepenus» (Hill 1991; Weaver
et al. 2018). Ila, npenmourenus y camok cyiecrsyior (Hill 1991), Ho Haubo-
Jiee BEePOSITHO, UYTO OHU MOTYT SABJISITHCS IIPOABJICHUEM COBEPIIEHHO MHBIX
Mexauu3moB. Hampumep, cioskHbIe POPMEI M OKpACKA OIePeHUs CaMIIOB
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YacTo (pOPMHUPYIOTCA 3a CUET TOTO 2Ke moJI0Boro otoopa. Omuako 0e3 akTHB-
HOTO BHIOOPA, a 3a CYET IIACCUBHOTO BJIEUEHHS CAMOK K Hanbojee 3aMeTHBIM
u npusiekareabHeiM camiam (Parker 1983; Savalli 1995).

B mHexoTOpBIX rUmoTE3aX IIPEIII0IATAETCSA, YTO BUIABI YePT, KOTOPBIM CIIO-
COOCTBYET IIOJIOBOI 0TOOP, MOTYT 3aBMCETH OT CEHCOPHBIX BO3MOKHOCTEH BbI-
ouparommx ocoderi. CireqoBaTe/IbHO, BHEIITHUMA BUI CAMIIOB C IPEII0OYTHTEIh-
HBEIMHA YepTaMu OyIeT 3aBHUCETh OT «HACTPOMKI» CHCTEMBI OPTaHOB YyBCTB
caMoOK. B TakoM ciiyuae okpyskamoolias cpeaa BJANSET Ha d9BOJIOIUI0 CHUCTEM
BOCIIPHATHS, YTO, B CBOIO 0Uepeb, olIpeaesIdeT IIPeaIOUTeHusI B OKpacKe
(Endler 1992, 1993; Endler, McLellan 1988; Savalli 1995). Hammpumep, uys-
CTBUTEJIFHOCTD K KPACHOMY IBeTY (M3-3a He00X0JMMOCTH OIPeaesIATh MeCTO-
HaXOKJIeHe KPACHBIX UCTOYHUKOB ITHUIIH, TAKUX KaK ATOJbI MJIU IIBETHI),
JIejaeT KPaCHBIN IIBeT 00Jiee 3aMeTHBIM CUTHAJIOM, B OH OyIeT adppeKTHB-
Hee, ueM apyrue usera (Savalli 1995).

Teopuss CeHCOPHOM dKCILIyaTAIIMH II0Apa3yMeBaeT TO, YTO IIPeaIioyuTe-
HUs B BBIOOpE IIapTHEpPA SABJIAIOTCS IPOCTO II000UHBIM IIPOSYKTOM 0COOEHHO-
CTell CUCTEMBI BOCIIPUATHSA BHEIITHET0 MHPAa, a (PYHKITUSI CeKCYyaJIbHBIX yKpPa-
IIeHUH 3aKJII0YaeTcsa B €€ oKCcIIyaTann. TakuM o0pa3oM, ceHCoOpHasd CHC-
TeMa OyJeT MCKaKaTh UJI yIIPABJISATh PA3BUTUEM OJHHUX BUI0B CUTHAJIOB
10 cpaBHeHUO ¢ Apyrumu (Savalli 1995).

ITo oToii rumoTe3e MOJIMKHO OBITH COOTBETCTBHE: MEKIY 0COOCHHOCTIMU
MY3KCKOT0 IPU3HAKA U UyBCTBUTEJIbHOCTHIO JKEHCKOM CEHCOPHOM CUCTEMEI,
MEKIY 9KOJIOTHIECKUMH (PAKTOPAMI, TAKUMHI KAK BUJ CheJaeMOM IIHIIH, 1
XapaKTepPHUCTUKAMU MY KCKOTO IIPHU3HAKA; 1, BO3MOKHO, HanboJjiee HHTPULY-
foIllee, YTO OTJIMYAET 9Ty THIIOTe3y OT TPAAUIIMOHHBIX B3TJISIOB HA 9BOJIIO-
o skeHckoro Beioopa (Kirkpatrick, Ryan 1991), ato To, 4T0 MHOTIA JTOJIK-
HEBI CYIIIECTBOBATH 0COOBIE IPEeAIOUYTeHUS IJIS IIPU3HAKOB eIlé HeCcyIlecTBY-
IOIIIET0 caMIla 1M3-3a YyBCTBUTEJIbHOCTU K HUM caMKH (Ryan et al. 1990; Ryan,
Keddy-Hector 1992; Endler 1992; Savalli 1995). ImenHO 3TO mmocaemgHee
yTBEeP:KIeHNEe IIOATBEePIKIAeTCS TaKKe MCCIeJOBAHUAMU CEHCOPHOM CHCTe-
MBI, 9KOJIOTHH 1 II0BEIeHNI O0JILIIMHCTBA BUI0B CEMEeNCTBA BLIOPKOBEIX (pas-
nmensl 3.1.2; 3.2), BeposiTHee BCEro, M CBOMCTBEHHO CHETHPSIM.

Henb3s He oTMeTHUTD, UTO ApKas paciiBeTKa TPAJUIITMOHHO CUNUTAJIACh
M30JIUPYIOIINM MeXaHU3MOM, IIPEeI0TBPAIIIAIOIINM MEeKBUI0BYIO THOPHIH-
3anuio. OgHako e€ BOSHUKHOBEHME, CKOpee BCero, MOKeT ABJIATHCS I1000Y-
HBIM IIPOAYKTOM H30JISIIAY IIOMYJIAIINHI, (POPMUPYIOIIUMCS BO BpeMs aJIjIo-
natpuu (Savalli 1995), B ToM uncie 1 y CHEeTHpeH.

N maxomerr, maTas rpymnmna THIOTE3 IOAEeP:KHUBAET U0 0 BOOOIIe He
(byHKITMOHAIBHOM IIPOMCXOMKIEHUH I[BeTa omepeHus. B cooTBeTcTBUM € TIO-
CTyJIATAMU 9TOM TEOPHHU, IIPHU3HAK MOKET IPOSBUTHCSA ITOCPEICTBOM OJIaro-
OPHUATCTBYIOIINX €My IIPOIIeCCOB, OTJIMYHEBIX 0T oTOopa (Savalli 1995). B mpo-
THBOIIOJIOKHOCTE PACIIPOCTPAHEHHOMY MHEHIIO, 9Ta TEOPUI MOKET 0Ka3aTh-
CsI caMO¥i BasKHOM B HIOHMMAHMWH IIPOIIECCOB BOSHUKHOBEHUS OKPACKHU OIepe-
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HUsI, 0CO0EHHO B ciIyuae cHerupeii. E€ cMbIicsT 3ak/rouaeTcsa B TOM, UTO TeHe-
THUYECKNEe KOPPEeJISIIINU, CBI3aHHbIE C ILIEHOTPOIHBIM JefiICTBUEM HJIN CIIeI-
JIeHWeM Te€HOB, MOTYT IIPUBECTH K PA3BUTUIO OJHOTO IPU3HAKA M3-3a M30u-
paTeJIbHOCTH II0 APYTroMy KOppempoBaHHoMy mpusuary (Savalli 1995). Or-
00Op «MOKeT OTIABATE IIPEAIOYTEeHHNE» KaKOMY-JIM00 OMoxpoMmy (MM cxema-
XpoMy) pagu ogHOM (MJIM HeCKOJIBKUX) er0 HeOIITUYeCKUX PYHKIINI, KOTO-
pbIe YO0BJIETBOPSIOT TOJBKO (PDM3NOJIOTHYECKNEe UJIN CTPYKTYPHBIE II0TPeo-
HOCTHU opranmaMa. Taxum o0pas3om, caMm 110 cebe I[BeT N3HAYAJILHO MOKET
0TOMPAaTHCSI KOCBEHHO 1 OBITH He aganTuBHBIM (Burtt 1986).

YT10o06BI pa3odpaThCsa BO BCEX TOHKOCTSIX 9BOJIIOIIMH OKPACKH M POPMOO0O-
pPa30BaHUSA OIIEPEHU IITHUII, II0APO0Hee PpacCMOTPHUM HEKOTOPbIE TUIIOTE3hI 1
akTBI, KOTOPHIE HanboJIee BEPOATHO MOTYT UMETh 3HAYEHHE B 9TUX IIPOIIEC-
cax y CHeTmpei, a Takske CBOMCTBA, (PM3MOJIOTMUeCKre PYHKITHIH, JeHCTBUSI
M ACCOITMAIINHY, CBSI3aHHBIE C IIPHCYTCTBHEM OCHOBHBIX OMOXPOMOB B MX OpTra-
HuaMmax. Paree ObLIIO peKOMEHIOBAHO PAa3IesIsaTh OMOJIOTHYecKre a(peKTh
KapOTHHOMUIOB HAa PYHKIMHU, HeicTBusa u accoruanuu (Britton et al. 2008).
«DyHKITUW» OBLIIN OIIpeaesIeHbl KaK 3(ppeKThI UJIN CBOMCTBA, KOTOPhIE HEe00-
XOAUMBI IJIsI HOPMAJIbHOM PaboThl OpraHu3Ma. buosiornyeckne peaxkiinm,
cJIeyIoIlire 3a BBeJeHeM KapoTUHOMIOB B PAIlOH, pacCMaTPUBAIOTCSI KaK
«meticreus». Ho xorga addpekT BumeH, a TpuYMHHO-CJIeACTBEHHAS CBA3b C
KapOTHHOMIOM He ObLiIa IPOJIeMOHCTPHUPOBAHA, 9TO HA3BIBAETCS «aCCOIIra-
muei» (Britton 2008). Bcé aT0 cBOMCTBEHHO 1 IPYTrUM OMOXPOMAM, 34 UCKJIIO-
YeHHeM OMOJIOTMYECKON peaKIni, HAa3bIBaeMOIl «IeMCTBHMeM», TaK KaK OHH
IIPOM3BOIATCS OHIOICHHO, a He IOCTYIIAl0T B OPTAHI3M C IIHIIEH.

5.1. OTpaskeHue HelicTBUsd PaKTOPOB BHEIIHEHN Cpeabl
B (popMooOpa3oBaHuM IepbeB CHeTUpeu

[TpoucxosxkaeHMe CTPYKTYPHI, POPMEI 1 0CO00 JJIMHEI IIEPhEeB 3aBUCHUT OT
UX PYHKIIMOHAJIHLHOTO HAa3HAUEHUS U OIIpeIessieTcs BO3IeUCTBYIOIINMY Ha
9TOT ITPOIIECC YCIOBUSIMU CPeIbl OOMTAHUS IITHII.

5.1.1. Aspodunamura

JlnuHa u dpopMa IOJIETHRIX IIEePhEeB OIIPeIesIAI0TC adPOJUHAMUYECKOM
o dPeKTUBHOCTHIO, TECHO CBI3AHHOM CO Cpegoi OOMTAHUS 1 CTUJIEM II0JIETA
(Kerlinger 1989; Savalli 1995). OcobeHHOCTH 9KOJIOTHUH BUIA HAIIPAMYIO
BINAIOT Ha ot mapameTpsl (L[Bessix 1983; Leisler, Winkler 1985; Bernrepos
2001; Schmitz et al. 2015), 10aTOMY OHM MOI'YT Pa3JIMYaTHCSI ¥ OJIM3KOPO/I-
CTBEHHBIX BHUIOB, IIOJBUI0B 1 JAsKe IIOMYJIAITHIA.

IIpencrasurenu poma Pyrrhula oTHOCHTEIBHO OJHOOOPA3HEBI B IIPOIIOP-
IUAX 1 opMe KphLiIa, JeMOHCTPUPY I OOIILYI0 TeHIeHIINI0 He COBEePIaTh IJIH-
TeJIbHbIE IIePeJIETHI, TOTAa KaK JJIMHA XBOCTA U ero popMa CHJIBLHO BapbH-
pyotT (puc. 45-47) (buauku 1907; UBymkunu 2000, 2015; Topfer 2008). Hc-
CJIeIOBAHUS MOJIETHBIX CBOMCTB PYJIEBBIX II€PhEB PA3JIHMYHON (POPMBI IIOKA-
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3BIBAIOT, YTO PA3JBOEHHBIE XBOCTHI HAM00JIee BEINOIHEI a9POUHAMMUYECKI
(Savalli 1995). Umenno Taxyo popMy XBOCTOBOI'O OIIEPEHMA UMEIOT CHETPH
IOro-Bocrounoit Asun. OHa 1103BOJIsIeT ¢ HAMMEHBIIINMH 3aTPaTaMu COBep-
IIaTh CyTOYHBIE BePTHUKAJIbHEIE IIePeIBIKEeHIs B BRICOKUX ropax. Ilpu aTom,
YeM ITUIA IOABMKHEE U Yallle MAaHEeBPUPYET CPeIH BETBEM, TeM XBOCT JIJIMH-
Hee, a BhIpe3 IIyosKe.

Puc. 46. ®opma xBoCTa cCeporoaoBoro caerups Pyrhula erythaca. ®orto aBropa.

JInie y e TMHCTBEHHOTO BUIA U3 OYPHIX M MACKOBEIX cHerupei (P. auran-
tiaca) Bce pyJieBhIe IIePhs MMEIOT II0UTH oquHaKoByIo niauHy (Buankm 1907),
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KaK y YepHOIIATIOYHBIX CHerupe. ITO 00BSICHSIETCS TeM, YTO 3TH CHeTUPH
0oJiee oceIbl, IPeaIIOYNTAIT KOPMHUTHCSI HA OTKPBITHIX IIPOCTPAHCTBAX, I10-
9TOMY BBIHY:KJEHBI YacTO M OBICTPO B3JeTaTh BBepx. MiMenno Taxkasa dopma
XBOCTA CO30AeT SHAUUTEILHO 00JIBIIYIO ITIOABEMHYI0 CHILY, UYTO II03BOJISET TPa-
THUTH MEHBbIIIe JHEePTUU IIPHU B3JIETE.

A B

Puc. 47. ®opma XBOCTA KPaCHOTOAOBOTO CHETHPs Pyrrhula erythrocephala (a)
u ceporo cuerups P. cineracea (6, B). Poto aBTOpa.

Bce uepHomamousbie CHETIPHU UMEIOT IIOX0KYI0 POPMY PYJIEBBIX IIEPHEB
(UBymkma 2000, 2015; Topfer 2008), nameHsseTcss TOJIHLKO UX IJIMHA, KOTO-
pas 3aBUCUT OT TeX Ke HUJIH ITOJO0HBIX 9KOJIOTHUYECKIX oco0eHHOocTel. JHu3Hb
Ha OTKPBITHIX IIPOCTPAHCTBAX €€ CHHKAET, a TpeboBaHMue 00JILIITe MaHeB-
PEHHOCTH B JIECY — YBEJIMUUBAET.

Opmao0Opasme popMBI XBOCTA Y 9TOM IPYIIILI CHETHPEH, CKopee BCero,
CTaJI0 BO3MOKHBIM TOJILKO OJ1arozaps TOMY, YTO MMEHHO TaKas popMa XBO-
cTa yske ObLIa y IIpemaKoBoil PopMbI 9Toi rpymisl BugoB (P. aurantiaca), a
JIeHICTBHE eCTEeCTBEHHOT0 0TOOpa OBLIO OTPAHIYEHO MEHbIIeH IIPOJ0 IKUTEIh-
HOCTBIO MJIX OBLIIO 3HAYNTEJbHO ciaabee. OO 9TOM MOKET CBUIETEIHCTBOBATD
¥ TOT (paKT, UYTO B OTJIMYHE OT IOKHBIX» CHETHPelil, KOTOpbIe PacIIojaraiT
TOJIBKO CYTOYHBLIM IIOCTYILJIEHHEM dHEePTropecypcoB C IIHINel”, YepHOIIAII0Y-
HBbIE «He IPUBBIKJII dKOHOMHUTE 9HEPIHI0, 0COOCHHO Ha II0JIET, a HAYUIACH»
3amacaThb €€, popMUpPysa 3HAUNTEJILHBIE PEe3ePBHI IIOIKOKHOrO0 skrpa. OHu
IIO3BOJISIOT IITUIAM IIePEHOCUTE 00JIee CYypOBHIE YCIOBHUS, HE3aBHUCHUMO OT He-
3HAYUTEJbHBIX IIOTEPh B a9POJUHAMUIECKON op(PeKTUBHOCTH.

* Do yTBep:IeHME TPeOyeT JOIOJHUTEITbHBIX MCCJIETOBAHMMI, TAK KAK OCHOBAHO HA HEOOJIBIIION BEIOOPKE MACKO-
BBIX CHETWpPEH, OCMOTPEHHBIX Ha MPeJIMeT IIPUCYTCTBUS 3aIacoB Kupa. Tem He MeHee, Ha JAHHBIH MOMEHT MOYKHO C
YBEPEHHOCTHIO yTBEPIKIATh, UTO JaKke IIPU AJINTEJIHHOM COAeP:KaHUU B HEBOJIe M MaJIOH IIOJABUKHOCTH Y CePOT0JIOBBIX
CHeTHpeH MOJHOCTHIO OTCYTCTBYIOT KUPOBBIE 3aIIacChl, TOT/Ja KaK y BCEX UEPHOIIATIOYHBIX OHU SIPKO BBIPAIKEHBI.
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5.1.2. Tepmopeeynauus

KauecTBO TEILIOM30JIAIIMOHHBIX CBOMCTB HAPYKHOTO IIOKPOBA CHETHpPe
3aBHCHUT OT CTPYKTYPHBIX XapPaKTePUCTHUK dJIEMEHTOB IIepa, olIpenesIaeMbIX
KOHKPETHBIMHU YCJIOBUSIMEI OOMTAHUSI BHUIA.

IInmacTuruyaThie 30HBI KOHTYPHOTO Iepa (POPMUPYIOT BHEIIHIOK II0BEePX-
HOCTh HAPYKHOI'0 IOKPOBA TeJAa IITUILEI. 3a CYET IIJIOTHOCTH COeIMHEeHMSI
9JIEMEHTOB CaMOU ILJIACTUHKH, €€ IJIOIIAIM, a TAKKe CTeIIeHU CIIeIIICHMI
IepheB APYT ¢ JPYroM, 00Pa3yOIIHHICId HAPYKHBIN IIOKPOB B TOH MJIM MHOM
CTeIIeHU OrPAHUYMBAET TEIIJI0O0OMEeH OpTaHu3Ma C BHEIIIHeH cpeqoi 1 3allli-
IIaeT OT HaMoKaHud. IIpocTpaHcTBO MeKAY KOsKel 1 HAPYKHOM IIOBEPXHO-
CTBIO IITUIIHI 3AII0JIHSIETCS IIYXOBBIMH dJIeMEHTAMU IIepa, MeKIy KOTOPBIMU
HaXOIUTCSA BO3IYX, 00JIATAIOIINN HU3KOM TEILJIOIIPOBOJHOCTHI0. JTO CYIIIECT-
BEHHO JOIIOJIHSIEeT TePMOU3O0JISAIIMOHHBIE CBOMCTBA MaTepHuasia, U3 KOTOPOIo
COCTOSIT ePh.

Cpenu cHerupeil IIpocaesknuBaeTCa N3MEeHYNBOCTh YCTPOMCTBA UX BHEIII-
Hero mokposa. CBa3aHHBIE C 9TUM 0COO€HHOCTH KOMIIEHCAIINH JTUHAMUYECKUIX
BO3OEHCTBUI Cpeabl 3aKII0UAIOTCSA He TOJIBKO B PA3JINMYHNIX CTPOCHUS IIYXO-
BOI1 30HEI mepa (pasge 4.1), eé pasMepax U YCTOMINBOCTH K MEXaHUIECKIM
BO3IEMCTBUAM, HO U B 0COOOM HOBEJIEHUU dTHUX ITHII.

CHerupwu *KUBYT B Pa3HBIX KJIUMATHUYECKHUX YCJIOBUSIX U UMEIOT Pa3JInd-
HBIe IIpHCIocoOIeHs K oouTaauio B Hux. OaHa U3 TaKuX agaiTalliii — 3To
CTpeMJIeHre CHEeTHUPeH K KHU3HHU B TOPHOM MECTHOCTH, TaM, TJie BBICOTA CKJIO-
HOB II03BOJISIET BEIOMPATH MECTA OOMTAHUS 110 IIOAXOAAIIEMY MIKPOKJINMATY
I OBICTPO MEHSTH KJINMATHUYECKHE 30HBI: CIIYCKAThCA HIKE, MEHSITH 9KC-
IIO3UIINIO CKJIOHA, M30eras CypOBBIX YCJIOBHUIA, MJIN ABUTATHCSA 34 BEPTUKAJIb-
HOI «BOJIHOID IIOCTEIIEHHOI'0 I[BETEHUS M CO3PEBAHUI KOPMOBBIX PACTEHII.
OpnHaxo Jrro0bIe TTepPesIETHI — 9TO OIIACHOCTD MOIIACThCA XUITHUKY MJIN IOTPa-
TUTH 00JIbIIIE 9HEPTHH, YeM OCTaBasICh TaM, T/le KopMa BCeraa JI0CcTaTouHo. B
pe3yabTaTe OOHU BUIBI, 00J1a1as1 00JIbIIeil MOOMJIBLHOCTHIO, MEHbIIIEe TPATST
IIUTATeJIbHBIX BEIeCTB Ha CO3qaHMue TEILIoro omepeHusd. Jpyrue — meHbIe
IIePeIBUTAIOTCS, HO (POPMUPYIOT 00JIee TEILIYIO «IIIyOy».

Tax, Oypsiii cHeruph B ['mMaiasgx 3a MUHYTY MOKET IIepecedb IIPOCTPaH-
CTBO 10 1.5 KM, YTOOBI CIIyCTUTHCS OTTYIa, T/Ie BhIIaaeT CHer, Ty1a, IIe Kpyr-
JIBIH TOJZI pacTyT OaHaHbI. TOYHO TAKKUM Ke 00pa30M oTH CHETUPU MOT'YT KOM-
IIeHCHUPOBATH CYTOUYHBIE IIepeIragbl TeMIePaTypPhl, 0 BO3MOKHOCTH HOUYS
Tam, rae Ttemiee. Ilpu aToM Takue ImepeséThl COBEPIIAOTCSI B JII000Ee BpeMs
roga, HeCKOJIbKO pa3 3a JeHb, €CJIM TaK IIPOIlle HANTHU KOPM, COTPEeThCS MJIN
CIIACTHCH OT KAPHI.

Hcnonb3oBaHme 0cOOEHHOCTEM PaCTUTEIHLHOTO IIOKPOBA IJIs1 BhIOOpa 00-
Jee KOM(OPTHBIX YCJIOBHM TAaK:Ke CBOMCTBEHHO cHerupsaM. MHorme m3 HUX
IPEeIIIOUYHUTAIOT B Kapy KOPMHUTHCS B IOJIOTE Jieca MJIN Ha 3aTeHEHHBIX CKJIO-
Hax, HO JaKe Te BUObI, KOTOPbIe HAXOIAT KOPM HA OTKPBITHIX IPOCTPAHCT -
BaXx, JIETOM BCTPEUYAIOTCSA TOJIBKO TaM, I'le JIy:KaWKH PacIoJIaraioTcs II0 COo-
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CEeJICTBY C JIeCaMH WUJIN IJIOTHBIMHI KyCTAPHHUKAMH, CO3Ja0IMMu TeHb. CKo-
pee Bcero, MMEHHO 9TO B OOJIBIIIEH CTeIIeHHU OIIpeaesisieT BHIOOp MecTa JIJIsd
THe3I0BaHUA y Takux BuAoB. OmHaKo HAJIMYKe KOPMOB II0J II0JIOTOM JIeca,
pasMHOKeHHe B 0oJjiee IIPoXJIaTHOe II0 CPOKaAM BpeMs ToJa U PAI IPYyTUX
MECTHBIX 0COOEHHOCTEeH MOTYT HUBEJIUPOBATE JeHCTBHE 9THUX OrPAaHUYCHUH.

Ha Gouee rirobanbHbIe Ce30HHBIE M3MEHEHNUI OPTaHU3M JOJIKEeH peart-
poBaTh cuabHee. CTpoeHMe IIepheB II0aPa3yMeBaeT OIpeIeIeHHbIA CPOK UX
«TOJHOCTU» M CTEIIeHb N3HAIITMBAEMOCTHU. BOJIBIIIMHCTBO CTPYKTYPHEBIX dJIe-
MEHTOB IIepa YCTPOEHO TakK, YTOOBI ITPOCIYKUTh TOJbKO HEOOXOIMMBIH IIe-
pHo ro/ia, Kak IIPaBUJIO, CaMbIi X0JI0AHBIHA. [IyxoBhIe paguychl mepbeB CHe-
TUpel B CBOEM OCHOBAHMH UMeIOT cjiaboe MecTo (Meskay JaMeJIJIIPHOMN va-
CTBIO U IIEHHYJIYMOM), TJIe OHH JIETKO JioMaioTcsa. Birike k TémioMmy BpeMeHn
roga, Koraa IITHUIla 00JIbIIe IBUTAeTCs, Yallle KyIaeTCsa U YHUCTUTCS, O0IbIIIHNH-
CTBO PaJIyCoOB, HEOOXOIUMBIX JJIsI BRI:KMBAHIS 3UMOI, TepsamoTcs. VMaaaim-
BaTCsa 1 OoJiee KpyIirHbie asieMeHTs epa. Ilo mamueiv M. A . Illumosa (Mib-
nuéB u ap. 1982), ce3oHHOe M3MeHeHNe KayecTBa OIePeHns BEIPAKaAeTCa B
JTUHAMHUKE er0 MacChl: y OOBIKHOBEHHOTO CHETHPS BeC 3UMHEr0 OIePeHns Ha
35-57% OoJtbIre eTHEro. B 3aBrCHMOCTH OT 9TOr0 MEHSAETCSA 1 €r0 TeILJIOIIPO-
BOIHOCTL: 3uMou Ha 25-30% MeHBbIlIe, YeM JIETOM.

OrMmeuaeTrcsa psAa 3aKOHOMEPHOCTEI ¥ B M3MEHUYMBOCTH KadyecTBa IIyXO-
BOI 30HBI IIePhEB Yy PA3HBIX reorpaduyieckux pac, opM, IOIBHUI0B U BUIOB
caerupeii. B 0oJiee X0JI0QHBIX YCIIOBUAX JIJIs1 YBEJIMIESHU S TEPMOU30ISIIHOH-
HBIX CBOMCTB IIOKPOBHOI'O OII€PEHUsI BO3PACTAeT KOJUYECTBO IepheB (II0aB-
JISIFOTCSI JOIIOJIHUTEIbHBIE IIyXOBhIe), UX IJIMHA, ILIOMAAb, 3aHIMaeMasd IIy-
XOBOM 30HOI, a TaK:Ke IIJIOTHOCTh IIYXOBBIX U ILIACTUHYATHIX CTPYKTYp. Bee
9T U3MEeHEeHUs BBIpaKaloTCAd B M3MepsIeMbIX ITapaMeTpax 1, BO3MOKHO, MO-
TYT CJIYKUTDH JOIOJIHUTEJILHBIMU IIPU3HAKAME pPa3anyns popM (puc. 48).

Prc. 48. ITepps BEHTPAABHOTO TpaKTa CaMIIOB CHETHPEH:
a— D. p. cassini; © — P. g. rosacea; 8 — P. erythrocephala; v — P. nipalensis. Poro aBropa.

5.1.3. lIpuxknadrnas nmuioXpoHOI02USA

IIeprpa moryT MHOTOE pacckasaTh o ntuiie. Mix dpopma, cTrpoeHue 1 oKpac-
Ka IIOMOTAal0T OIIPEeIe/IUThH II0JI, BO3PACT U BUIOBYIO IIPUHAIJIEKHOCTh. XU-
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MUYECKUH aHAJIN3 COAEPIKAIIUXCSI B MePhIX BEIEeCTB IMO3BOJISIET OIE€HUTD
KadecTBO CpeJIbl OOUTaHUA, YPOBEHb eé 3arpasuenus (Jlebemesa 1999) u na-
K€ CTeIleHb IIepeHecéHHoro nTullei crpecca (Strong et al. 2015). Ho maJio ko
3HAET, YTO IIePhs COAEePIKAT 3aMNCh UCTOPHUU UX (POPMHUPOBAHUS, «I'padrye-
CKI» OTpaskas 3TAIIbl POCTA, KOTOPEIE HEIIOCPEeICTBEHHO 3aBUCAT OT BHEII-
Hux dgaxropos (Grubb 2006).

V:ixe m0BOJIBHO JAaBHO M3BECTHO, YTO HEKOTOPHIE IMePhs MOTYT OBITH IIOI-
BepsKeHbI pa3audHbIM Adederram. OOHO M3 TAKUX «HAPYIIIEHUID» OBLIO II0-
npobHo orrmcano enié B Havasie XX Beka (Riddle 1907). Ha ucciiemoBarHOM
Imepe OTMeYaJIuCh YETKO OUepUeHHbIe ITapaJijieJIbHbIe I0JIOCHI, PacIIoIarafo-
Irecs MeplIeHguKyJIAPHO cTep:kuo (puc. 49). Ouu ObLIu HamboJiee BBIpA-
SKEHBI Ha IIOJIETHHIX Hepbax. Kamoas mosioca cocTosiyia 13 ogHOM Oojee TEM-
HOM W OJHOM CBETJIOM CMEKHBIX JUHNI. VX pasiudne ObLIIO CBA3aHO JIHIIb
C pa3HUIle! B OIITUUYECKUX CBOMCTBAX 3TUX II0JIOC.

Puc. 49. Cyrouneie 1OAOCH Ha IIOAETHOM II€PE CHETHPEIL:
a— P. erythrocephala (dporo asropa); 6 — P. (erythaca) owstoni (borto D.Irving).

Onmo 13 mepBoOHAYAIBHBIX IIPEII0JI0MKEHUH, 00bACHSIOIINX 9TOT 9(EKT,
3aKJII0YAJIOCh B TOM, YTO y IITHIL CYIIIECTBYIOT ITMPKAJHbIE ITUKJIBI MeTa0o-
JIu3Ma: JHEM ero cCKopocTh BaImie, ueM Houbio (Riddle 1907; Grubb 2006).
Takoe naMmeHeHre yPOoBHS 00MeHa BeIleCTB BhI3BIBAET He3HAUNTEIbHBIE KO-
J1e0aHUsa TYPrOPHOTO JAaBJEHHUS KPOBU BHYTPHU KePaATHHOBOM 000JI0UYKH,
OKpYysxaltoleil pacryiee mmepo. Bosiee HU3Koe HOYHOE J1aBJIeHUE OyIeT OKa-
3bIBATH MEHbIIIee BO3IeiicTBre Ha (POJIIUKYJI, B pPe3yabTaTe vyero JuaMeTp
IIOJIOCTH ITYJIBIIBI OyJIeT HeMHOI0 yMEHbBITaThesa. A Tak Kak oIraxaJio mepa
pacTeT B IIOJIOCTH IIYJIBIIBI CJIOMKEHHBIM, CyTOUYHAS JUHAMHAKA €& muamerpa
IIpUBEeT K M3MEHEHUIO er0 OPUEeHTAIINN OTHOCUTEIbHO CTePIKHS, UTO MO-
SKeT OTpaskaThbes B (popMupyeMbIx Ha HEM mostocax (Grubb 2006).
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Onrako, Ha MO B3IJIsA, HanboIee BePOITHHIM 00bACHEHIEM IIOSBJICHUS
II0JIOC POCTAa ABJIAETCS TO, YTO M3MEHEeHHe CKOPOCTH MeTa00JIM3Ma MOKET
BJINATH Ha CTeIeHb MupdepeHInail U IJI0THOCTE PA3MeIlleHUsI dJIeMeH-
TOB IIepa, OIPEIeISIOIINX ero OIITHYeCKre cBoiicTBa. Panee ObLIO oImmcaHo,
YTO B Pe3yJIbTATe CTPYKTYPHBIX PA3JIMYHMA HA OOJHOTOHHBIX IIEephsIX 00pasy-
eTca ambo MaToBas, JIOO TJIsSHIIeBas IoBepxHocTh (pasgen 2.3.2). Kakum
OymeT pHUCYHOK IIepa, IIPsIMO 3aBUCHUT OT YCJIOBUI MUTAHMUS IITUIILI M YPOBHSI
eé metaboauama (pasmensl 2.2.2; 5.5.5). IIpu oToM B yCJI0BUAX HOUHOTO CHI-
YKEHMS IIOCTYILIEHUS IUTATEILHBIX BEIIIeCTB B pacTyliee mepo (CorjiacHo mpe-
IBIIYINEMY YTBEPsKICHNIO, BEISBAHHOIO CHIYKEHMEM KPOBSHOIO JaBJICHU),
obpaayercs 00JIacTh omaxasia, B KOTOPOM «HeT MJIM OYeHb MAJIO UIeaJIbHBIX
oopomouer (paguycoB)» (Riddle 1907). To ecth mMeeT MecTO M3MeHEHIE CTe-
neHu audpdpepeHIInaIiiy CTPYKTYPHBIX 9JIEMEHTOB IIepa, a He UX THUIIA. XOTs
M3HAYAJILHO IIOJIOCHI ¢ TAKUM CTPOEHIEM BTOPOCTEIIEHHBIX 3JIEMEeHTOB OTHO-
cuuch K «aedexram nepa» (Riddle 1907), BEIICHIIIOCH, YTO 9TO JOBOJIBHO
IIIITPOKO PACIPOCTPAHEHHOE SIBJICHIE, KOTOPOEe IIPH OIPeaeIEHHBIX YCIOBIIX
HaO0JII0IaeTCs IIOYTHU y BCeX IITHUIL,

B 1938 roay 0n1/10 JOKa3aHo, UTO e4Ba 3aMeTHBIEe Ha CBesKeM IIepe IIome-
pPeYHBIe II0JIOCHI, IPHUCYTCTBYIOIINE HEe3aBUCUMO OT OKPACKH, OTPAKAIOT €T0
pocT B TeueHue cyTok (Michener, Michener 1938). 9To 3akaoueHne OBIIO
caeJIaHO IIPU U3yUYeHNH JIUHbKY JoMOoBoi ueueBuilbl Carpodacus mexicanus
frontalis TocpeaCcTBOM €:KeIHEBHBIX 3aMePOB PACTYIIINX XBOCTOBLIX IIEPHEB.
JlauHbBIe M3MepPEeHNH IOJHOCTHIO COBIIAJIH C IIIMPHUHOM II0JI0C POCTa, CPOPMHU-
POBAHHBIX Ha BeIpocIeM 1epe. [lo3aHee To ske caMoe HAIILIO eI1é OIHO IO -
TBEpP:KJIeHHEe B UCCJIeIOBAHUIX C UCIOJIb30BAHHEM PaTHOAKTUBHOTO MaPKU-
poBaHusa (Brodin 1993).

Kpowme cyTouHoit nuHaMuku pakTOPOB, OIIPEIEISIONINX CKOPOCTh POCTA,
Ha IIepe «PeTUCTPUPYETCs» UX 00JIee JTOJIr0CPOUHOe BO3IEeHCTBHIE, OTPaKal0-
1eecs B 3HAUEHUAX IITUPUHEI IToj10¢ pocTa. Ilosmyuaerces, uro Ha mmepe dopmu-
pyeTcst mogo0me TOIUYHBIX KOJIell, 00HAPYKHBAEMbIX HA CIIIJIAX JePEBhLEB,
PaCCKa3bIBAIOIIIX MCTOPHIO M3MEeHEeHNI HHTeHCUBHOCTH X pocra. [lormma-
HIe 9TOr0 IIPEIOCTABUIIO UCCJIEZ0BATEIIM HHCTPYMEHT I U3yUeHUs BJINI-
HHUS BHEITHUX (PAKTOPOB HA COCTOSIHME ITUTAHMUS IITUI] B €CTECTBEHHBIX yCJIO-
BUSX IIyTEM OIIpeIeIeHNsI N3MEHUYNBOCTH IIIUPHUHEI II0JI0C pocTa. B pe3ysb-
TaTe chopMUPOBAJIOCH HOBOE HAIIPABJIEHHE B OPHUTOJIOTUU — ITHUJIOXPOHO-
sgorusa (Grubb 1989; Grubb 1995; Grubb 2006).

9To cTaJI0 BOSMOKHBIM, KOT[a Y3HAJIM, YTO POCT IIepheB 1 UX 3aMeHa 3a-
MeIJIAI0TCA UJIN IIPHUOCTAHABIIMBAIOTCS, KOIIA 9TOT IIPOIEeCC KOHKYPHUPYET C
0oJiee BasKHBIMU (PH3HOJIOTMYECKUME (DYHKIIUAME OpTraHu3Ma 3a moTpeodJie-
HUe OTPaHUYEeHHBIX pecypcoB. [Ipu aToM oTMeuaercsa nameHeHne He TOJIBKO
I PUHEI II0JIOC, HO HHOTAA U OJIUHEL caMmux mmepbes (Grubb 2006). pyrumu
CJIOBAMH, POCT IIepa OTPAaHHYNBAETCA MHTEHCUBHOCTHIO IIOCTYILJICHIS IUTA -
TeJILHBIX BEIIEeCTB B IIePheBOM (POJLIMKYJI 1 IPOIIECCAMHE, IIPOUCXOIAIIIMU B
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HEM caMOM, UTO HEIIOCPEICTBEHHO 3aBUCHUT OT YCJIOBUI ITUTAHUS IITHIIHL.

OmHaxo IIpy MHTEPIPEeTAINH 0JIyIAeMbIX TAKIM 00pa3oM JaHHBIX He-
00XOQMMO YUHUTHIBATH, UTO CYIIIECTBYIOT II€PEUNCIeHHbIE HIKE 0COOCHHOCTH
¥ 3aKOHOMEPHOCTH, KOHTPOJHPYIOIIME POCT IIepheB, HE3aBUCHMO OT COCTOS-
Hud muTaHusa oTuibl. CKOpocTh pocTa mephbeB MOKET U3MEHAThCI B 3ABUCH-
MOCTH OT BO3pacTa, oJia Ui BpeMeHu roga. lIpogomskure1bHOCTD JHSI 1
CBSI3aHHEIE C 9TUM I'OPMOHAJIbHEIE H3MEHEHUSI MOT'YT TAKKEe BJIUATH HA POCT
nepbeB. Ileproa pocTa mepbeB MOKET KOHTPOJIMPOBATHCA TOPMOHAIBHO, B TO
BpeMs KaK CKOPOCTH POCTA 3aBHCUT TOJIBKO OT ycJIOBHM nmuTanusa. Kpartko-
CPOYHBIE COKPAIIEHN PaIloOHa MOT'YT CIyTaTh BCE Pe3yJIbTaThl MCCJIeI0BAa-
Hus. UEnyimmpoBaHHOE IIep0o CTAHOBUTCS 3aMETHBIM HaJ KOKeHM KaKk MUHHU-
MyMm depes 10 mHeit mmocse Toro, Kak MCXO0IHOe IIepo OBLIO0 yaasieHo. KikenHes-
HBIF POCT TAKOI'0 IIepa MPOUCXOIUT 3HAYNTEILHO MeIJIeHHee Ha X0JI0/0e, YeM
BO BpeMs ecrecTBeHHOI JTuHbEHN (Grubb 2006).

Kpome Toro, BMecTo 00BIYHOM MeIJIeHHOM pereHepalnuy Iephbes, Kak y
BCeX BHIOPKOBBIX, CYIIIECTBYET APYroil BApUAHT COXPAHEHUI MaKCHMAaJILHOI0
KOJIMYECTBA dHEPTHUH BO BPeMs CHJILHOIO IIHIINeBOro crpecca. CaMblil spKuit
IIPHMeEP ITOr0 — IIOJIHAS HEeCIIOCOOHOCTh PEreHepHPOBAThH IIephs (HaIpuMep,
y kambItnieBok Acrocephalidae). C npyroit cTOpoHBI, Y HEKOTOPBIX IITUIL B T€-
YyeHHe CyTOK BMECTO OJHOI maphl I0JIOC POCTA 00pa3yioTcs aBe. JTO IPOUC-
XOIHUT B pe3yJIbTaTe HAJIUYUL Y HUX OMMOIAJIBLHOI0 (PU3NUOJIOTHUECKOr0
mukia (Grubb 2006).

TeMm He MeHee, HECMOTPS Ha BCe CJIOKHOCTH, OOJIBIIIMHCTBOM HCCJIEI0BA-
HUH ObLIA JOKA3aHA CBSA3b COCTOSHUSA IINTAHNS, BEIPAKEHHAA B U3MEHEHUH
pocTa 1epa, ¢ TPATUIIMOHHBIMI TOKA3aTEeJIIMI OTHOCUTEIHHOM IIPHCIIOCO0-
neusoctu OTunbsl (Grubb 2006). I1pu aToM 0HM M3 HUX HOJIOKUTEJILHO CBSI-
3BIBAIOT CKOPOCTh POCTA IIEPHEB C BRIKMBAHIEM U PEIPOLYKTUBHBIM YCIIEXOM
(Takaki et al. 2001), npyrue — ¢ IJIOIIAAbI0 TEPPUTOPUU, PA3ZMEPOM TeJIa U
vacToToii kopmiieHus nteHos (Keyser, Hill 2000).

MeToabI ITHIOXPOHOJJIOTHH O3BOJISAIOT BEIABUTH PEAKIIMHY IITHIL Ha Pas-
JIMYHBIE M3MEHEHHsI B OKPY:KAIOIIeH cpele, Jaske TaKHe, KAk XHMHUYECKOe
3arpsisHenue, pparmesTanus cpeasl oonranus u T.1. (Grubb 2006). Oxu He
OrPaHUYMBAIOTCS EPUOIOM JIMHBKH IITHII, & MOT'YT IIPIMEHSITHCS IIyTEM MHH-
IIUUPOBAHUSA POCTA HOBOIO IIepa. JTO BO3MOYKHO, €CJIM Y BHA CYIIECTBYET
SIPKO BBIPAKEHHBIM MeXaHI3M 3aMeHbl yTpaueHHbIX (B HAIIIEM cjIyJae, yoa-
JIEHHBIX) IIePbEB, a IIOJIyYUTh MHIYIIHPOBAHHOE IIEPO MOKHO, YIAJIsIsa CTapoe
B JiI000e Bpemsa roga. IlockoabKy pereHepupoBaHHOE IEPO COXPAHSIETCS 10
CJIeAyIOIIel JIMHBKHM, OHO HeCET MHOIOJHEBHYIO «PAaCIevyaTKy» COCTOSHU IIH-
TaHUs ITUILI, KOTOPYI MOMKHO cOOpaTh, IIOMMAB IITHUILY B CJIEIYIOIINHA paas.
9T0 BO3MOKHO IIepe]l HOBOM JIMHBKOM MJIM HECKOJIbKO pa3 B TOAY IIPH YCJIO-
B, YTO BCE 3TO BpeMs IITUILA OyIeT JOCTYIIHOM IJI IIOMMKHN. TaKkuM cIroco-
O0OM MOYKHO PErHCTPHUPOBATEH M3MEHEHHE I0Ka3aTeJIe, KOTOPOe IPOMCXOIUT
BO BpeMms pocra mepa (Grubb 2006).
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Ha pamnmnx sTamax pasBUTHSA IITUJIOXPOHOJIOTUN JIS CTAHIAPTU3AIIAN
IIapaMeTpoB, OCHOBAHHBIX HA PA3JIMUNSIX B pasMepax IITHIIL, UCII0JIb30BaJIOChH
COOTHOIIIEHHNE CKOPOCTH POCTA WHIYIIMPOBAHHOIO M MCXOIHOTO IIePhEeB, MJIN
JIaske CKOPOCTH POCTa MCXOMHOTO IIepa B KauecTBe KOBAPHUALIUY IIPH aHAJIN3e
pocta uaayuuposaraoro (Grubb 2006). Taxoit mogxod IIPOgeMOHCTPHIPOBAJT
CBOIO HECOCTOSITEJILHOCTD, ITI09TOMY JIYUIIle KCIIOJIb30BaTh AJIUHY IeBKU, WJIN
JI100yI0 IPYIYI0 MEPY, OIMCHIBAIOIILYIO pa3Mephl Tejia KaK KoBapruaTy B MHO-
romepubix Mogeasx (Grubb 2006). Taxum oOpasom, MeTOOBI ITHIOXPOHOJIO-
THH 3apeKOMeHJ0BaJIn ce0sI KaK IIPocThie 1 appekTuBHLIE. BaKHo oTMETHTD,
YTO IPUMEHEHMEe JOPOrOCTOSIINX METOIUK M3MEPEeHHUs IIIUPUHEI I0JI0C PO-
cra (Shawkey et al. 2003a) He orsIIUYaeTcsa OOJIBIIEH TOYHOCTHIO, Y€M OPUIH-
HaJIbHAs CUCTeMAa, KoTopasi TpeOyeT UCII0Ib30BAHUS TOJBKO «JIMHEMKU 1 0y-
nasrm» (Grubb 2006).

Kaxk u mHOrMe Apyrie BLIOPKH, CHETHPU JeMOHCTPUPYIOT HAJIHMYIIE II0JI0C
pocTta Ha mepbax. VX 0co0eHHOCTh 3aKJII0YaeTcsa B TOM, YTO CPEeIH IIpeacTa-
BUTEJIEH poJa BEIPAKEeHHOCTh TAKOI0 PHCYHKA CHUJIBHO Bapbupyer. M3Bect-
HO, UTO IIepbd Y CHETUpPEU PacTyT C OMMHAKOBOU CKOPOCTHIO U JTHEM, I HOUBIO
(Newton 1968). Temeps 9T0 JIETKO MOKHO IPOBEPUTH Yy OOJIBIITMHCTBA BUIOB
IIPOCTBIM M3MepeHUeM IITHPUHEI I10J0¢ pocTa. OgHAKO BHIPAKEHHOCTh pas-
JIMYUU B OIITUYECKUX CBOMCTBAX JHEBHOM M HOYHOU IIOBEPXHOCTEM IIepa JI0-
BOJILHO B3MeHYHnBa. Kc/In y 4epHOIIalovHbIX M Oy PHIX CHETHPEH II0JI0CKHI PO-
cTa e[Ba 3aMeTHHI, a YaCTO IIPAKTUYECKH HePA3IMINMEI, TO Y MACKOBLIX OHH
HACTOJIbKO XOPOIIO BHUIHBI, UTO UX MOYKHO PacCMOTPETh Jaske Ha O0JILIIIOM
paccrossauu (puc. 45-47, 49). OTa yHHKAJIbHAS 0COOEHHOCTh Hanbojee SpKo
IIPOSABJISIETCSA Y KPACHOTOJIOBBIX 1 CEPOT0JIOBBIX CHETHpPeH.

JloBOIbHO YacTo o0Hapy:KeHre ABHOTO HAJUYM II0JIOC HAa OJHOTOHHOM
Imepe — 3TO IPU3HAK MOJIOJBIX IITHUII, COXPAHUBIINX B CBOEM HapAIe mepbs
oBeauabHOro Hapsga (Carbonell, Telleria 1999). IIpumunnsl TaKo# pasHUIIBL
JIOJI3KHBI 3AKJII0YATHCSA B CTEIIeHN IPUCIIOCOO0IEHHOCTH IITHIL K KOMIICHCAIIMI
BJIMAHUS HOYHBIX 3aJIePKeK B IINTAHIIL.

Ha paummmux cragmax pasBUTHA, IPH AKTUBHOM POCTE, SKOHOMUTDH dHEP-
TUI0 IPaKTUYECKN HeBo3MOokHO. Oco0eHHO KOT/qa IIPOI0IKUTEIbHOCTD JTHS,
a COOTBETCTBEHHO, 1 BpeMs KOPMJICHHU IITEHIIOB POAUTEIIMH, JUMUATUPYET
X BBIKIBaeMocThb. [[oaToMy BpeMs BEIHY KI€HHOTO TOJIOTAHNI 1 KOJIeOAHU
TeMIIepaTyphl BO3ayXa OyIayT OKa3bIBATH HAMOOJIbINIee BIUSIHUE Ha (pOpMU-
poBaHUe MepheB Y OTeHI0B. Bo3aM0KHO, I109TOMY apa CHEeTHPEeH MOYKET BhI-
PacTUThH IITEHIIOB 0OJIbIIIE TaM, I'Ie HeHb AanHHee. KomeuHo, 10CTyIHOCTD
KOPMOBBIX PECypCoOB M MHIUBUAYAJIbHAS MOOMJIHLHOCTD IITHUIL TOMKE BJIHSIIOT
Ha yCIleX Pa3MHOKEHNs, HO BeJIMUYMHA KJIaIKKU 00JIbINEe JeMOHCTPHUPYIOT II0-
TeHIIMAJIbHBIE BO3MOKHOCTH. TaK, y OOBIKHOBEHHBIX CHEeTHUPEeH Ha ceBepe
apeaJia BeJIHMYNHA KJIAIKHW 0O0JIbIlIe, UYeM Ha Iore, U B JBa pas3a IIPEBEIIIAeT
BeJIMYMHY KJIQJKHU Y MAacKOBBIX cHerupeii (Styan 1899; Chenxi, Yuehua 2008;
Npymkua 2015).
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Eciu manuyme mosioc pocra y ITEHIIOB XOPOIIO 00BACHUMO, TO C B3POC-
JIBIMU OTHUIIAMHU BCE HECKOJIBKO CJI0KHEee. BOoJbIIMHCTBO YepHOIIAIOUHBIX
CHerupeil MOTyT KOMIEHCHPOBATh OTCYTCTBME MOCTYIIJICHUS ITNTATEIbHBIX
BeIeCTB HOYbI0, 3amacasi 9HEePTruio B KUPOBBIX 1erro. OcobeHHo aTo adhdex-
THBHO, KOIJIa JIMHbKA IIPOUCXOIUT B IIEePHO] AKTHBHOTO HAKOILJICHUS JINIIH-
JIOB IIepea XOJIOMHOM 3uMoi. I'pyIima OyphIxX 1 a30pCKHe CHernpH JUHSIIOT B
0oJiee MATKHUX U IIOYTHU CTAOMJIBHBIX YCJIOBUSX, I/Ie CYTOUYHBIE KOJIeOaHUd
TeMIIepaTyp He OKa3bIBAIOT CePhe3HOr0 BJIUSHUSI HA YPOBEHDb UX HOUYHOTO
MeTtabosmama. O JKHPOBBIX 3allacax dTUX CHEeTHPeH MPaKTHYEeCKH HHYero He
M3BECTHO, YTO yiKe HeJIb3s CKa3aTh 0 MACKOBBIX CHETHPSIX.

KpacHorooBeIil ¥ CepOTroJIOBBII CHETMPH OOMTAIOT B BBEICOKOTOPhE, e
CYyTOYHBIE IIePeIiaabl TEMIIEPATypP OUeHb BEJIUKU B TeUeHHe IOYTHU BCETO I'ojIa.
OTH ITUIIEI 00JIee OCeIJIbI, MEHbIIIEe IIePEeMeIIa0TCsI U JUHSIIOT JOBOJIbHO BhI-
COKO B ropax, 4acTo IIPH JOIIOJHUTEJILHON HATPY3Ke 110 BHIKAPMJINBAHUIIO
nreH1oB. HabmomeHns mokasasm, YTo MacKOBbI€ CHETHPH IPAKTHIECKH JIK-
IIIeHEI KU POBBIX 3a11acoB (paszmes 5.1.2) 1 uMeT HauMeHbIIIHe pa3Mephl
(UBymruu 2015). BoaMosxHO, T03TOMY MMEHHO 9T BHIBLI PoJa JeMOHCTPH-
pPyIOT HamboJiee spKoe MPOsIBJIEHHE TI0JI0C POCTa B OKpacke onepeHusa. O/1-
HAKO, 9TH HMCCJIeJ0BAHUSA HAX0IATCA TOJbKO HA HAYAJILHBIX 9TAIIAX, IT09TOMY
eIé oueHb JaJIeKO 0 JOKa3aTeJIbCTBA HOMO0OHBIX YTBEP K ISHUI].

HecmoTpsa Ha SBHYIO 9KOJIOTHMYECKYI0 HAIIPABJIEHHOCTH, METOIEI IITHJIO-
XPOHOJIOTHY TaKKe MOKHO IPUMEHSTD JJIsI YCTAHOBJIEHUS CPOKOB IIPOXO0IK-
IeHus JIMHbKU y cHerupeii. Kcaum ¢ aTuMu npoiieccaMmu y 00BIKHOBEHHOI'O
CHeTrups BCE IMTOHATHO J0BoJIbHO JaBHO (Newton 1966), To uccieqoBaHuM 110
IPYTUM BUOAM IIPAKTUYECKH He IIPOBOAKJIOCh. [osI0Cckl pocTa 1mM03BOISIOT
oIIpeaeINTh BpeMs, 3a KOTopoe mepo cpopMupoBajiock. B coueranuu ¢ ot-
JIeIbHBIMU JAHHBIMU II0 CTAAUAM JIMHBKHU, TOCTYITHBIMHU, HAIIPHUMEP, TOJIbKO
10 (poTorpaduaM, ¥ UMEIIIUMHUCSI Pe3yJIbTATAMH UCCJIeSOBAHUM 110 OOBIK-
HOBEHHOMY CHETHpPIO, 9TH IPOMEPEI MOTYT YCTAHOBUTEH KAPTUHY IIPOMCXOI -
IIIero, Jaske eCJIM B II0JIEBBIX YCJIOBHUSIX 9TO KpaifHe TPY/IHO CIeJIaTh.

5.2. PoTropuanmuecKkue CBOHUCTBA I[BE€TAa U PUCYHKA OIepPeHUST

PesynbTaThl MHOTHUX HCCIEI0BAHUN CBUIETEIBCTBYIOT O TOM, UTO I[BET
obecmeunBaeT PU3NOJIOTAYECKME BBITOOBI AJIA €r0 HOCUTeJIeH, BKJIIoUas
yJydllleHue 3peHuns, odecieueHre OITHMAJIbHOT0 TEIIJIOBOI'0 MJIX BOJHOIO
boasanca. B To ke Bpems yMeHIe H0JIb30BATHCS B3aMMOJIEMCTBHEM OCOOEH-
HOCTEM OKPAaCKHU OIIePEeHHUs C YCJIOBUSAMHU OCBEMIEHHOCTH CPedbl U €€ IIBETO-
BBIM Pa3HOOOpa3ueM TaKike JaET IITUIle OIpeeeHHbIe IPenMYyIlecTBa, Xa-
pPaKTepU3yIoIIe e€ IIPUCIOCO0JIEeHHOCTh K JUHAMUKE 9THUX (PaKTOPOB.

5.2.1. Ileem 6 mepmopeeynayuu

Oxpacka ITHITE OYeHb BaskHAa 171 Tepmoperysaiuu (Hoppe 1979). Tém-
HBIe IIBeTa IIOTJIOIIAIOT 00JIbIIe JIyYnCcTOl saHepruu, yeM cBetyble (Tyndall
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1897; Burtt 1986; Hamilton, Heppner 1967; Lustick 1969; Lustick et al.
1979; Ellis 1980), m M0:KHO 0:KHOaTh, UYTO OHH OyIyT BCTPEUATHCS dallle B
0oJIee X0JIOTHOM KJIMMAaTe.

Tax o0cToUT JIes10 ¢ 00HAKEHHBIMI YYACTKAMI TeJIa, B KOTOPBIX HET M30-
JISIIAY, a IIOTJIONIEHHOe U3JIyUeHNe IIepeaaéTcs HelloCPeICTBEHHO TeIy B
suge Ternia (Lustick ef al. 1979; Hill et al. 1980; Burtt 1986). V nmoxosieiics
otunel 10-56% morepn Teria mpoucxoautT yeped Horu (Deighton, Hutchin-
son 1940; Veghte, Herreid 1965; Baudinette et al. 1976; Chappell 1980) u
5-10% — ot HmzkHel vemtoctu (Deighton, Hutchinson 1940; Veghte, Herreid
1965; Hill et al. 1980). CreqoBaTebHO, 9TH HEIIOKPHITHIE IIOBEPXHOCTH CO-
CTABJIAIOT 3HAYUTEIbHYIO YaCTh OOIIMMUX TEIJIOBBIX HOTEPh ITHUIIHL.

O6Hapy:xeHo, 4To IIepeoxjaskIeHe yepesd KB IIPeJoTBPAaIlaeTCs, eCIIn
ITHUIIA IIPSIYeT ero B IIephbs, HAaIIpuMep, BO BpeMs cHa. B ocTaabHBIX ciIydasix
BEPOSTHOCTDh BO3JIEMCTBUS COJTHEYHOI'O CBETA HA KJIIOB CYIIIECTBEHHO KOoppe-
JIMPYET ¢ ero 1BeToM. BHIbI co CBETJIBIM IOIKIIOBHEM peske OBIBAIOT HA COJIH-
1e. OueHb TEMHOE HAOKJIIOBbE YaCTO BCTPEUAETCS B CEBEPHBIX IITHPOTAX, U
9TOT IIPU3HAK 00Jiee 3aBUCHUM OT TeMIIepaTypPHOTO JUAIIa30Ha, YeM OKpacKa
HOT, YTO CBUJIETEJIbCTBYET 0 MAKCHMAJbHOM YBEJIUYEHUHN IIPUTOKA dHEPTHUHN
qepes kaoB (Burtt 1986). Ogaaxo mosis Temsia, TepsgeMasi IIPH 9TOM, He TaK
BBICOKA, YTOOBI II0JIHOCTHIO COOTBETCTBOBATH YKA3AHHBIM 3AKOHOMEPHOCTSIM.
[TosTomMy 1BeT KJII0Ba MOKET Pa3BHUBATHCSA, COOTBETCTBYS JaBJIEHUIO 0TO0PA,
He CBSI3aHHOMY C IIOTOKOM TEILJIOBOI 9HEPTHH.

A

Puc. 50. Okpacxka karoBa cHerupeit: a — P. nipalensis (poro A.Van Mingeroet);
6 — P. erythrocephala (doro asropa), B — P. p. pyrrhula (doro aBropa).

TeMm He MeHee, OKpacKa KJII0Ba y CHETHPEH BO MHOI'OM COOTBETCTBYET 9TUM
IIOJIOMKEHUSIM. ¥ OOJIBIIIMHCTBA BHU0B YMEPEHHOM 30HbI KJII0B IMeeT YEPHYIO
OKPAaCKy U TOJIBKO Yy «IOMKHBIX» popM (Oyphle CHErnpH), OOMTAIOIINX B OCHOB-
HOM B IIOJIOT€ JIeca, ero I[BeT MOYKeT MEHATHCS Ce30HHO, 0CTaBasACh B OCHOB-
HOM cBeTJabIM (prc. 50).

Yto Kacaercsa 1BeTa HIKHUX KOHEYHOCTEH, TO 10 JaHHBIM H3MepeHUIl B
CIIOKOMHBIN COJTHEYHBIN JIeHb, TEMHBIE HOTU UMEIOT PACUYETHYIO TEMIIEPATYPy
paBHOBecHus IouTH Ha 2° 6osbire, ueM cBetJible (Burtt 1986). Taxkum obOpa-
30M, IITHIIBI C TEMHOM OKPACKOM MOT'YT IIEPEHOCUTEH 0oJiee HU3KKe TeMIlepa-

3346 Pye. oprumon. acypn. 2021. Tom 30. Dxcrrpecc-soiryck Ne 2092



TYPBI BO3[IyXa U IIOYBKI, IIPEKIe YeM MoBeJeHUeCKHe NN (PHI3UO0JIOTHUECKIe
M3MeHeHUs CTaHyT HeoOoxoauMbiMu. CBeTJible IIBeTa HOr' MOT'YT CTATh CYIIe-
CTBEHHBIM TEILJIOOTBOJOM IJISI IIeperpeBaeMbIX BHUI0B, YTO MOKET OBITH BBI-
3BaHO IIPOKMBAHIEM B KApPKOM KJIMMAaTe WJIHM CPeaoil oOMTaHU, II0aBep-
sKeHHOU BO3/IEUCTBUIO IIPAMBIX COJTHEUHBIX JIyJel, I'/le He XBaTaeT TeHU, NN
Korma o0pas sKM3HU CBS3aH ¢ HOCTOSHHBIMU mosiértamu (Burtt 1986).

Bcé ato xapakTepHo u 171 cHerupeii. Bosiee TéMmHuaa (uépHass) oKpacka
HOT HanboJiee pacIIpocTpaHeHa y CeBePHBIX MOIIYJISIINE, TOraa Kak I0KHee
MX HOTHM 3HAYHUTEJHHO CBEeTJIee. JTO CBOMCTBEHHO B IIEPBYIO oUepe b OOBIK-
HOBEHHOMY CHETHuPIO, HO TaKKe COOTBETCTBYET IITMPOTHOMY PaciIpeaesIeHnI0
OKpacKy HOT BHyTpHu poaa. Kpome Toro, cyiiecTrsyeTr BepoITHOCTD, YTO I[BET
9THX YaCTeH TeJia MMeeT Ce30HHBIN U Bo3pacTHOI xapakrep”. O0 aTom cBU-
IeTeJILCTBYIOT TaKHe (PaKThI, UTO y JIETHUX I'HE3IAIINXCA 0CO0e HUKHITe
KOHEYHOCTH B OCHOBHOM CBeTJIee, YeM y TeX, YTO 3UMYIOT B JAHHON MECTHO-
ctu (for Cubupu). ¥ MOJIOABIX IITHUIL HOTU TeMHee, UYeM y TeX, KOTOPHIe eIré
He CMEeHMJIN I0HOIIIeCKOe OIlepeHNe, HO CBeTJjiee, YeM Y B3POCJIbIX, B TeUeHHe
BCETO IIePBOTo roja *Ku3HU. J|0BoJIbHO JaBHO H3BECTHO, YTO IIPU KOMHATHOM
coepsKaHUU CHermpei n3HavyajJabHO YEPHBIEe HOTH JOBOJILHO OBICTPO CBET-
JIEIOT U CTAaHOBATCSA KopuuHeBbIMHU. HecMoTps Ha aT0, MHOTA 0COOM C UEP-
HBIMHM HOTaMHU BCTPEYAIOTCSI U B THE3JI0BOE BpeMsl, HO KaK 9TO COOTHOCUTCS C
BO3PACTOM M MECTOM OOHUTAHUS — eIlI€ IIPEICTONUT U3YUNTh.

C dorodusuueckumu cBOHICTBAMU IIBETA OIIEPEHUS 110 OOCTOUT 3HAYUU-
TeJIbHO cJioskHee. CumTaeTcs, YTo OH MeHee BaskeH IJIs oOHePreTUYeCcKoro 0a-
JIaHCaA, TaK KAk ITHUIIEI MOTYT PEryJIHPOBAThH TEILJIOBBIAEIeHNEe, OPUEHTHPY-
sICh Ha COJIHIIE, BHIOMpPAS ITOAXOMAIINN MUKPOKJINMAT WJIA U3MEHSIS II0JI0-
skenne nepbeB (Walsberg et al. 1978; Walsberg 1982, 1983; Burtt 1986). Tem
He MeHee, oIrpeaeieHHbIe 9peKThHI CyIIeCTBYIOT.

Paccuurano, uTo TEMHBIE TIEPhs MOTYT He TOJBKO IPEeI0TBPAIaTh IOTe-
pH TeIlia, HO M YMEHBIIIATh KOJIUYIECTBO dHEPTrHuH, IPOHUKAIIIEH B KOKY U
norJonraemoii e (Burtt 1986). OTo 3aBUCUT OT CTEIIEHU TEIJIOIPOBOIHEIX
CBOIICTB, yTJIa PAaCIIOJIOKeHUs mmepa u ckopoctu Berpa (Burtt 1986). Témuoe
oIIepeHIe IIPeaoTBpalllaeT IPOHNKHOBEHNE COTHEUHOr0 U3JIYUeHU K KOXKe,
VIEePsKUBAS €T0 Y IIOBEPXHOCTH, TIe OHO MOKET OBITH ITOTEPSIHO H3-3a KOHBEK-
IIUY, UJIN IIOBTOPHOI0 U3ayuyeHnusa. B To BpeMs Kak CBeTJIbIe I[BeTa OIePeHM s
II03BOJISIOT OOJIBIIIEH YaCTH JIYUYHCTOM S9HEePTHUH JOCTUTATh KOKH, TIIe OHAa I0-
ryonraercs u Harpesaet sxuBoTHoe (Walsberg et al. 1978; Savalli 1995).

Eirte cioskuee TepMopery i o0eciiednBaeTcss IIepoM ¢ JBOMHOM pac-
IIBETKOM. Y BCceX CHerrpell MyxoBas YacTh IIOKPOBHOTO IIepa OKpallieHa B TEM-
HBIe, YacTO YéPHbIe TOHA He3aBUCHUMO OT IIBeTa ero Hapys:KHOM, IIJIacCTUHYA-
TOM 4yacTu. B pe3ysibraTe TOJIBKO IIyXOBOI CJION MMEET TeILJIOM30JIHPYIOIILYIO
OKPACKy M pacmoJaraercs TakK, 4YTOOBI IIPeJOoTBPAaIlaTh HOTEPH TeIljIa OT

* Cxoxme 0c00eHHOCTH OBLIM OTMEYEHHI y JIeCHBIX ITeByHOB Parulidae (Burtt 1986).
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TeJIa UJIN HarpeBaThCs Ha COJIHILE, ecJIu mepo momHaTo. Ilpmxaroe omrepenme
3a CYET CBETJIBIX M OJIECTAINMX HAPY:KHBIX YaCTeH IIepheB MOMKET B 3HAUM-
TEJBHOM! CTEIIeH! OTPaKaTh COJHEUYHBIN CBeT U YBeJINUYNBATH 9PPeKTUB-
HOCTH OTBEIEHHS TEIJIa BO3AYIIHBIMH IIOTOKaMu. Taxkmm o0pasom, IITHILLI
MMEIOT BO3MOKHOCTD PeryJIMpPOBaTh YPOBEHb KOHBEKIINHN Yy HAPYKHOM II0-
BE€PXHOCTH IIyXOBOI'O CJIOS. JTO II03BOJISET COXPAHATH TEILJI0 3UMOM U IIPeI-
OTBpAIIATh IIePerpes JIETOM.

Kpacuas okpacka onmepeHus CBOMCTBEHHA 00HUTATEJISIM BBICOKOTOPUMA
(Burtt 1986). Ona Taxsxe MoKeT OBITh aJAIITUBHON. ¥ IJIAHKTOHHBIX PaKo-
obpasubix Copepoda KpacHass KyTHKYJIa CJIYKHUT JJIs IIOBBIITEHNIS TeMIIepa-
TYPHI UX TejIa B 03épax yMepeHHOM 30HbI. KapoTHHOMIBI IIOTJIONIA0T COJI-
HEYHYIO PaIualliuio U PacCeuBaT MOJIYUeHHYI0 oJHEePTUIO B BUE TeIlIa, aK-
TUBHUPYS MeTaboau3M aTtux opranuaMoB (Vershinin 1999). Iloxo:xum obOpa-
30M OKpackKa, HaCTpOeHHAas Ha MHQppaKpacHoe U3JIydeHre, MOKeT JeHCTBO-
BATb U Y IITHUII, IOTJIOIIAS MJIK OTPakasi TEILJI0 B 3aBUCHUMOCTH OT €€ CIIeKT-
paibpHOro guamnas3oHa. IIpu aToMm oTpaskeHe Tellia MOKeT IIPOUCXOIUTH
MMEHHO OT BHYTPEeHHEe! ITI0OBePpXHOCTH IepheB, IIPeJ0TBPaIasi ero mHoTepHu.
BoamoikHO, IMEHHO I109TOMY KapOTHMHOUWIHAS OKPACKa Yy CHETHUPEH IIOSIBH-
JIach TOJIBKO TOT/A, KOT/Ia OHHU CTAJI OOMTATh BHICOKO B TOpaX.

5.2.2. [leem 6 ynyuweHuu 3peHus

XapakTep KOPMJIEHUS 1 BEIOOP MeCT OOMTAHIS OIIPEIeIsIoT, KaK JOJIK-
HBI OBITH OKPAIIIEHBI BEPXHSS YeJIOCTh, Y3[4euKka 1 00JIACTH BOKPYT IJjia3a.
OTH IIOBEPXHOCTU MOTYT CHIKATH 3(ppeKTUBHOCTE 3PEHUsI ITHUIIBI, CO3aaBast
ommkn u orpaskad ceer B riiasa (Ficken et al. 1971; Burtt 1986).

Bunumast spKocTh 0TpaskEHHOTO CBeTa OIIpeJiesiseT ero BIUIHUe Ha 3pe-
Hue. OHa 3aBUCHUT OT CIEKTPAJILHOTO MOJIOMKEHIS YaCTOTHOTO JUATIa30HA TI0-
TOKAa CBeTa OT 00BEeKTa U CIIeKTPAJILHOM UyBCTBUTEJILHOCTH ITpuéMHIKa. Do-
TOMeTpUYEeCKHe 3HAYEeHUI OTHOCUTEJIbHON APKOCTH JJId IIepheB OUeHb pas-
aoele: uépubie (0.51); cunue (0.65); kopuunessie (0.65); ceprie (0.67); sxénaTo-
3enéunie (0.69); kamranossie (0.73); opam:xkeBbie (0.84); :xkéarwie (0.91); Ge-
sabie (0.93) (Burtt 1986). OHu moxka3sIBaIOT, KAKOM IIBET HEOOXOMUM JIJIs MU-
HUMHI3AIIH OTPAKaTeIbHOM CIIOCOOHOCTH II0BEPXHOCTH, MEIIAIONIel 3PeHHIO.

TémHBIE KJIIOBHI, MAacKa, y3/IedKa UJIU MOJIOCKU Ha TJIa3axX MOTYT yMeHb-
ITUTH OJTUKY Y BUIOB, JOOBIBAIOIIUX IIHIILY IIPH IPKOM COJIHEYHOM CBETE B
OTKPBITOM MECTHOCTH. JTO IPEIIIOJIOMKEHIEe COOTHOCUTCS C HAJTUYNEeM YEPHOM
MAacKU IIPaKTUYEeCKU Y BceX BUJ0B CHETUPEH, a €€ BRIPaKeHHOCTh CHUYKAETCS
TOJIBKO y Te€X BHJIOB, KOTOPhIE yViKe Ha IIPOTIKeHNN MHOTHUX ITOKOJIEHUM KOp-
MSATCS B OCHOBHOM IIOJI II0JIOTOM JIeca.

Taxsxe TOOXOOAIINM IJI1 CHETHPEH IPOTrHO30M SIBJISETCS M TO, YTO Y BH-
JI0B, OOMTAIOIINX B IPKO OCBEIIEHHOM OTKPLITOM cpede, panyskHas 000JI09Ka
OJI:KHA OBITH TEMHOM, a Y TeX, UTO SKHUBYT HPU HU3KOM OCBEIIEeHHOCTH —
osemuoii. Ho mpuMeHeHHe aTOT0 IIpaBuUia MOKET OBITh OTPAHUYEHO, €CJIN
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pany:KuHa UMeeT HeIPOo3PpauHbIi CJIOM IO BHEITHUM IINTMeHTOM. Torma eé
IIBeT He moBJiuseT Ha 3penue (Burtt 1986).

5.2.3. Ileem 6 sawumHuvlx QYHKUUAX OKPACKU.: MAKMUUECKOe
UCNoOJIb308AHUEC PUCYHKOQ ONepeHUs KAK 3PUMenbH020 CU2HALA

AnmanTuBHO cpOPMUPOBABIIUICSI PHUCYHOK OIIE€PEHI MOKET OB PraTh-
CsI 0TOOPY XUITHUKAME B 3aBHCHUMOCTH OT TOI'0, KAK OH COOTHOCHUTCS C YCJIO-
BUSAMH BHeITHe# cpeabl. C apyroii CTOPOHEI, HA €r0 PACIIBETKY MOTYT IIOBJIH-
SITHh IPEeIIIOYTeHUs II0JI0BOro mapTHépa. B uTore maske ot pakKTOPHI MOTYT
He MMeTh PeIlalolero 3HaYeHNsI, eCJIN KepTBa 0ojiee MaHeBPeHHAa UJINA CO-
oOpasuTesIbHA, a 00pas3 KU3HN He II03BOJISET OIeHNBATH OKPACKY BO BpeMs
OpaYHBIX IIePEMOHMHI, IPOUCXOQAIINX, HAIIPIMEDP, B HOUHOe Bpemsa. Tem He
MeHee, CTeIeHb BJIMSIHHS TOI0 MJIM MHOI0 (paKTopa OYeHb CHJILHO KOJIeO-
JIETCS Y PA3HBIX CHCTEMATHYECKUX WJIN dKOJOTHYECKUX TPYII ITHUIL U JasKe
y OTHEeJIbHBIX BUIOB BHYTPH PoiA.

CHerupu UCTOPUUECKH UMEJI MOHOMOP(HYIO OKPACKY II09TOMY, KaK 1 y
OOJIBIIIMHCTBA TAKHX BUIOB, X CAMIIBI M CAMKH B OOJIBIIIEH Mepe Pa3aesIssioT
POIUTEIECKYE 00SI3aHHOCTH, YeM 9TO BCTPEUAETCA CPeIr TUMOPQHBIX BUIOB.
Hamnbostee pacupocTpaHéHHBIMUA 3AKOHOMEPHOCTSIMHU IJIsI IITHUIL C II0JOBBIM
IUMOP(HI3MOM ABJISETCS TO, UTO CAMIIBI, KAK IIPaBUJIO, sipye camMok. Mx orre-
peHure 3aMeTHee B Ce30H PA3MHOMKEHUS, YeM y He THe3IAIINXCI 0CO0eH.
Bapocieie miruirer sspue, yem mosiogbie (Andersson 1983; Butcher, Rohwer
1989; Savalli 1995). Bcé ato TpedyeT oT camIioB 0oJIee 3HAYUTEILHBIX oHEep-
FeTHYECKHX 3aTpaT: Ha Ce30HHOe (POPMUPOBAHIE APKOT0 OIIePEHIsI, HA IIPH-
BJIEUEHHE CAMOK I, KaK IIPABMJIO, HA 3allUTy THe3q0Boi Teppuropuu. Ilo-
9TOMY CAMIIBI «KOMIIEHCUPYIOT» 9TH IIOTEPH COKpAaIlleHUEeM CBOEr0 yIacTUsI B
3a00Te 0 TOTOMCTBE.

BoabmimECcTBO caMIloB BOPOOBMHBIX ITHUIL KOPMST cBouX ITeHIoB. OgHa-
KO CaMIIbl MOHOMOP(HBIX BHIOB CO 3HAUNTEILHO 00JIbIIIEI BEPOSTHOCTEIO II0-
MOTr'alOT HACHKUBATEL AMIIA, YeM CAMIIBI JUMOP(MHEIX. OTH JaHHLIE II0KA3hI-
BAIOT, YTO Ha IPHCYTCTBHE B I'HE3/Ie CUJILHO BJIMAET HAJINYNEe ITOKPOBUTEIIb-
cTBeHHOM okpacku (Savalli 1995).

OmHako ¥ 9TH IPABUJIA UMEIOT CBOM UCKJIIYEHHN, KOrIa JOCTUTAETCI
OIIPeIeJIEHHBIN KOMITPOMIUCC MEKIY KPUIITHYECKON U APKOM OKpacKkamMu. Y
MHOTHX IITHII, B TOM YKCJIe U Y OOJIBIIIMHCTBA BUI0B CHETHPEH, XapaKTepHEIe
I[BETHBIE IISITHA PACIIOJIaralTCsS TOJIbKO Ha JHUIIEBON YACTH I'OJIOBEI, TOpJIe
WJIA TPYIOH, TOTOAa KaK OCTaJbHOE OIlepPeHNe B OCHOBHOM MMeEET IIOKPOBH-
TeJILCTBEHHYIO OKPACKY. JTO M03BOJIsIeT op(PEeKTUBHO IIepeaaBaTh BHUIOCIIE-
MUPUIHBIE CUTHAJIBI 1 B TOKE BpeMsi OBITh He3aMEeTHBIMHE JJIs XUIITHUKOB
(Savalli 1995).

Kpome Toro, mTuiibl MOTyT HCIIOJIB30BATEH IIBETOBBIE OCOOEHHOCTH CBOETO
OIIePEHUs B 3aBUCHMOCTH OT CUTyalluH. TakTuueckas KOHCTPYKIIMS CHATHA-
JIa — 9TO TaKas 0COOEHHOCTh OKPACKM, KOTOpPAas II03BOJISET JIETKO YBHUIEThH CO-
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o0IIIeHre B OOHUX YCJIOBUAX 1, HA000POT, YBEJIUUHUBAIOT TPYIHOCTh 00HAPY-
SKEeHU ITUIIRI B ApyTrux. Takme 0cO0eHHOCTH IPOSABJISIOTCS TOJIBKO C YIETOM
YCJIOBUH OKPY:KAIIIEro (poHa, ero okpacku u xapakrepa ocserenus (Hail-
man 1977; Endler 1978, 1984, 1990; Savalli 1995). Pasimuns B ocBeIéHHo-
CTH PA3HBIX MECT OOMTAHUSI MOTYT OBITH BAYKHBIM (DAKTOPOM B 9BOJIIOIINH
IIBETHBIX oIITHYecKux curaasoB (Burtt 1986). Hampumep, eciiu B jtecax oua
HM3Kasd, a HaChIIIeHHOCTD IIBeTAa IIOBBIIIIeHA, TO Ha TAKOM (POHE BBIIEJIII0TCS
OeJible MJIN KEIThIe OITHYECKIe CUTHAJIEL.

HexoTtopsie 11BeTOBBIE Y30PHI MM ISATHA MOTYT UMETh 3HAYEeHNe TOJIbKO
B OIIpeNeJIEHHBIX YCJIOBUAX. B ogHOM ciydae KpacouHOCTb MOKET CJIYKHTD
CUTHAJIOM Ha PAaCCTOSIHUMU, B IPYIrOM — IIBETHBIE IISATHA, JOBOJILHO 3aMeTHBIe
BOJIM3H, 11y10x0 BUuAHBI Ha yaageHuu (Haillman 1977; Endler 1978; Butcher,
Rohwer 1989). Besioe 1saTHO HA IIOSICHHUIIE Y CHETHPEI MOKET BHIIEJIATHCI B
cyMpake Jieca, CIIOCOOCTBYSI JIyUIIell KOOPJUHAIINY YUJIEHOB cTau (IIaphl) IpH
IepeaBIKeHUN cpeau BeTOK U JincTBEI. C apyroil cTOpoHEI, HA pOHEe CHera 1
IIpH OBICTPOM B3JIETE KOHTPACTUPYIOIINE IIATHA OIePeHNsI MOIYyT HAPYIIATh
I1eJIOCTHOCTh IIepeaBUTraoIerocs o00beKTa, COMBAaTh C TOJIKY WJIU OTBJIEKATH
IIOTEeHIINAJIbHOTO XUIITHUKA, JaBasd BpeMs sKepTBe CKPBITHCS OT HEro B KycC-
Tax. JTa TUI0OTe3a 0COOEHHO IIpUMeHNMa K TeM IISTHAM, KOTOPbhIe MOTYT
OBITH BUIHBI TOJIBKO BO Bpems Bajéra (Savalli 1995).

Cy1irecTBoBaHIe IIIHPOKO PACIIPOCTPAHEHHBIX CPEeIH ITHIL TEMHBIX J0P-
3aJIbHBIX 1 CBETJIBIX BeHTPAJILHBIX ITOBEPXHOCTEH Tesia 00bICHSIETCS CO3/1a-
HHEeM Tak Ha3bIBAe€MOI IPOTHBOTEHU. JTO JOCTUTAeTCs YMEHbIIIeHeM OTpa-
SKEHMSI OT CIIMHHOM II0BEPXHOCTH 1 yBeandeHreM ot opromrHoi (Thayer 1896,
1909; Cott 1957; Ruiter 1956). Kpome Toro, Takoii TUII OKPAaCKH 3a CUET yBe-
JIUYeHUS KOJIUNYEeCTBA MEeJIAHMHOB MOKET IOBBICUTH YCTOMYUBOCTD IIEPheB Ha
CIIMHE K UCTUPAHUIO. JTO BaskKHee JJIsI YaCTO JIETAIOIINX IITHUII, YeM I MaJIo
IIOIBUKHBIX JKUBOTHBIX, 3aBUCSIIINX OT KPUIICKCA (CIIOCOOHOCTD M30eraTs Ha-
OJTIO eI MK OOHAPYKEeHUS OPYTUMU sKUBOTHBIMI). IloaTomy 3amiura oT
MEeXaHHNIeCKOro IIOBPEKICHIS MOMKET CUNTAThCSI Hanbojiee BepPOsITHOM IIPH-
YUHON MHOABJIEHUS TEMHOM J0pP3aJIbHOM IIOBEPXHOCTH Yy OTHIIL. Takasa pac-
IIBETKA TAKKe XOPOIIO COIJVIACYETCS C YJIYUIIEHHIEeM TePMOPEeTryJISIHM, II0-
9TOMY OHA YacCTO BCTPeUAeTCA Y MHOTHX *KUBOTHBIX (Savalli 1995).

Y cuerupeit oTmesbHBIE IIBETA OKPACKHU OIIEPEHUS MOTYT OBITH OT OXPH-
CTOT0, 3€JIEHOBATOT0 U KEJITOTO JI0 PA3JIMYHBIX TOHOB KPACHOTO MJIA OPAaH-
3KE€BOT0; OT TEMHO-0ypOro, KOpUYHEBOI'0 MJIH PHIXKEBATOr0 0 CBETJIO-CEPOoro,
u gaske Oesoro. TeMm He MeHee, IIPUHITUI 00Jiee TEMHOI'O BepXa U CBETJIOTO
HI3a COXPaHIeTCA IPaKTUIECKH BO BCeX Hapsgax y BcexX popM.

B saBucumMocTH OT cHUTyalluu, PHUCYHOK OIIEPEHMS CHETrHMpeM II03BOJIIeT
OTHIIe OBITH He3aMeTHOM MJIH, Ha000pOT, IIPUBJIEKATh BHUMAaHNE 0COOH IIPO-
THBOIIOJIOMKHOTO 11oJia. I1pu aToM cmocoOHOCTH cHerrpe ObITh He3aMEeTHBI -
MU, MCIOJIb3YsI BO3MOYKHOCTD CJIMBATHCA C OKPY KAIINM POHOM, OBIBAIOT
OYeHb OPUTHHAJILHBIMI. Ha mepBhIit BT, MeHbIIIe BCer0 MOKHO OBLIO ObI
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0JKUJIATH MIPHUCYTCTBUS XOTh MaJIeHIlIero HaMeKa Ha KaMyQJIsa:K B SPKOH
KPacHO¥ OKpacKe TPYyIN CAMIIOB, 34 UCKJIIOUEHUEM, II0KAJIYH, TeX CIIyJdaes,
KOI'/Ia CHErpU KOPMSTCS Cpeau KPACHBIX I'po3aei psaouubl. OmgHAKO 9TO He
Tak. JIereHaa o TOM, YTO CHETHPH IIPUJIETAIOT 3UMOM C «ceBepa» OCHOBaHA Ha
TOM, YTO 9TH IITHIIHI 3aMETHBI JIMIIIbL CPeIU TOJIBIX BETOK M Ha (pOHEe CHera.
He 3ps ux cpaBHUBAIOT ¢ €JI0YHBIMH UT'PYIIIKAMU 110 SIPKOCTH OKPACKI, a TaK-
sKe II0 CIIOCOOHOCTHM YKpalllaTh IIOKPHITHIEe MHeeM aepeBbsa. Ho Kax TobKo
HACTyIIaeT BeCHA, 9TH BHIOPKH MCUE3AI0T M3 II0JIS HAIero 3peHUsI, XOTsd Ja-
CTO OCTAIOTCA II00JIM30CTH. bosiee KOHTpacTHOE JIeTHee OCBellleHre 3aTeHIeT
SIpKHe YaCcTU HUKHEeI CTOPOHEI Tejia, a YéPHbIe KPBIJIbs U XBOCT, CJIMBASCH C
TEeHSIMH OT BETOK U JINCThEB, XOPOIII0 MACKUPYIOT ITHUILY. B momosrHeHue, TH-
X0e MOoBeJeHIe U CIIOCOOHOCTh 3aMHUPATh II03BOJIAIOT 3TUM II€pHATHIM OBITH
He3aMeTHBIMHU Jaske Ha TOPOJACKHUX YIHIIAX.

B camplil ya3BUMBIN HEePHOL KU3HU — BO BpeMs JIMHbKH — HEKOTOPHIe
caMIIbl CHerupes, BEIKOPMUBIIKE II03HUIHA BHIBOIOK, OUE€Hb aKTHUBHO Me-
asoT mepo (Newton, Rothery 2000). B pe3yabpraTe aToro oHM MOTYT T€PSTH
CIIOCOOHOCTh K MaHeBpeHHOMY I10J1eTy. OOBIMHO TaKHe HTHUIIBI JeP:KaTCAd B
TYCTBIX 3aPOCJIAX KyCTAPHUKOB, YaCTO C ITOKPACHEBIIUMI K 9TOMY BpPeMEHH
auctbamu. Ho ecaim 1 9TOr0o HemocTaToOYHO, TO CKPBIBASICh OT IIpeciieIoBa-
TeJIsA, ITUIA MOKET CIIyCKaThCA Ha 3€eMJII0, B IOMKYXJIBIHA JIUCTOBOM omas 1
JIOKUTHCS HA CIHHY, IOJIHOCTHIO CJIUBAsICH C OKPYyskeHHeM. Takue cirydaun
MOTYT IIPOMCXOIUTE KpaiiHe peaKo, Ho, TeM He MeHee, OHHU JOKA3bIBAIOT, UTO
CHETHPHU YMEIOT II0JIb30BAThCSI KaMyQISKHBIMUI 0COOEHHOCTIMHU OII€PEeHMI.

Eitte cioskHelt yBruaeTh HACHKUBAIOIILYIO KJIAIKY caMKy. B omacHoi cu-
Tyalliy OHA pacliojiaraeTcs B THe3Jle TaK, YTO CTAHOBUTCS HPAKTHYECKU He-
3aMeTHOI. XBOCT MOBOPAYMBAETCSI K CTBOJIY JIepeBa, OKOJIO KOTOPOTO YaCTO
pacrmoJiaraeTcss THe3I0. JTO II03BOJISIET XBOCTY He BBHIIEJISITHCA Ha (poHe Te-
Hell 0T coCeIHUX BeTOK. [lephs CIMHBI pacIIyIIaloTcsa U MOJIHOCTHIO 3aKpPhI-
BaIOT YEPHBIE KPLLIbSA, a UX KOPUYHEBATO-cepasi OKPacKa IIOMOTaeT CaMKe
CJIMBATHCS C OOIIIMM (POHOM: BETKAMMU K CTPOUTEILHEIM MaTepHraJIoM IHe31a.
ItoT adphekT eré OOJIBbINE YCUINMBAETCS, TAK KAK PaCIyIIeHHOe IIepo yBe-
JIMYMBAET PACCeMBaHNe CBETa, II03BOJISASI CUJIbHEe CMEeIINBAThCI JIyIaM, OT-
paskeHHBIM OT Pa3HBIX ITOBEPXHOCTel. XOPOIIo 3aMEeTHON 0CTaeTCs IpKasd
YépHasd IroJI0Ba, HO 1 OHA O0BIYHO YIAYHO IPAYEeTCI OT HAOJII0gaTe s 3a TEM-
HOU BETKOM, HABHCAIOIIEN HaJl THE3I0M, UJIN €€ OKPAaCKa CJINBAeTCSa C KOHT-
pacTHBIMU TeHaMu (puc. 51). IMeHHO m0aToOMy CHETHPH, HAX0IACh B THe3e,
IPeIIOYNTAIOT 3aTANBAThCA, YjIeTasd TOJbKO B cydae KpalHeH OIIacHOCTH.
Tax moCTyIIalOT 9TH IITUIIEI, KOT/Ia 0IAaCAIOTCSI 34 COXPAHHOCTD KJIagKHU (Ha
MIO3THUX dTallaX HACH/KUBAHUS), WM KOT/Ia HOBOPOKIEHHEIE IITEHIIBI eI
He yMeIOT pearupoBaTh HA OHACHOCTh M MOTYT III€BEJIUTHCS II0CJIe OCTaBJIe-
HUS POOUTEJIIMU THe3a.

CreneHnb BU3yaJabHOI0 appeKTa OT TJISHIIEBLIX ITOBEPXHOCTEH UEPHBIX
IIepheB TaKsKe YacTo 3aBUCHUT OT ocBemeHusa. Hanbonbimit adpperT qocTm-
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raeTcs JIUIb TP OOKOBOM OCBEIIEHUHU, KOTJIa ero O0JIeCK BHIHO CO BCEeX CTO-
POH, 0COOEHHO BOJIM3M, HO OH IIOYTU TEPSAETCS IO II0JIOTOM Jieca B paccesiH-
HOM cBeTe. fIpKoe BepxHee OCcBeIlleHre JHEM OTpaskaeTcsa OT YEPHOTO orepe-
HHS CKOpee B BHUe OJMKOB, KOTOPbIe, HanboJiee BepOsITHO, OYAYT CJIEIIUTH
HaO0JII01aTeJIsI, YeM HO3BOJIAT Pa3TJIAAeTh OUepPTAHUS IITUITHL.

Puc. 51. Hacmxusarormas camka cuerups. fkyrusa. @oro H.J.I'epmorenosa.

B 11e710M Bce oTu IprMephI IIOBEeeHUsI CHEeTUPe JeMOHCTPUPYIOT SIBHYIO
aIaIlITUBHOCTD UX OKPACKH, 0COOEHHOCTH KOTOPOIH YMEJIO UCIOJIb3yIOTCS IITH-
IIaMH B Ka'KJI0UM KOHKPETHOU CUTYallnH.

5.3. DU3UKO-XUMUUYECKHUE IPOABICHUST PYHKIIUHI
OMOXPOMOB, BCTPEUAMIIUXCI B HePbAX

HpI/ICYTCTBI/Ie HEeKOTOPHIX ITMI'MEHTOB B II€PbhAX YCHUJIMBAET UX 3alllUTy OT
6I/IOJIOI‘I/I‘E[eCROI‘O, Mexaumueckoro u YD BO3,D;€fICTBH£[.

5.3.1. Ycunenue npounocmu nepa

Pasnmunbie 6MOXpOMEI II0-Pa3HOMY BJIMSIIOT Ha CTPYKTYpPY Hepbes (Des-
selberger 1930; Danforth 1958; Brush, Allen 1963; Brush 1965, 1981; Voit-
kevich 1966; Burtt 1986; Roulin 2014). TémHbIe mepbs 00Jiee YCTONYUBEI K
IIOBPEKIEHUSIM U UCTUPAHUIO, YeM CBETJIbIe, N3-3a IIPUCYTCTBUSI IUTMEHTOB
(Averill 1923; Barrowclough, Sibley 1980; Burtt 1979, 1986; Savalli 1995).

MesaHuHBI IPEACTABIISIOT COOOM IIOJHUMEPHI C BHICOKOM MOJIEKYJISPHOM
Maccoi, KoTopble cBa3bIiBaioTcs ¢ 0eaxom (Nicolaus et al. 1964; Needham
1974) u 06pa3yoT HepaCTBOPUMEBIE TPAHYJIBI AUaMeTpoM 0Ko0Jio 0.2 MKM.
Ocasxmenne MeJIAaHOIPOTEMHOBBIX I'PaHyJI B Kope 1epa (Stettenheim 2000)
CBS3AHO C YTOJIIEHHEeM KOPTUKAJBHOTO CJI0S M yBeJIWYEeHUEeM KOJIHMYecTBa
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BSI3KOM KepaTHHU3UpyIoIeicsa cyocrauiuu (Spottel 1914; Voitkevich 1966;
Burtt 1986). Oto menaer mepo 6osee nmpounsM (BofitkeBuu 1962; Burtt
1979, 1986; Stettenheim 2000), 4T0 0COOEHHO BAKHO JJIsI IIOJIETHBIX IIEPHEB.

Kpowme Toro, mesraHompoTenHOBEIE TPAHYJIBI YCTOUUYMUBEL K JUATeHE3Y,
YBEJIMYNBAS CPOK CIIYKOBI cCodepsKallliX uX mepbes. Bo3meiicTBre BHICOKOM
TeMIIePaATyPhl 3aCTABJISIOT CYObeIUHHUIIBI oyMeJaHnHa CIITHBATHLCS BMeECTe,
obecrieunBas NCKJIIYNUTEIbHYI0 CTA0MIBHOCTD B Te€UEHHE JJIUTEILHOIO Bpe-
Mmenn. CaMbIil paHHUI M3 M3BECTHBIX COXPAHUBIIHNXCSI HCKOIIAEMBIX MeJIa-
HHUHOB OTHOCHUTCS K IIO3THEMY KaMeHHOYTOJIbHOMY Imepuony, ~ 307 MHUJIIIHIO-
HoB JieT Has3azx (Gabbott et al. 2016).

JlobaBiieHEe yMEePEHHOT0 KOJIMYeCTBA KAPOTHHOMUAA K IIePhsIM C MeJa-
HUHAMM, KaK, HAIIpUMeP, B sKEJITO-3€JIEHBIX IIePhIX, HE OKAa3bIBAET CYIIIEeCT-
BEHHOI'0 BJIMSHUSA HA COIIPOTHUBJIeHHe ucTupanuio. OqHako IpeBhIIIeHre
9TOM KOHIIEHTPAIINH MOKET CYIIIeCTBEHHO MOBJIMATH HA MUKPOCTPYKTYPY IIe-
peeB (Frank 1939; Rawles 1960; Brush, Seifreid 1968; Olson 1970; Johnson,
Brush 1972; Troy, Brush 1983). BuyTpenHuii cjI0i KJIETOK, 3AII0JTHEHHBIX
BO3IyXOM, B TAKUX IIePhAX MOKET ObITh YMEHbIIIEH UJIH BOBCE OTCYTCTBOBATD.
IIpu oTOM KOPKOBEIE KJIETKH, COAEePsKAIIe 3T OMOXPOMBI, IMEIOT YTOJIIIIEH-
HyIo Hapy:xkHyI0 KyTuryay (Olson 1970; Burtt 1986). Oguu manHbIe IIOKa-
3BIBAIOT OTCYTCTBHE PA3JIMYNN B CTOMKOCTH K MCTUPAHUIO KAPOTUHOUIHBIX 1
0eJIbIX IepheB, APYTHe — UTO TaKue MOOU(PHKAIINH, HA000pOT, €€ YBeJINIM-
BaoT (Burtt 1986).

OueBugHO, UYTO HOTPEOHOCTD B IPOUYHEIX II€PhIX, KOTOPAsa JOCTUTAETCSI
coyeTaHNeM XMMUYECKOT0 COCTaBa OMOXPOMOB M KepaTHHA, MOMKET JUKTO-
BaThb pacipeaesieHre TAKUX IUTMEHTOB B mepbax. MomeaupoBaHue Ipoiiec-
COB MCTHUPAHUS IIepheB IIPeJICKa3bIBaeT 00oJiee CUJIbHOE X IIOBPEsKIeHIe B
OOHHUX 00JIaCTSAX TeJia, YeM B Apyrux. Takum oOpa3oM, JOJITOBEYHOCTD IIe-
PbeB, MOKET OBITH OJTHUM K3 CeJIeKTUBHBIX (paKTOPOB B 9BOJIIOIINH UX ITBETA
U pucyHka. Bee ot coo0paskeHMs II03BOJIAIOT CPOPMYIHPOBATH PAI 3aKOHO-
MEePHOCTeH paclpeleseHus ITUTMeHToB B ortepernn (Burtt 1986).

Crmua, ckopee Bcero, IoJ:KHA OBITH 0oJIee OKpallleHa MeJIaHuHAMU, YeM
OpIoIIIHAasI CTOPOHA TeJsa. XBOCT, 0COOEHHO OOKOBBIE UACTU M KOHIIBI IIEPhEB,
OyayT IIPOIIMTAHBI MeJaHUHAMU B 00Jibllleil cremeHu, ueM cruuHa. CpemuH-
HBIe IIepbs 1 OOKOBBEIE Kpas BCeX IIepheB XBOCTA C 00JIbIINeil BEePOSATHOCTHIO
JIOJI3KHEI COZIepsKaTh MeJIAaHUHBI, UYeM JIpyTrue yacTu xBocra. MaxoBbie 00JIb-
Ille BCeX OCTAJIbHBIX IePbeB JOJIKHBI OBITH HPOIIUTAHBI MEJIAHUHOM. JTO
CBOMCTBEHHO 1 KaPOTHHOMIAM, €CJIM UX IIPUCYTCTBHE YCUJINBAET IIepPO.

5.3.2. Bawyuma om 6axkmepuil U NOBbLULEHHOLU 8JIANCHOCMU

BroxpoMEBI IIOBBIIIIAIOT YCTOMYHUBOCTD IIepa K PA3PYIIEHUI0 OaKTe PHUSIMIU,
KoTOpbIe obuTafT Ha mepbax (Burtt, Ichida 1999; Stettenheim 2000; Gold-
stein et al. 2004; Grande et al. 2004; Gunderson et al. 2008; Burtt et al.
2011). Hammpumep, mousennas 6axrepus Bacillus licheniformis cekpetupyer
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(bepMeHT, KOTOPEII pa3pyIaeT CTPYKTYpy [-KepatuHa mepa. Ilo mauubiM ps-
JIa MCCJIeIOBAHMM, YEpPHEIE IIePhs ¢ MEJIAHMHOM IIOPAKAITCSI MEHBIIIe, YeM
IIepbsd, B KOTOPBIX OH OTCYTCTBYET. JTOT BEIBOJ TAK:KE IIOMOT'aeT OObSICHUTD,
IIOYeMy IITHIIBI, KUBYIIIME BO BJIAYKHOM KJIMMATE, MMEIOT TEMHYIO OKPaCKy
(Burtt, Ichida 2004; Shawkey, Hill 2004; Gunderson et al. 2009).

TpaauiirmoHHo 3TO0 00BICHIIOCH TEM, YTO TaKas PACI[BETKA JIYUIIIHN Ka-
My Ik B 00JIee TEMHBIX, KOHTPACTHBIX II0 OCBEIIEHHIO ¥ BJIAKHBIX MECTaX
obmranmusa. OgHAKO OTMEUYEHO, YTO B TAKOM KJIMMATE IITHUIILI UMEIT 0oJIee
BBICOKYIO IILJIOTHOCTh HaceJieHnus OaxTepuii B onepernn. [losTomy mi1a moBEI-
IIIeHNsI YCTOMYMBOCTH K Pa3pyIlINTEJIbLHBIM OaKTepHuaIbHBIM (pepMeHTaM
BO3HUKAET 0oJiee BHICOKMI yPOBEHb MEJIaHHUHOB B IIEpe.

Ecnu ato Tak, To Apyras pyHKINA MeJIaHNHOB JOIOJIHIET IIPeruMYyIIe-
CTBA, II0JIyYaeMble ITUIIAMH B 00Jiee BJIaKHBIX YCJIOBUAX C YBEJIMUEHNEM X
OCAKIEHU B IIepbaxX. IIoCKOIbKY MeJIaHMHEI IOTJIOIIAIOT JIyYHCTYIO dHep-
THI0, TEMHOE OIIepeHNe XOPOIIO HArpeBaeTcs, II09TOMY TaKas OKpacKa Mo-
JKeT CII0COOCTBOBATH BBICHIXAHHIO MOKPBIX II€PhEB BO BJIAYKHOM cpeje, KOH-
HeHTpHupPYys Teiio B ux Mukpoctpykrype (Wunderle 1981; Burtt 1981; Gill
2007). Taxum oOpas3oM, B 3Ta 0COOEHHOCTH MOKET 00BACHITH mpaBusio I'J1o-
repa. OmHaxo B psage ciayyaeB HEOOXOIMMO YUUTHIBATD, UTO 3AIUATA IIePheB
OT OaKTepHil 3aBUCUT OT COCTABA BBIJEJEHHHM KOIMYMKOBOHM kese3nl (Shaw-
key et al. 2003c), a He OT HAJIUYUSI B HUX IIUTMEHTOB.

5.3.3. Bauwsuma om ynempaguonemosoao U3ayueHus

IIepns, comepsralirie MeJIaHUHBL 1 KAPOTUHOMUIBI, 00ECIIEUNBAIOT 3AIIUTY
OT BPEJIHOT0 BO3JIeMCTBUSA YabTpaduoaeToBoro usiryuenus (Porter 1967; Por-
ter, Norris 1969). IIpu aToM MeaHHUHBEI B OCHOBHOM €TI0 IIOTJIOIIAIOT, a Ka-
POTHHOUILI — OoTpaskaioT. IloaToMy oKHIaeTcs, 4YTO oTHM OMOXPOMBI OYOyT B
HaunOOJIbIIIeM KOJIMYECTBE IIPeICTaBJIeHbl Ha CIIMHHOI CTOPOHE Y JTHEeBHBIX
BUIOB IITHUII, OOUTAOIINX B 9KBATOPHUAJILHEIX paiiloHAX, HA OTKPBITHIX IIPOCT-
paxcTBax u O0osbiux BeicoTax. Ho Taxk kax YO muT B IIepByI0 oUepeanb J0JI-
SKEH 3allHIIATh JIETKO MOBPEekJaeMble KJIIETKY HePBHOM M PeIpOayKTUBHOMN
CHCTEM, TO, CJIEIOBATEJILHO, OH MOKET HAXOOUTHCS B KOMKe MJIM Hemocpes-
CTBEHHO BOKPYT YyBCTBUTEJILHBIX opraHoB (Porter 1967; Porter, Norris 1969).
B Takux cayvasx BHEITHUI IIBET MOKET HaXOIUThLCA II0J JeHcTBrIEeM 0TOopa
II0 JPYTUM XapPaKTePHUCTUKAM.

['1saHIeBRIN XapaKkTep IIOBEePXHOCTel HEKOTOPHIX IIepheB, HaIIpuMep, Ma-
XOBBIX M PYJIEBBIX Y CHETHPEH, BO3SMOYKHO, IMeeT He TOJIbKO BU3yaJIbHOe 3HAa-
YeHMe, HO U B KaKOM-TO CTEeIIeHU CIIOCOOCTBYET OTPAaKEHMIO M3JIUIITHEro KO-
audectBa costHeuHoi paguanuu u YO (Finger, Burkhardt 1994).

B cooTrBeTcTBHE BeceMy IepeduncIIEHHOMY BHIIIIE, CHETUPH MUPOBOI payHBI
JIIEMOHCTPHPYIOT 0JHOOOpa3re OKPACKH KOHTYPHOI'O OIIePEeHMsI, OTBETCTBEH-
HOTO 3a II0JIET. PyjieBble u MaxoBbIe Y BCeX CHETHUPEH YépHbIe, ¢ HA0O0JIbIIIeH
KOHIIeHTpAaIIuel symejIaHuHa B cTpyKkType. Kpome Toro, corsracHo oo1imm
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IpaBuIaM, 0ojee TEMHBIE (POPMBI CHETHPel 00MTAa0T BO BJIAKHOM KJINMAaTe.

W3 Bcero BhIIIE CKA3AHHOTO CTAHOBUTCS IIOHATHBIM, UTO COepsKaHIe OMo-
XPOMOB B II€PHSIX HOCUT B IIEPBYIO OUepeIb KOHKPETHBINA (PYyHKITMOHAILHBIIN
XapakTep: COXpaHeHe CII0COOHOCTH K IIOJIETY B PA3HBIX YCJI0BUSX. Buayaib-
HBIT 9p(peKT OT X OKPACKH MMeeT yiKe BTOPOCTEIeHHOe 3HAUEeHHE.,

5.4. DuauogoruvyecKkue CBoMCcTBA, PYHKI[UNU, TeHCTBHUSI
M acCOIlMAIlUM OMOXPOMOB IITHIL

BoapmmHCTBO KJ1aCCOB HUIMEHTOB UMEIOT JPeBHee IIPOUCXOKIeHNE 1,
IIPeskIie YeM IIBET CTAJ 3HAUYNMBIM (DAKTOPOM B SKU3HH, UTPAJIH IPYTHe BaK-
Hble Omostormueckne poJix (Britton 2008). Amasis turepaTyphl IIOKA3bIBAET,
YTO BCE OCHOBHBIE KJIACCHI OMOXPOMOB Y *KMBOTHBIX (KAPOTHHOMIEI, MEJIaHH-
HBI, IITePUHBI, HOPPUPUHBI, IICUTTAKOPYJIbBUHBI 1 PJIABOHOUIBI) IIPOSB-
JISIOT AaHTHOKCUJAHTHYIO aKTUBHOCTD B KHUBBLIX CHCTEMAaX M MOI'YT UMETh
mIeroTponHbie aperTrl B (prsmossorunueckux mpoieccax (McGraw 2005b).
[Tpu aToM 3a MHOMKeCTBEHHBIE 3p(PEKTHI MOI'yT OTBEYATh HEe CAMU IIUT'MEHTHI,
a UX IIPeIIIeCTBeHHUKHN, IPOU3BOIHbIE, NN PEryJISTOPhI UX 00pa3oBaHUA U
abcopoimu (McGraw 2005b).

5.4.1. Kapomunououvt

Bromoruyueckast posib KapOTHHOHUIOB OIIPEIe/IsIeTCsI 0COOBIMU CBOMCTBAMI
X MOJIEKYJI, 3aBUCUMBIMHU OT X XuMudeckoro crpoeuns (Isler 1971; Straub
1987; Krinsky et al. 1989; Britton et al. 2004, 2008; Chen 2015; Stange
2016; Yabuzaki 2017). JlnuHHBIE II0JIHMEHOBEIE TSI KAPOTHHOMUIOB CIIOCO0-
CTBYIOT TOMY, YUTO JIIOOO¥ M3 HUX MOYKET CYIIeCTBOBATH B pPsae reoMeTpuye-
ckux n3omepHbIX opM (Britton et al. 2008), BIUAOIINX HA WX JOCTYIIHOCTD
B rtuiie. Hukakwme cBsI3u He pa3pyIraoTcsa IpHu KOHPOPMAaIIMOHHBIX N3MeHe-
HUSX, IIPOUCXOQAIINX IIPKU CKPYUYNBAHUN UK n3rude mosekyJssl (Liaaen-
Jensen 2008). TaxuM 00pas3om, OMOZOCTYIIHOCTD IHC-M30MEPOB MOKET OBITH
BBIIIIE, UeM y IOJIHOCTRIO TPAHC-U30Mepa, TOraa Kak TPaHC-m30Mephl 0oJiee
pacipoctpaHeHsl B mpupoge (Liaaen-Jensen, Lutnces 2008a).

B pesyabpraTe apyrux CTpyKTYPHBIX 0COO€HHOCTEI KapPOTHUHOUILI YaCTO,
ecJIM He Bceraa, ABJISIOTCSI YacThbio ropasnao 0oJiee CI0MKHOM CUCTEeMEBI, HaX0-
JISICh B OPTAHU30BAHHBIX U YIIOPSI0UEHHBIX CYOKJIETOUHBIX CTPYKTYpax. by-
IIYYIU BBICOKO THAPOQOOHBIMU, OHU ITPOABJISIOT CUJIBHYIO TEHIEHITHUIO K arpe-
ranuy U KpUCTaJLJIN3alliu, 0COOeHHO B BOOHEIX cpemax. Ha dpusmueckue u
XMUMHUYECKHe CBOMCTBA KAPOTHHOMIA HeN30e:KHO BJIUSIIOT B3ANMOIEHCTBHII C
IPYTEMH MOJIEKYJIaMHt, TAKUMHU Kak OeJIKK U JINITUABL. B To ske BpeMs kapo-
THHOMIBI CAMU MOT'YT BJIUSTH HA COCEIHIIE MOJIEKYJIBI, CTPYKTYPY 1 CBOMCTBA
MATPHUIIBI, B KOTOPOM OHU HAXOOATCsI. BaamMmomeicTBIS MeKIy KapPOTHHOM-
JTaMu U OeJIKaMH OTMeYaeTcs y BceX BHIOB *KHUBBIX oprauuamos (Britton et
al. 2008; Britton, Helliwell 2008; LaFountain et al. 2015).

BocrpuuMumBoCTE 000TaAIEHHOM 9JIeKTPOHAMH II0JIMEHOBOI ITeITH K BO3-

Pyc. oprumon. aeypr. 2021. Tom 30. Dxcrpecc-poimyck Ne 2092 3355



IEHCTBUIO 2JIEKTPOPIILHBIMI pPeareHTaMM 1 OKHUCJISIONINMY PATUKAJIAMII,
JICKUT B OCHOBE II0BEIeHMS KapOTHHOMIOB B Ka4eCTBe AHTHOKCHUIAHTOB MJIN
npooxcuaanToB (Vershinin 1999; Britton et al. 2008). Bcé aTo BaskHO mis
(PYHKITMOHMPOBAHNSA 9THX COeIUHEHII, HAIIPHUMep, IIPH IIOTJIOIIEHII, OTPAa-
SKeHUU U M3JIYYeHUHN CBeTa, a TaK:Ke Ipu coope, Imepegade 1 pacCenBAHUN
9OHEPIHH, IIPU IIEPEHOCE dJIEKTPOHOB B OKHCINTEIbHO-BOCCTAHOBUTEIbLHBIX
peakKIlfugax, 3aliTe OT CBeTa U BPEeIHBIX U3JIyUeHNN, MeXaHnYeCcKoil cTaldu-
au3anuy MeMOpaHHbIX KoHCTpyKImit (Kohn et al. 2008).

[Ipexme uem yBeIMUYUTEH CBOE pa3HooOOpasue, sKUBbBIe OPTaHU3MBI IJIN-
TeJIbHOE BPeMsI Pa3BUBAJIN 3AIMUTY IJIA IIPEJOTBPAINeHN I MUHIMI3a-
UK yIIep0a uX OpraHu3My OT OKHCJIEHHUS, OII0CPEeJOBAHHOI0 aKTUBHBIMU
dopmamu kucaopoma (ADK), KoTropbie MOryT 00pa30BEIBATLCS B OpPraHU3Me,
HaIpuMep, Iod JeficTBreM cosiHeuHoro uaayuernus (Britton 2008).

AODK oTBeuarorT 3a BaskHbIe PU3NOJIOTHUYECKIE IIPOIIECCHI B OPraHU3Me,
BJIMAIOT HA OKHCJINTEJIHLHO-BOCCTAHOBUTEIBHEIN CTATYC KJIETKH, a4 B 3aBUCH-
MOCTH OT MX KOHIIEHTPAIIU BHI3LIBAIOT JIM00 IIOJIOKUTEIbHBIN (IIposnde-
palsa KJIETOK), JU00 OTPUIIATEIbHBINA OTBET (OCTAHOBKA POCTA WJIN THMOeJIh
KJeTok). Beicokme roureHTpainu ADK BBISBIBAIOT THOEIb KJIETOK U JasKe
HeKpo3 TKaHel, a crocooHocth ADK K ycuieHHUo mposudgepalinm KIeTOK
MOJKeT paboTaTh TOJIBKO IPHU NX HU3KOM KOHIIEHTPAIINN UJIN KPaTKOBPEMeH-
HoM BosnelictBun (Palozza et al. 2009). AOK mosasisgioTcss B opraHmu3Me 1 BO
BpeMs «paboTe» HEHTPO(MHUIOB, KOTOPHIE JIsI TOT0, YTOOBI OTPaJUTh Opra-
HU3M OT MHQPEKINH, aTAKYIOT 0aKTePUH «OKHCIUTEILHBIM B3phiBoM» (Britton
2008).

KaporuHouIbI MOTYT BHICTYHATh B Ka4eCTBe (PUJILTPA, IIPEISITCTBYIOIIETO
BpeIHOMY BO3IeMCTBHIO CBeTa Ha 4YyBcTBUTeJbHBIEe TKaHHU (Britton 2008;
Goralczyk, Wertz 2009), Tak Kak OHHU IIOOBEpP:KeHbI OKKCJICHNIO M OTHOCH-
TeJIbHO ycToMumBEL K BoccTaHoBaeHuno (El-Agamey, McGarvey 2008). Ouu
MOTYT JeHMCTBOBATHh KaK MOIYJATOPHI BHYTPUKJIETOUYHOI'O OKHCIHUTEIHHO -
BOCCTAHOBHUTEJIBHOTO CTATyCa, IIPEJOTBPAIAs UM YMEHBIIAasI OKHUCINTE Ib-
Hoe noBpexaerne JIHK, mununos u 6oenkos (Palozza et al. 2009). Oto Bax-
HOE CBOMCTBO KapOTHHOUI0B, 3AIIUIIATH OT OKHUCJIEHNA, MOMKET ObITh KJIIO-
YeBBIM TPeOOBaHUEM K UX 3(pPeKTUBHOCTH B JIIOOBIX OMOJIOTMYECKUX CHCTE-
Max. BoamoskHO, "KM3HE He MorJia ObI CyIIeCTBOBATHL Ha 3eMmJe, B e€ aspoo-
HOM aTMocdepe, 6e3 atux coequuennit (Britton 2008).

Kaporusouabl BriepBble HOABUJINCH Yy apXedaKkTepuil B KaUuecTBe MoJIe-
KYJI, YCHIUBAOIINX KiaeTounble meMOpaHsl (Vershinin 1999). Oto 6n1L10 HAa-
CTOJILKO JaBHO (4-2 MuIanapaa JieT Has3as ), YTO 0 CPABHEHUIO C 3TUM 9BO-
JIIOITHMST KapOTUHOMIHOM OKPACKH IePheB IITHUI HAXO0IHUTC JIMIITh HA HAYaJIb-
HOoM oralie pa3Butusa. Camoe paHHee MOsABJIeHNE KAPOTHHOUIOB B IIEPhIX
IOTHIL OBLJIO OOHAPY:KEeHO B maJjieolieHe (66-56 MJIH. JIeT Ha3a). OTo IPOHCXO-
110 B 13 pasHBIX 0TPAIAaX HEe3aBHUCUMO APYT OT APyra U B OCHOBHOM II033Ke
MHOIIeHOBOM amoxu (23 muH. et Ha3an) (Thomas et al. 2014).
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Byny4yu BKIIOUEHHBIME B 000JI0YKY KJIETKH, MOJIEKYJIbI KAPaTHHOUIOB
CHIKAIOT €€ TeKyYeCThb, II09TOMY CTA0MJILHOCTh MeMOPAHbBI KOHTPOJIHUPYETCS
UX KoJsmdecTBOM. KoOMILJIeKChI KapOTHHOMI0B 1 0eJIKOB (KapOTHHOIIPOTEH -
HBI) B OTKPBITBIX HAPYKHBIX CTPYKTypax, HaIIpuMep KyTHKYJIe paKooopas-
HBIX, PAKOBMHAX MOJLJIIOCKOB 1 KOKe UTJIOKOKIX, 00J1aJaI0T BHICOKOM YCTOM-
YHMBOCTBIO K BO3JEHMCTBIIO OKPYIKAIOIIEH cpeabl 0Jiarogapss B3ANMHOM 3aIIlH-
Te KAaPOTUHOUIHBIX 1 0eJKoBEIX yacTtei (Vershinin 1999).

YV MuaexomuTamomux penramIinyio poJib B YKPEIJIeHUN U IOA0ePsKa I
CTPYKTYPBHI MEMOpPAaHbI, OIITUMH3AIINN €€ CBOMCTB U JUHAMUKU, UTPAET XO-
necrepur. OgHAKO, pa3Mep ero MoJIEKyJI TAKOB, YTO OH BIIMCHIBAETCS TOJIBKO
B OJUH CJION MeMOpaHbl, 0OXBAaThIBAs JIUIIH €€ IIoJoBuHY. MoJjieKyJjia KapoTu-
HOHMJIA MMeeT IIOAXOOAIIYI0 JJINHY, YTOOBI IIPOXOIUTH Yepe3 BCIo MeMOpaHy
(Britton 2008). BaaumogericTBre aTUX ABYX KJIACCOB OPTaHMYECKUX COEIM-
HEHUH eIlé TOJIbKO M3ydaeTcsd, HO yiKe M3BEeCTHO, YTO UX TPAHCIOPT OCy-
IIIECTBJISIETCA COBMeCTHO (pasmes 5.5.2).

[TonsspubIe KapoTHHOUILI (JIIOTEHMH 1 3€aKCAHTHH) OTPAHUYINBAIOT MOJIe-
KYJIIpHOE IBUKEHUE JIUITUI0B U YBEeJIMYUBAIOT KECTKOCTH MEMOPAHBI B €€
KUIKOM COCTOSHHH. JTO COTJIACYETCS C UX POJIBIO «MOJIEKYJIAPHOM 3aKJIEII-
KI» KJIETOUYHBIX MeMOpaH. B-KapoTUH, KOTOPBIA HEe MOKET OBbITh 3aKpPeIlIeH
Ha MeMOpaHe TOJIAPHBIMHU KOHIIEBLIMU I'PYHIIaMU, HEe HMeeT 3Toro adpherTa
(Britton 2008). Ou yBesimuuBaeT ABUTaTeJIbHYI0 CBOOOAY JIUITUI0B. 3aKper-
JISISICh B MeMOpaHe, f-KapoTHH U B MEHbIIIeH CTeIIeHN KCAHTOWIIIIBI YBeJIN-
YHUBAIOT HIPOHUKHOBEHHE MAaJIbIX MOJIEKYJI B MOHOB B IIOJISIPHYIO 30HY MEM-
opausl. 'mapodpobmbIil bapnep 0oJIbIlle BHYTPH MeMOpaH, coaep:Kallnux Ka-
POTHHOUIEI, UeM 0e3 Hux. Korjga B JIMIIuIHOM 01CJI0€ IPUCYTCTBYIOT IIOJISIP-
HbIe KAPOTUHOUIHI, IIPOHUKHOBEHHE MOJIEKYJIIPHOTO KICJI0POIa B HETO OTrpa-
HuueHo (Britton 2008). Takxum o0pa3oM, oTH coeTUHEHUS, CKPEILIASI U YCU-
JIUBas MeMOpaHy, MOTYT BJIMATH HA aKTUBHOCTD KJIETOUHBIX PEryJIITOPHBIX
CHCTEM, U3MEHssI €€ TeKyYeCTh MJIM IIyTEM CTAOMIM3aIluU U 3AIUTH MEeM-
opamnoii cucremsl ot paspyierus ADK (Britton 2008).

Kaporurouasr Taksxe BIAXAIOT HA IIepegavy CUTHAJIOB KJIeTKaMK Ha YPOB-
He Oeska mau ero TpaHckpuiiuu (Palozza et al. 2009). Ouu MoryT Moy iu-
poBaTh: TUPPEPEHIIUPOBKY KJIETOK; IIPOIIECCHI, PeryInpyeMbie pakTopamMu
poCTa HUJIH PEeIOKC-CBSI3AHHBIMU TPAHCKPUIIIIMOHHLIMU (PaKTOpaMM; HeiCT-
BH€e TOPMOHOB, PEIeITOPOB, MOJIeKyJI aare3uun U 1tuToknHoB (Palozza et al.
2009).

Curnau 0jia gejieHus KJIETOK IIepenaercsa (pakTopaMu pocTa, KOTOPhIe
JIOCTaBJISIOTCS B KPOBOTOK, PACIIO3HAIOTCA M CBA3LIBAIOTCS PEIeITOPaMU Ha
IIOBEPXHOCTH KJIeTKH. KapoTHMHOMIBI MOTYT MOIYJIMPOBATH dKCIIPECCHIO PaK-
TOpOB pocta U ux perentopos (Palozza et al. 2009). OHn (IUKOINH) MOTYT
CHHIKATDH KOHIIEHTPAIIHNIO 0€JIKOB, CTUMYJJIHUPYIOIIUX POCT dIIUTEINAIbHBIX
KJIETOK U IOBBIIIATE (S-KapOoTHH) BHYTPUKJIETOUYHbIE YPOBHU HHTIOUTOPOB
HMX POCTa, MOIYJIMPYSI dKCIIPECCHIO KJII0UEeBBIX OEJIKOB B CO3PEBAHUH dHIOTE-
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JINAJIBHBIX KJIETOK 1 BOCCTAHOBJIEHHH COCYO0B mocJie moBpe:xkaeHus (Palozza
et al. 2009). OdperTs HEKOTOPHIX KAPOTUHOMIOB (JIMKOIMH, [-KAPOTHH U
JIIOT€UH) CBSI3aHbI C IIOBBIIIIEHHEM dKCIIPECCUH 0eJIKOB, CBI3aHHBIX ¢ qudde-
PEHIIMPOBKON KJIETOK. XOTSI MEXaHN3M BJIMSHUSA IIOKA He SICeH, HO, BO3MOK-
HO, JUKOIHNH MOKeT aKTUBHPOBATh, a [-KapOTHUH YCUJIUBATH dKCIIPECCHIO
sIIePHBIX TOPMOHOB M pelennTopoB peruronaoB (Tam sxe).

Anepubrit parTop Tpauckpuinn, oesiok NF-kB, urpaer xirrouesyo poJb
B PETYJISIINI KJIETOYHOM ITPOIN(pepaIiii, AIl0IITO3€e, BOCIIAIUTEILHOM 1 ayTO-
MMMYHHOM peakIngx, IIOCKOJIbKY OH PeryJInpyeT IKCIIPECCHIO T'eHOB, BOBJIE-
YEHHBIX B 9TH IIpollecchl. Kro sKcIIpeccus MM aKTHUBAINASA CBSI3aHA C peak-
e Ha OKucauTe IbHbBI crpece. Tem cambiM, ADK moryT BeICTYyIIATh B Ka-
YecTBe BAKHBIX MeIUATOPOB €r0 aKTHUBAIIUK. JTO IIOATBEPIKIAETCSI T€M, UTO
XOPOIII0 M3BECTHBIE MHAYKTOPHI aKTUBHOCTH NF-kB cI1ocOOHEBI TaKske BHI3HI-
BaTh yBeJauueHne BRIPa00oTKu BHyTpukaeToudHbix ADK. Otu manuble mos-
TBEPIKIAIOT ydacTHe KaPOTHHOKUIOB B OKMCINTEIBHO-BOCCTAHOBUTEILHOMN
perysamnuu NF-kB (Palozza et al. 2009). C npyroii cTOpOHEBI, 3aIIUTHAS POJIb
[-KapoTHHA B KJIETKAX, II0JBEPKEHHBIX OKHUCJINUTEILHOMY CTPECCY, 3aKJIIO-
YaeTcsI B ero cIiocoOHOCTH 9pPpeKTUBHO II0aBJISITh akTuBanum NF-kB u BbI-
PabOTKy HMPOBOCIAIMTEIbHBIX IINTOKMHOB, IPEeI0TBPAIAd BOCIIAINTEILHBIN
mpoirecc. ITOT apPEKT COIIPOBOKIACTCS CHIMKEHNEM dKCIIPECCHU PellernTopa
uHCyJInHOIomo0Horo paxropa pocra-1 (IGF-1R) u BHYTPHUKJIETOUHOIO YPOB-
g ADK. /Ipyrue MoJieKyJIbl KAPOTHHOMIOB TAKKe MOI'YT KOHTPOJHPOBATH
IIPOBOCIAIUTEILHBIX areHTOB Yepe3 MexaHu3M, BKJriouaoiuii NF-kB. Oaxk-
TUYECKH JIMKOIINH IIPeI0TBPAaIaeT aKTUBAITHI0 MAaKpoaroB, MHIYITTPOBAH-
HyIo raimaguHoM u uHTepgeporom (Tawm xe).

YcranoBiaena koppesanus Meskay 0ojiee BRICOKMM YPOBHEM KAapPOTHUHOM-
JIOB B ILJIa3Me KPOBHU UM CHIKEHMEM PHCKA CepIevHO0-COCYIHCThIX 3a00seBa-
Hu#i. OOHIM 13 BO3MOYKHBIX MEXaHU3MOB, IIPEIJIOKEeHHBIX OIS 00bIACHEHUSI
aToro apdperra, ABJIsIETCA (PYHKIIMOHAILHAS MOLYJIAIINASA IIOTEHINAILHO aTe-
POTeHHBIX IIPOIIECCOB, CBA3aHHBIX ¢ aHmoTeueM cocynoB (Palozza et al. 2009).
OnuuM 13 PaKTOPOB Pa3BUTHUS O0JIE3HU COCYI0B SIBJISIETCS OKHCJICHIE JIU-
IO POTeHOB Hu3KoM motHoctH (JIHII), mpuBoasiiee k dpopMupoBaHmio TaK
HAa3bIBAeMBIX «X0JiecTeprHOBBIX Ossamer» (Johnson, Krinsky 2009), koTtopoe
MOJKeT IIPeJOTBPAIIaThCA B 3aBUCUMOCTH OT HAJIMYKSA M COCTaBa TPAHCIIOP-
tupyembix JIHII xaporuronmos (pasmen 5.5.2).

Ocoboe 3HaveHMe MMeeT IIPUCYTCTBHE KAPOTUHONIOB B MUTOXOHIPUAX
MMMYHHBIX KJIETOK, TAK KAK OHM MOTYT CJIYKUTH JJIS 3AIUTHI CyOKJIETOU-
HBIX OpraHeJIJI OT OKHUCJIUTEILHOIO IIoBpeskaeHns. « Teopus crapeHuss MUTO-
XOHIPHUI» yTBEP:KIaeT, 4YTo oKkucauTeabHoe nospe:xaenue JJ{HK, 6enxos u
JUIUI0B HAKAILJIMBAETCS B MUTOXOHOIPHUAX B TedeHUe Bcell *KM3HH opra-
Hu3ma. JleficTBUTEILHO, MHOTOUHCJIEHHBIE UCCIeJOBAHMS COO0IIIaoT 00 yBe-
JIMYeHUHN OKNCJIHUTEJILHOTO MOBPEKIeHIA MUTOXOHIPHUI ¢ BO3PACTOM, UTO
IPUBOIUT K MX TUCHPYHKIINHA U oTepe crmocobHocTH npoaymuposats ATO.
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CrnenoBaTesIbHO, 9TO MOKET IPUBECTU K IIPOOKUCTUTEIHLHBIM H3MEHEHUSIM B
OKHCJIATEILHO-BOCCTAHOBUTEILHOM T'OMEO0CTa3e, OTTOKY MUTOXOHIPHUAIbHBIX
KOMIIOHEHTOB M YBeJIMUeHHU0 okucauTebHoro crpecca (Chew, Park 2009;
Ge et al. 2015). IIpenmonaraercs, YTo KaPOTHHOUIEI YCHUIMBAIOT KJIETOUHBIHN
MMMYHHBIN OTBET 3aIIIMTOHN 0T OKHUCInTe IbHOoro nospexaerus (Lozano 2001).
Br110 m1pensioske o MHOTO MEXaHU3MOB, C IIOMOIIBI0 KOTOPBIX KapPOTHHOM/IEI
MOTYT MOIYJIHUPOBATH UMMYyHHEIe oTBeThl. Hampumep, meficTBre aTUX coemqu-
HEHHUI MOKeT OBITH OIIOCPEIOBAHO IIyTeM UX IIPeBPAaIleHnsa B BUTAMUH A H,
0COOEHHO, B PETHHOEBYIO KHCJIOTY, CIIOCOOHYIO0 MOIYJINPOBATE quddepeHIf-
POBKY U IpoardepaIiinio MMMYHHBIX KJIETOK, aII0IITO3 U PEeryJISIINI0 TeHOB.
Jlpyroit MexaHM3M MOKET OBITh OCHOBAH Ha TOM, YTO BO3[eHCTBHE yJILTPA-
¢rostera crroco0HO MOAABJIATH HMMYHHBIN OTBET, HO KAPOTUHOUILI 00J1a-
IAioT (POTO3AIUTHLIMU CBOMCTBAMHE IIPOTHB aTOor0. Kpome Toro, aTu Berect-
Ba caMU II0 cebe MOIYJIHUPYIOT MHOTHE ACIIeKThI IMMYHHOM CHCTEMBI, B YaCT-
HOCTH, IPOJIH(pepaIiio JUMQPOIIUTOB 1 ITUTOTOKCUYIECKYI0 aKTUBHOCTD, IIPO-
IYKIIMIO ITUTOKKUHOB 1 aKTUBHOCTE (parorurapHbIx kji1eTok (Chew, Park 2009).

N3BecTHO, YTO IIPOSBJIeHNE KAPOTUHOUIHONM OKPACKU YACTO CBSI3AHO C
neticreueM crepouaHbIX TopMoHOB (McGraw et al. 2006). 9To MoKeT OBITH
pe3yJIbTaTOM HMMYHOCYIIPECCHBHOTO JeHCTBUS TECTOCTEPOHA, II09TOMY IIO-
BBHIIIIEHIE €T0 YPOBHS B II€PHO] PA3MHOMKEHIS IIPUBOAUT K 3aIlyCKy MeXa-
HU3MOB, IIPOTUBOCTOSIINX €ro mHaryoHomy BoaaerictBuio. OHO MOKET II0JIHO-
CTBhI0 KOMIIEHCHPOBATHCS MOBBIIIIEHHNEM KOHIIEHTPAIIMY B OPraHHu3Me MMEeH-
"o kaporuaHongoB (McGraw, Ardia 2007).

PaccmarpuBas nsyuenHbie PyHKIIIN KAPOTHUHOUIOB U UX IPOU3BOTHBIX
y PasHBIX OPraHU3MOB, CTAHOBUTCS HOHATHBIM, YTO O0IIAS CTPYKTYpa MoJIe-
KYJI, BU3HAYAJIbHO 9BOJIIOIIMOHUPOBABIIAA /IS YHMCTO MEXaHUYECKUX PYHK-
U B MeMOpaHax, BOBJIEKAsCh B 0OMeHHEBIE IIPOIIeCCh, BIIOCJIEICTBUH CTajIa
HCII0JIB30BATHCS U IJIs1 APYyTrux mesei. Cpeau 00IbIION KOJIIEKIIUN IPOLYK-
TOB paciaga KapOTHHOMIOB MHOIHE SIBJISIOTCS JIETYINMMI M BHOCSIT BASKHBIN
BKJIQJ B cocTaB PePPOMOHOB, a ¥ APYTHUX €CTh CBOM CIEeI[HMaIN3UPOBAHHEIE
dyuarmmn (Britton 2008; Wang 2009). KapoTrHOMIEI IBJISIOTCA HCTOUHITKOM
JIJISI CMHTe3a BUTAMUHA A B ero IIPOU3BOIHBIX, KOTOPBIE MOTYT OBITH OMOJIO-
TUYeCKH aKTUBHBIMHU MOJIEKYJIaMHU B (PYHKIIUAX, ITPUIHUCHIBA€MBIX CAMUM
kaporunougam (Britton et al. 2008). Burtamun A siBJIsseTcs aHTHOKCHUIAHTOM,
IIOBBIIIIAET YYBCTBUTEJIHLHOCTD KJIETOK K TOPMOHAJJIBLHBIM CTUMYJIAM BO BpeMsI
pocTta 1 qudpdepeHIIMPOBKHN TKaHe d9MOPHOHA, BKIIIOYAS CTUMYJISIINIO Pas-
JIMYHBIX IIPOIECCOB B KJIETKAX SIIUTEJIN, CIIEPMATOreHHBIX TKAHeH, HMMYH-
HOM CHCTEMHBI; yUaCTBYEeT B 3pUTEJIbHBIX POTOXUMUYECKUX IIPOIleccax, CHH-
Te3e CTePOuIHBIX TopMOHOB 1 Ap. (Blount, McGraw 2008). Tpu popmer aToro
BUTAMUHA: PETUHOJI, PeTHHOEBAa KMCJIOTA 1 PETHHAJb, — UMEIOT (PyHIaMeH-
TaJIbHOE 3HAUYEHIe, HO JeHCTBYIOT COBEPIIEHHO II0-Pa3HOMY.

Petunon obecmeunBaeT HopMaJIbHOE (PYHKIIMOHUPOBAHNE UMMYHHOM CH-
CTE€MHI, IIOBBINIAET 0aPbePHYI0 (PYHKIIHMIO CJANU3UCTHIX 000JI0OUEK, BOCCTAHAB -
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JIMBaET HOBPEKIEHHBIE JITUTEeINAIbHBIE TKAHHU, CTUMYJINPYEeT CHHTE3 KoJLIa-
rexa, cHm:kaeT ornacHocth ekt (Blount, McGraw 2008). PeturoeBas
KHMCJIOTA Y MJIEKOIUTAOIINX SBJISETCSI TOPMOHOM, PEryJIMPYIOIINM dIIIep-
MaabHBIHA pocT (Vershinin 1999), a e€ mpou3BogHOE y BCeX TO3BOHOYHBIX SIB-
JIAeTCsa OCHOBHOM CUTHAJbHOU MOJIEKYJIOM, KOHTPOJUPYIOIIEeN IMUPOKUN
CIIEKTP IIporieccoB. Bo Bcex 3pHUTEIbHBIX CHCTEMAaX PeTHHAJb MJIN OJIM3KO-
POACTBEHHEIE coequHeHna (H-p, 3-THAPOKCHPETUHAJIL) BXOOAT B COCTAB pe-
mentopoB cetuatku (pomomcuH) (Wyss, von Lintig 2018). Baepssie aT0 co-
equHeHNe OBLIIO «3aBepOOBaHO» B BUAe XpoModopa eIl y Tex ke apxedak-
tepuii (Vershinin 1999).

Kaporuronasl, He yuacTByoOIIIIe B CHHTE3€ BUTAMUHA A, TOKE MMEIOT
cBou «000UYHBIe» meticTBUs. (OCHOBHBIMU OMOXPOMAMU, IIPUCYTCTBYOIIITMU
B IJIa3ax, ABJSIOTCS Te ke KCAaHTOMMILIEI (JIIOTEMH 1 3eaKCAHTHH), KOTOPhIE
VEPEILISIoT KJaeTouHble meMOpans! (Schalch et al. 2009). O0menpuHaTO, 4TO
OHU CBSI3AHBI C 3AIATON CeTYATKU U €€ IUTMEHTHOTO SIIUTEJINI OT IIOBPEK-
neHus ceseroMm U kucgopogoM (Yeum et al. 2009) (mogpobHee B pasgeie
3.1.1). XoTs y IITHIL HET KEJITOTO IIITHA, HO Y HEKOTOPBIX U3 HUX UMEeTCs
OoraTas KoJIOOUKaMH CeTYaTKa, B KOTOPOM HAKAIJINBAIOTCA KAPOTUHOUIBI
CII0COOHBIE 00pa30BLIBATE APY3bl (mepemnesa Coturnix): JIOTEWH U 3eaKCAH-
tiH. OHM HemoCcpeICTBEHHO MOTYT CIIOCOOCTBOBATEH YMEHBIIEHHIO (POTOIIO-
BpeskaeHnil B ceTuaTke otux ntuil (Schalch et al. 2009). IlosTomy, BeposiTHO,
KapOTHHOUIHAS OKPACKA, 3aBUCAIIAS OT IIOCTYILJIEHUS B OPraHu3M MMEeHHO
9THX KCAHTO(HJIJIOB, 1 IIBETHOE 3PEHIe dBOJIIINOHpoBasi BMecte (Britton
2008).

Kaporurouas! mmpucyrcTByioT B ciepMe. OHE 3aIIHIIAIOT CIePMAaTO30UIbI
OT IIOBPEKIEHUS, YIYUIITAT UX KOHIIEHTPAIINIO, IIOJJBHUKHOCTD B MOPQOJIO-
rumo. IIpenmosraraercs, uro cumkernue koandecrsa ADK aBiserca ogauM us
OCHOBHBIX MEXaHHN3MOB, C IIOMOIIIHI0 KOTOPOI'0 KAPOTHHOMIBI MOT'YT YJIyUIIIaTh
Mysxckyio pepruabHocTh (Canene-Adams, Erdman 2009).

JIfoTenH, 11000HO PETHUHOJIY, ABJISETCA JOIIOJIHUTEILHLIM (PAKTOPOM PO-
CTa, a ero OTCYTCTBHE CHHUKAET OILJIONoTBOpsieMocTh aull. IIpenmomaraercs,
YTO B TMYHOM KeJITKe KaPOTHHOUILI 00eCIIeUYnBAa0T UCTOYHUK BUTAMUHA A
WJIA UHTAKTHBIX COeIUHEHUH IJI PA3BUBAIOIINXCSI 3aPObIIIe UJIN MOJIO-
Haka (Britton 2008). HemocTaToYHOCTH 9THX BEIIIECTB MOKET OT PAHHUYUTD
CITOCOOHOCTH CAMOK OTKJIAABIBATDH AHMIIA MJIN CHUKATH UX KadecTBO. [IoBbI-
IIeHNe KOHIIEHTPAIINY KaPOTHUHOMIOB B JKeJITKE CHIKAET €T0 BOCIIPUIMYL-
BOCTH K IIE€PEKNCHOMY OKHCJICHHUIO JINIIHI0B 1 YBEJIUUYNBAET BEIXKHBAEMOCTD
motomcrsa (Blount, McGraw 2008).

Bce xcanToduinbel, cyna mo BceMy, mMes: 0aKTepUITUIHBIN opdeKT, yBe-
JIMYUBAIOT BEIBOOUMOCTD SIHIl. BMecTe ¢ IpyruMu KapoOTHHOUIAMK OHU CTH-
MYJIIPYIOT IIOTJIOIIEHNE OPTaHU3MOM MeIH, KOTOpas BXOJUT B COCTAB JKHU3-
HEHHO BayKHBIX DEPMEHTOB, IBJISETCSI COCTaBHBIM KOMIIOHEHTOM BUTAMUHOB,
TOPMOHOB 1 IINTMEHTHEBIX BEIIeCTB, OKa3bIBaeT BIIMSAHYE HAa CUHTE3 IIOJIOBBIX

3360 Pye. oprumon. acypn. 2021. Tom 30. Dxcrrpecc-soiryck Ne 2092



TOPMOHOB, HOPMAJIN3YyeT PabO0Ty dHIOKPUHHOM CHCTEMbI, AKTUBU3UPYET UH-
cysmuH (Liaaen-Jensen, Lutnoes 2008a). AcrakcaHTuH 00J1a7aeT CHILHBIMHI

AHTHOKCUIAHTHBIMI CBOMCTBAMU W MMMYHHOM axkTuBHOCTHIO (Liaaen-Jen-
sen, Lutnoes 2008a; Chew, Park 2009).

5.4.2. MenaHnuHub, u Opyeue 6U0XPOMbBL

Cpenu MHOTHX HOTEHIINAJILHBIX (DH3UOJIOTHYECKUX PYHKIINN MeJIaHu-
HOB, KOTOPbIE BKJIIOUAIOT YKpPeILJIeHHe TKaHell, POTO3aIUTy U TePMOPEeryJisd-
IO, MAJIO U3BECTHA UX POJIb B KAUEeCTBe aHTUOKCUIAHTOB 1 UMMYHOCTHMY -
naropoB (Rézanowska et al. 1999). Oy- u peomeraHMHBI KaKk MOJIEKYJIBL, CO-
Iepsxallliie OKMCJIAIONINE M BOCCTAHABJIHBAIOIINE (PYHKIIMOHAJIbLHBIE TPYII-
IIbI, 00J18aI0T CIIOCOOHOCTBIO TACUTh AKTUBHEIE (DOPMBI KMCJIOPOda MJIHA a30Ta
C IIOMOIIIbI0 JOHOPCTBA miu 3axBaTa aJiekTpoHoB (McGraw 2005b). Ycroii-
YHUBOCTH K OAKTEPUSIM, COJTHEUYHOMY H3JIYUEHUIO U OKUCINTEILHOMY CTPEecCy,
MOT'YT OBITH HAIIPSIMYIO CBSI3aHBI C (PHU3UKO-XUMUIECKIMH CBOMCTBAMH MeJia-
aHuHoB (Ducrest et al. 2008).

MesnaHUHBI YKa3bIBAIOTCSI KakK II€HHBIE aKIIeIITOPHI CBOOOIHBIX PaIHKAa-
JIOB B TAKMX OopraHu3Max, Kak rpuosl (Shcherba et al. 2000), 3eMmHOBOIHEBIE
(Geremaia et al. 1984) u yenoek (Réozanowska et al. 1999; Kasraee et al.
2003). dumaepmaJsibHbIEe TKAHU (HAIIpuUMep, KOKa M CeTUYATKA) SKUBOTHBIX
YaCcTO CHUJIBHO MEeJAaHU3UPOBAHBI, 1 II0JIAraioT, YTO 9TO JOJIMKHO 3alHIIATh OT
Bpenuoro YO nanyuenusd. TeM He MeHee, HEKOTOPBIE THUIBI KJIETOK, HAXO0 -
Iecss BHEe KOMKHBIX IIOKPOBOB, TaKKe HAKAILINBAIOT MeJaHUH (HalIpuMmep,
TKAHU IIAIIEeBOA, HeHPOHbI, IMUTOBUIHAS KeJie3a, parouTsel). B atux ciry-
vaax (1, BOSMOYKHO, BO BCEX MEJIAHMHCOIEPIKAIINX TKAHIX) 9TU COeTUHEeHM I
MOTYT JeMOHCTPUPOBATH HIPAMOe yCUJIeHe PA00Thl UMMYHHOM CUCTEMBI 1
IIPOTUBOMHUKPOOHOM aKTUBHOCTHU, a TAKKe 3aIUTY KJIETOK OT OKHUCJIUTEIb-
Horo crpecca (Riley 1992; Mackintosh 2001; McGraw 2005b).

MeJ1aHHUHBI IBJISIIOTCS HEOTHEMJIEMBIM KOMIIOHEHTOM MMMYHHBIX OTBETOB
MHOTHX 0ec1t03BoHOYHEBIX (Sugumaran 2002). CyiecTByeT HeCKOJIbKO JOKA-
3aTeJIbCTB, CBA3BIBAIOIINX MEJIaHNHBI 1 HMMYHUTET Y IIO3BOHOYHEIX (HAIIPH-
Mep, JparommuTos, aKTUBHOCTD JIM30COMAJILHBIX (PepPMEHTOB, PEryJIAIlis II1-
TOKMHOB, IIpoayuuposanue okcuaa asora) (Mackintosh 2001). CmocobHoOCTE
MeJIAHMHOB CBS3BIBATh M U30JIMPOBATH TOKCUYHBIE METaJLJIBI MOYKET OBITh
eIrlé OMHOM JUHNEH (PHU3MOJIOTHUECKON 3aIIUThI OT OKHCJIATEJILHOTO CTpecca
y skuBOTHBIX (McGraw 2003; McGraw 2005b).

IInetioTponHbIle a(pPeKTHI KJII0UEBBIX PETryJIITOPOB MeJIaHOTeHe3a MOTYT
OBITH OTBETCTBEHHEI 34 IMPSAMYIO CBSI3b MEKIY OKpaIllNBaAHKEeM MeJIaHInHaAMK
U1 APYTUMHU (PEHOTUIINYECKUME WJIN (PU3UOJIOTUUECKUME IPU3HAKAMU V JTH-
kux m03BoHOUYHBIX (Ducrest et al. 2008). Menanokoptuasr (MC) — merntua-
HbIe TOPMOHBI, IIPOM3BOJHEIE IIPOrOPMOHA IIpoorrmoMesiaHokoptiaa (POMC),
JIeMCTBYIOT Uepes IATh cBoux perientopoB (MC1-5R), koTopble IpUHAIIEKAT
K ceMeMCTBY TpaHCMeMOpaHHBIX PellelITopoB, CBA3aHHLIX ¢ (G-OeJKoM m3
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cemeiicTBa pomoncuua. Heiipounsie u runmocdpusapusie MC neficTBYIOT Kak
HeHMpo- 1 9HIOKPUHHBIE (pakTopsl, B TO BpeMs kak MC mepudepuaeckoro
IPOMCXOKISHN UTPAIOT IIapa- 1 ayTokpuuuyio poau (Ducrest et al. 2008).

¥V nossonounrix POMC n usars reroB MCR BBICOKO KOHCEPBATHUBHEL. 3a
PEeOKHM HCKJIIOUeHNEeM, UX paciipenesieHre U PYHKIINNA B TKAHAX OTUHAKO-
BBI 111 OosrbpinmHeTBa BUI0B (Ducrest et al. 2008). IlociiemoBaTesibHbIE KJle-
TOYHO-CIIEITN(PUUECKIEe IIPOIECChl ¥ MOCTTPAHCISIINOHHbBIE MOIUMUKAIIII
aporopmora POMC reuepupyror kax muanMyM deTbipe nerruga MC (a-, p-
u g-MSH, u ACTH), a Taksxe oHIOP(PHUHBL. ¥ ITI03BOHOYHBIX KMBOTHBIX OCHOB-
HBIM MEeJAaHOKOPTHHOBBLIM PEIeITOPOM, YUYACTBYIINM B MeJaHOreHe3e U
dKCIIpeccupyeMbIM B Koxke, aBisercsa MC1R, zo u poasb npyrux MCR Henbas
MCKJIIYATD, IIOCKOJbKY OHH HAaNIeHBI B HEOOJIBIIIOM KOJIHUYECTBE B KOKe
muexonuTaomux (Ducrest et al. 2008).

Bananc mexay cuHTe3oM 9y- 1 PeOMeJTaHNHOB KOHTPOJIUPYETCS ArOHI-
cTaMH MeJIaHOKOpTHHA, cBsasbiBawmmmMucsa ¢ MC1R. Hanporus, cBs3bIBa-
HIe caMOro arOHIMCTa MK aHTarouucTa (Hampumep, oenka ASIP) ymeHbIIaer
WJIH OJIOKHpPYET BBIPA0OTKY ayMeJIaHMHA U BKJIIOYAET CUHTEe3 (peoMeTaHuHA
(Ducrest et al. 2008).

JlaHHbIe, IOJIyUeHHbIE B X0/ MCCIeJ0BAHNN Pa3H000Pa3HbBIX JKUBOTHEIX,
B TOM 4YmcJie 36 BHIOB IITUII, JeMOHCTPUPYIOT 3ABUCHUMOCTD Psaa IPU3HAKOB
oT okpacku. Oun mokassiBaoT, uTo M C IMOBBIIIAIOT (PePTUIHLHOCTD M BOCIIPH-
MMYHUBOCTh CAMOK K YXQKUBAHUIM CAMIIA; YBEJIMUUBAIOT PaO0TOCIIOCOOHOCTD
U CEeKCYaJIbHYI0 MOTHBAIIHIO CAMIIOB, YJIYUIIAIOT UMMYHHUTET; OKa3bIBAIOT I10-
JIOKUTEJIbHOE BJINSHIE Ha BEIPAOOTKY IIOJIOBBEIX TOPMOHOB 1 1p. (Quesada,
Senar 2007; Ducrest et al. 2008; Parejo et al. 2011; Nicolaus et al. 2016).

MeaHM3M 4aCcTO KMEeT KOpPeIupoBaHHbIe (PU3KMOoI0rmuecKre opPeKThI
(Ford 1979; Borowski 1981; Butcher, Rohwer 1989), uto MmokeT HpuBOIUTH
K reorpaduyecKy IPUBA3AHHBIM IIpeumylmecrsaM Mopd. OcHOBBIBAsICH Ha
oTHX 3(pdekTax, HarboJIee BEPOSATHO, YTO TEMHBIE 9yMeJIaHUHOBEIE 0CO0M Oy -
YT CeKCYaJIbHO 00JIee aKTUBHBIMH. JTO MOATBEPKIAETCS PII0OM HCCIIeI0BA-
HUM, B COOTBETCTBUH C KOTOPBIMHU M3MEPEHHBIN YPOBEHBb TECTOCTEPOHA TEM-
HBIX caMIIOB ObLI BhIIIE, yeM y cBeTJibIX (Ducrest et al. 2008). MC cmocob-
CTBYIOT arpeCCHBHOCTH, BBI3HIBAIOT BEIPAOOTKY PEPOMOHOB IIOCPENCTBOM HMX
ceaseiBaHua ¢ pererrropamu MCS5R. Kpome Toro, ¢ momoribio MCS5R merta-
HOKOPTHHBI YCUJINBAIOT dKCKPEIINI0 1 CEKPEIIO 9K30KPUHHBIX KeJIE3, KOTO-
pBIe, HAIIpHUMeP, YBeJIMUYHUBAIOT COepKaHue JUIHI0B Ha IIePhIX U yJIy4-
IIAaI0T UX BojooTTaakusamwiIue ceorictsa (Ducrest et al. 2008).

OmHuM M3 OCHOBHBIX PEryJISTOPOB PEAKIIMH Ha CTPECC SABJISEeTCSI TUIIOTa-
JnamMo-runocusapHo-HanmoueunukoBas ock (I'T'HO), koropas Braouaer uc-
II0JIb30BAHME TUIIOTAJIAMUYECKOr0 KOPTUKOTPOIINH- PUJIN3UHT-TOPMOHA, CTH-
MYJIIPYIOIIIETO B CBOIO OYepeIb TUIIO(PU3aAPHBIN PUTM aApEeHOKOPTHUKOTPOII-
goro ropmora (AKTI) u momosiHHTEeIPHO aKTHBHPYIOIIEr0 CHHTE3 TJIIOKO-
KOPTUKOMUIOB (KOPTHU30JI M KOPTUKOCTEPOH) myTéM cBasuiBanus ¢ MC2R B
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Haamoveunnkax. OksuBasenTHas [ THO ock Takske cylecTByeT B Koske U
OTBEYAeT 34 PeaKIINi0 HAa MEeCTHOe KOokHoe HampsskxeHnne. CTpeccopbl HHIY-
mupyioT peakmnuio ['THO, uro mpuBoauT K yBEIHYEHUO TUPKYINPYIOIIET0 B
kpoBu AKTT u rimokoxopTuronmos. MC MOIy IuPYIOT 3TOT CTPECCOBLIN OTBET
I'THO: a-MSH moBbIIIaeT yCTOMIUBOCTE K cTpeccopam, Toraa kak ASIP (cur-
HaJIbHBIA 0€JIOK aryTH) BhI3BIBAET IIPOTUBOIIOJIOKHBIN odpdekrT. IloaTomy
TEMHEIE 0CO0M MeHee UyBCTBUTEJILHBI K cTpeccoBbIM haxTopam (Ducrest et
al. 2008). MeraHOKOPTHHEL, a Tak:ke Tpunentus a-MSH, 6arogaps CBsI3bI-
Baawmio ¢ perenropamu MC1R, MC3R nu MC5R, yMeHBIIIaIOT OCTPOE aJLjIep-
TMYeCKOoe U CHCTEMHOE BOCIAJIEHNE, CeIITUIECKUH IIOK, 4 TAKKe YIYUIIaioT
BOCCTaHOBJIeHHeE I10csIe uinemun. Ilemrumer, mpoussogusie a-MSH, 6iarona-
ps cesa3piBaHmio ¢ MC4R obnagaoT sKaponoHmsKaoIeil akTuBHOCTRIo, a MC,
cBs3biBasich ¢ MC4R, cHIKAIOT alloIITO3, OKUCIUTEIbLHBIN CTPEece U IIoBpe-
senenne JIHK, soisBanunsie YO usiyuernueMm B koske (Ducrest et al. 2008).
Jemnenmeit veteipéx amuuokncI0T B reHe MC1R mosxeT OBITH 00yCJIOBJIEHA
BapHualiisa MeJIAaHHHOBOM OKpAacKH y ITHUIl. B pe3ysbraTe Uero KJIeTOUHBIH
MMMYHHBIHI 0TBeT, 3aBucainuit ot MC, y Takux BUI0B CTAHOBUTCSI MOPJgocIIe-
muduuasiM (Gangoso et al. 2011).

MC (ocobeuno a- u p-MSH, a TakKe UX dHIOIeHHBIN 00paTHBINA ArOHUCT
u agTaroaucT AGRP — cBsI3aHHBIH ¢ OKPACKOM aryTH IIEIITHI), UTPAIOT KJII0-
YEeBYIO POJIb B IIEHTPAJILHOM 1 IePUdpepruIecKoM KOHTPOIE dJHEPreTHYECKOr0
romeocTasa. B oTBer Ha yBemueHMe moCTyIIeHusa nHeynHa u jernruaa MC,
csaa3biBasachk ¢ pernenropamu MC3R u MC4R, ymeHbIIaoT IIoTpebIeHne
IIUIIH, KOOPIUHUPYIOT CTUMYJINPOBAHNE PACX0a dJHEPTUH, UHIYIIUPYS BbI-
PabOTKy TOPMOHOB IITUTOBUIHOM sKeJIe3bl, IIOBLIIIAI0T CKOPOCTH MEeTa00 13-
Ma 1 PU3UIECKYI0 aKTUBHOCTE. AGRP neficTByeT ¢ IPOTHUBOIIOJIOMKHBIM a)-
dexrom (Ducrest et al. 2008).

Takum obpasom, akTuBHOCTH MC CII0COOCTBYET YMEHBITTEHUIO MACCHI KU-
POBOI TKAHU Y B3POCJIBIX, M B KOHEUHOM HUTOTe IIPeoTBpaIiaeT N30bITOUHBIHN
Bec. MC Taksxe yBeITHUYNBAIOT PACXO0/] 9HEPTUH II0CPEICTBOM BBI3SBAHHOTO -
eToil TepMoreHe3a. B momoiHeHe K UX PEryJHPYIOIIEeMy BJIMSHUIO Ha II0-
Tpebsenne u pacxosn sHepruu, MC TakKe peryaupyioT rOMeocTas3 TJII0KO3bL.
OcHoBBIBasICH Ha 3THX dpeKTax, TEMHBIE 0COOM TOJIKHEI JIyUIIIe II0IIePIKI-
BATh 9HEPreTHUYECKUI 0aIaHC MeskIy IOTPeOIeHueM IIHIIHI U PACX0I0M dHep-
run (Ducrest et al. 2008). CooTBeTCTBEHHO, Y HUX JOJIKHEI OBITH B MEHBIIIEH
CTeIeH! BBIPAKEeHBI II0JIOCHI CyTOUHOro pocta (pasmes 5.1.3.), 4To moATBEpP-
SKIaeTCs PUCYHKOM OIIePEeHUs CaMbIX TEMHOOKPAIIIeHHBIX BUIOB CHETHUPeI.

XO0Ts IIepevncIeHHbIe BIIe JeHCTBUI MeJIAHOKOPTHUHOB IIPAKTUYECKU
SIBJISTIOTCS JIOKA3aHHBIMH, OTMEYalOTCs U JPyTHue BhI3bIBaeMble MU apher-
TBI, 110 KOTOPBIM KOJIMYECTBO MeHETUYECKUX M PapMaKOJIOTHUECKUX KCCJIIe-
JIOBAHUI OKA HeJ0CTATOUYHO. TeM He MeHee, YINTBHIBASA UX 3HAUEHIE, CTOUT
IIePEeYHNCIUTD 1 HeKoTopble u3d Hux. MC BausioT Ha pocT (IT0CPeICTBOM CBS-
apiBanusa ¢ MC2-4R), skckperruio HaTtpusd (¢ MC3R) u coH y TO3BOHOYHBIX,
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XOTS HET CBeJeHUM, YCUJINBAIOT OHY UJIX YMEHbBIIIAIOT 3T (PU3NOTOTHIECKHE
nporieccel. Monyaupyitormee neicteue MC ma mHepBHyo cucremy (MC3R u
MCA4R), sorunieniio (MC1R n MC4R) n sKCKpeIuio IPOoJaKTHHA 3aBUCUT
OT YPOBHSA MUTAHUSA ¥ KOHIIEHTPALINN CTEPOUIOB, 4 TAKKE OT JOSUPOBKU U1
nyTe BBemeHus aroumctoB u aurtarouuctoB MC. Haxouner, MC crumyau-
PYIOT II0BEIeHIEe 110 IOTATUBAHUIO ¥ 36 BAHUIO, [IOBBIIIAIOT CePAEUHO-COCY IH-
CTBIM TOHYC W CIIOCOOCTBYIOT pPereHepaliiy HEePBOB Y MJIEKOIIMTAIOIIUX II0-
cpencrsoM cBaseiBaHusg ¢ MC4R (Ducrest et al. 2008).

AxtuBarusa MC cucteMbl CB3aHA C TEMIAME Pa3BUTHA TOJIOBHOIO MO3Tra
B OHTOTeHe3€e. YUNTHIBAS POJIb 9TOI0 B PA3BUTUM YMCTBEHHBIX CITOCOOHOCTEIH,
MC MoryT BHOCUTD BKJIAJ B II0BEJIeHUECKIE U (PU3NOJIOTUIYECKIEe PA3JIMINSI,
Ha0JII0MaeMble MEXIy B3POCJIBIMH 0COOSIMU, ¥ BHEIIIHE ITPOSBJISIONINMICS B
Pa3HOM CTeIleH! IPUCYTCTBUSI MEJIAaHUHOB B OKpacke ornepenus (Scriba et al.
2013).

Kak u MemaHMHBI, ITepHUHBI MOT'YT TAKMKE CHHTE3UPOBATHCS HEe WHTEry-
MEHTHBIMH TKAHSIMH, IIPEsKIe BCero HMMYHHBIME KJIeTKaMu (HampuMep, Mo-
HormuTamMu 1 Makpodaramu) (Gieseg et al. 1995). I3BecTHO, UTO aKTUBAITHUS
MMMYHHOM CHCTEMBI (HAaIIpHMe), ¢ IIOMOIILI0 JIMM(OKHHOB, TAKKX KaK raMMa-
MHTeP(EepPOoH) CTUMYJIUPYET BHICBOOOKICHIE IITePUHOB (HaIpruMep, HeolTe-
pHuHA ¥ 7,8-TUTrHIPOHEONTePUHA) U3 MAKPOdaroB ¥ MOHOLIUTOB Y IPHUMATOB
(Huber et al. 1984). UMmMmyHHBIE KIIETKH, PEKPYTHPOBAHHBIE B MeCTa BOCIA-
JIGHHsI, YaCTO IIOABEPraioTCs BO3IEMCTBUIO PSOA IIOTEHIIMAJIBHO BPEIHBIX
A®DK, u oTTOK ITepHUHOB (PYHKIIMOHUPYET JJIA YIAJIeHUS CBOOOTHBIX paIu-
KaJIOB I YMEHBIIIeHIs OKMCJINTEILHOI0 cTpecca B uMMyHHOM cucteMe (Gleseg
et al. 2001; Duggan et al. 2002; Gieseg, Cato 2003; Oettl, Reibnegger 2002;
McGraw 2005b). Poab nTeprHOB Kak 3allUTHUKOB IMMYHHBIX KJIETOK HA -
CTOJIBKO BEJIMKA, UTO IIapaMeTPhl MX KOHIIEHTPAIIUU B CHIBOPOTKE KPOBU U
MOYe MCIIOJIb3YIOTCA B KAUeCTBe KJIIMHMYECKOro OmoMapKkepa MMMYHHOMI ad-
(bexTuBHOCTH ¥ JrOmeit. Hammpumep, mpu oTTop:keHNH aLJI0TPAHCILIAHTATA,
ayTOMMMYHHOM 3200JIeBaHUU, BUPYCHOIT/0aKTepruaIbHOM/TIapa3uTapHO MH-
dexrmmax (Margreiter et al. 1983; Fuchs et al. 1984; Reibnegger et al. 1984;
Wachter et al. 1989; McGraw 2005b).

Cy1recTByeT oOIIMpHAS IUTEPATYPa 00 AHTHOKCUIAHTHBIX (PYHKIIMIX
mopdupuHoB u ux mpous3BoaHbIX (Gardner et al. 1996; Day et al. 1999; Ka-
chadourian et al. 2003; Moreno, Osorno 2003; McGraw 2005b). 9ugoresHo
CUHTE3UpPyeMBbIe II0JIMEeHbI — ICUTTAKO(YIbBUHEIL, I0-BUANMOMY, TAK¥Ke 00-
JIagaoT AaHTHOKCUIAHTHEIM AeiicrBueM. OHM MOryT racuTh CBOOOIHEIE pa-
IUKAJIEL i1 Vitro, JeMOHCTPHUPYS CHJIbHOE MHTHONPOBAHNE 00pa30BAHMS TH/I-
porcuabHEIX pagukajoB (McGraw 2005b).

Kasxercst, 4To 0CHOBHOI CTPYKTYPHBIN IPHU3HAK, CBOUCTBEHHBIN BCEM
9TUM BBIIIEYIIOMSIHYTHIM KJIACCAM ITUTMEHTOB, JIESKUT B OCHOBE UX (PYHKITAHN
KaK IIPUPOIHBIX KpacuTesell 1 aHTHOKCHUIAHTOB. Bee aTi MOJIeKyJIbI MMEIoT
CHUJIBHO COIIPS*KEHHBIE CUCTEMBI C IBOMHOM CBA3bI0, UTO II03BOJISIET UM JIETKO

3364 Pye. oprumon. acypn. 2021. Tom 30. Dxcrrpecc-soiryck Ne 2092



IIOTJIOIIATE IIOCTYIIAIOIILYI0 COJTHEUHYIO dJIEKTPOMATrHUTHY 0 9HEePTHio, 0J1aro-
Iaps MaJIOM IIOTPEOHOCTH B 9HEPTHU JIA M3MEHEeHHS IIePEeXOqHBIX COCTOs-
HUH U, caemoBaTeabHO, nMeTh apkue 1nBera (Needham 1974; McGraw
2005b). OTH ke 0COOEHHOCTH MOJIEKYJI OTBEYAIOT 34 rallleHre CBOOO HEIX pa-
OUKAaJIOB KAPOTUHOUIAMM, MeJaHHHAMU, ITepUHAMH, IIOPPUPUHAMH U
IICUTTAKO(YIbBUHAMI, OIISThH K€ IIOTOMY, YTO M30BITOUHAS dHEPTHS MOKET

OBITH JIETKO IOIJIOIeHAa 1 paccesHa 1o Bceit mosierkye (Needham 1974;
McGraw 2005b).

5.5. OcHOBHBIE 3aKOHOMEPHOCTH MEXaHHU3MOB
oOpa3oBaHUSI PHUCYHKA mepa

[ITHIBI MCIIOB3YIOT H3MEHUYUBOCTD B JIETAJISIX OKPACKU OIIePEeHUS IJIs
UHIUBUAYAJbHOTO pacno3dHaBaHusa. OHM pas3audaioT APYyTUx ocobett, 0co-
OEHHO CBOMX «TOBAPHILEI», UICHTUDPUIIUPYI UX TAK Ke, KaK JIOOU Y3HAIT
IpyT Opyra, UCIIOJb3ys TOHKHE Pa3Jndusd B I[BeTe, popMe T'0JIOBBI U TeJIa,
mo3e u rosioce (Witschi 1967; Bostwick 2016).

[Ipupoma mporiecca, IPUBOOAIIET0 K 00PA30BAHUIO OIPeIeIeHHBIX PHU-
CYHKOB OII€PEHUS ITUIIHI, UX U3MEeHUYHNBOCTH, HEOJTHOKPATHO ObLJIA 00HEKTOM
CIIeITMAJIbHBIX HCCJIeq0BaHUIl. BEISCHEHO0, YTO COCTOSTHIE U CTeIIeHb 0(pOpPM-
JIEHHOCTH IIepa OTpaskaioT (PU3UO0JIOTUUYEeCKe 0COOEHHOCTY OpraHu3Ma IITH-
el (BoiitkeBudu 1962), Ha KOTOpEIE 0OJIBIITOE BIIMSAHNE OKA3BIBAIOT YCIOBHS
cpenbl. OmHAKO B IIeJIOM IPHCYTCTBHE, OTCYTCTBHE M XapaKTep OCAMKIeHII
OTHEJIbHBIX IINTMEHTOB CTPOT0 KOHTPOJIHUPYETCS FreHaMuU, JeHCTBHE KOTOPHIX
IIPOSIBJISIETCS ¥ PEKOMOMHHUPYETCS B IIPeAcKa3yeMbIX BapHUalliuaxX TaK ke, Kak,
HanpuMmep, PYHKIIMOHUPYIOT TeHbI, KOTOPhIe KOHTPOJIUPYIOT OKPACKY IJIa3 y
miogeit (Gill 2007).

5.5.1. MexaHu3mbv. 3anoJIHEHUA Nepbes MeaAAHUHAMU

OBOJIIOIIMOHHAS MCTOPHUS IPOIIECCOB IIUTMEHTAIINN HAa OCHOBE MeJIaHU-
HOB 3aHUMAeT 3HAYNTEJIbHO OOJIBIINI IIPOMEKYTOK BpeMeHH, UeM y APYTHX
ouoxpomoB. HMckommaemblie mepbsi CBUIETEIBCTBYIOT O TOM, UTO YEPHEIE 1 KO-
pHUYHEeBbIe MEeJAHUHbBI ObLIN YHACJIEIOBAHBI ITUIIAMI OT JUHO3ABPOB U CY-
MIECTBYIOT B OKpacKe BceX IITHUIL 110 KpaliHell Mepe B TeueHue 1mocjiesHux 160
mustroHoB JieT (Thomas et al. 2014).

MeaHUHEI IIPEICTABJISIOT COO0M reTeporeHHbIe TOJIMMEPhI, CHHTE3UPO-
BaHHBIE IIYTEM OKHCJIeHUI AMUHOKHCIOTHI THPO3HUHA C YUaCTHEM CBOOOIHBIX
paguKaJIOB B XOJIe IIPOIlecca, KOTOPBIH YaCTUYHO aBTOKATAJIUTUYEH, HO U3-
HavYaJIbHO TpeOyeT (pepMeHTATHBHONM aKTUBHOCTU MeIbCOIEepP Kalleil OKCH-
nassl — TupoauHassl (Durrer 1986; Hudon 2005). Ora tpanchopmupyerT TH-
po3uH B quruapookcudenunaanauud (DOPA), a 3atem B qonaksuHOH. Jla-
Jee, 100 B XOJle PeaKIInil ¢ yYacTHueM IMCTerHa 00pa3yioTcsa dpeoMeIaH!-
HBI, JI00 1101 IeiicTBreM (pepMeHTaTUBHOIO BO3IeHCTBUS 1 OKUCIUTEIHLHOM
IIOJIMMEPHU3AIINH IIPOUCXOIUT oopasoBaume aymeaanuHoB (Greco et al. 2011).
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[ITHIsI CMHTE3UPYIOT MEJTAHUHBI M3 aMHHOKHCJIOT, KOTOPhIE OHH MOJIYYai0T
n3 0eskoB B muIne. B MesaHoinTax MeJIaHUHBI (POPMUPYIOTCSI B BHIE I'pa-
HYJI, TO €CTh B CBI3aHHOM C 0eJIKOM BuIe (MeJIAaHOIIPOTEMHEI).

B mpoiiecce cuHTe3a MeIaHMHOB cHAYaja 00pas3yoTcs MeJIKHe $KEJIThIe
TpaHyJIbl, KOTOPEIE II0 Mepe YBEeJIMYEeH!s 1 HAKOILJICHUS CTAHOBATCSI OypPhI-
MU ¥ Y€PHBIMU. PasHuIla B MHTEHCUBHOCTH 3TUX OKPACOK OIIpeesIsIeTCs CTa-
e, Ha KOTOPOH IIpHu 00pa30BaHUI MEJIAHMHOB IPEKPAIaeTCs OKKUCIeHe
tupo3uHa. KomeuHsie rpamy bl MeJIaHUHOB IIPEICTABIISIOT OO0 BTOPUYHEIE
KOMILJIEKCHBIE CTPYKTYPBI M3 MEJIbUYANIINX MePBUYHBIX KPYTJIBIX TPAHYJI
(beomemarmMHA, KOTOPBIE 00PA3YIOT SIAPO, 4 MOJIEKYJIbI dyMeJIaHNHA arperi-
pyforcsa Ha ux nmoBepxuoctu (Ito 2006). IlasoukoBugHBIE TPAHYJIBEI dyMeJia-
HUHA JOCTUTAI0T HAMOOJIBIINX pPa3sMepoB, HaIpuMmep, 10 2.5X1X0.15 MKM y
rosnopu (UepHoBa u ap. 2004). OTHOCHUTEIBHOE COOTHOIIIEHUE Peo- U ayMe-
JIAHUHOBBIX T'PAHYJI ABJISETCS KJIIOUYOM K OKOHYATEJILHOMY OTTEHKY IIePheB
(Roy et al. 2019).

MeaHMHBI CHHTE3UPYIOTCA B IIMTOILIA3ME 0COOBIX KJIETOK C JJIMHHBIMUI
IUTOILJIA3MATUYECKUMH BEIPOCTAMHU — MeJIaHOITUTOB. B psame mcciemoBaHumi
IIPUHUMAETCS, YTO UX IPeaIIeCTBeHHUKN — MeJIaH00J1aCThI, IIPHO0peTaIoIe
II03HEee CIIOCOOHOCTH MPOAYIIMPOBATH IUTMEHT (MeJIaH0o(OPhI), 00pa3yIoTCs
y 3apoJbIllia OYeHb PAHO U3 KJIETOK HEePBHOTO I'peOHs II0C/Ie 3aMbIKaHUI
HEePBHOU TPYOKH, TO €CTh M3 9JIEMEHTOB TaK HAa3bIBAEMOI 9KTOME3eHXIMBI
(Rawles 1960; Durrer 1986; Boiitkesuu 1962). Ilocie odpasoBanus mesia-
HOOJIACTHI MUTPHUPYIOT BHYTPH oOMOPHOHA Ty4a, TIe UM IIPEICTOUT OCYIIeCTB-
JIATH CBOIO IeATEJIbHOCTD.

JleTanmu Murpauy IIATMEHTHBIX KJIETOK eIé TOJbKO BhIACHsSOTCA. Om-
HAKO ysKe M3BECTHO, YTO TpaHCcMeMOpaHHbIe PeIleITOPhI, BKJIOUYas 3(DPUHEIL,
OHIOTEJIMHBI U APYTHe MOJIEKYJIbI, HAIIPABJISIOT UX II0 MAPIIPYTy, BeIyIle-
My K TOYHOMY PaCIOJIOKEHHIO HA KOKe BJIOJIb JOPCOJIaTePATIHbHOIO IIyTH 9M-
opuona (Lima-de-Faria 2012). OxoHuaTe /IbHBIN IIyHKT IIyTEIIeCTBII MeJIa-
HOIIUTOB YACTUYHO 3aBHCHUT OT OPTAaHMU3AIMN BHEKJIETOUHOTO MATPHUKCA, B
KOTOPOM HPUHHMAIOT yIacTHe ceMaOPUHEI, CIIOHINHBI ¥ 00JILIION P IPY-
rux 6eskoB (Lima-de-Faria 2012).

B mokosmiemces mepbeBoM 3avaTKe MeJIAHOMOPHI HAXOMATCS B COEIITHII-
TeJIbHOTKAHHOM COCOYKe (IIyJIbIle), B HeIIOCPEeICTBEeHHOI OJIM30CTH OT BHYT-
PeHHEelH ITI0BePXHOCTHU IIUTEJINAJIBLHOI0 Yexanka. Bo BpeMs pocra 1mmepa 4acTb
KJIETOK «pe3epBa» MeJIAHOOJIACTOB TPAHC(OPMUPYETCS B MEJIAHOIIUTHI, KO-
TOpPBIE€ OTKJIAOBIBAIOT MEJAHWHBI yiKe HeIIOCPEICTBeHHO B dIUTEINAJILHBIE
KJIETKH, BCTYIIAsi C HUMU B TECHBIM KOHTAKT CBOMMM OTPOCTKaMu. Taxoi pe-
3€PB IIOMOJIHIETCS 3a CUET JIeJIeHN U YaCTUYHON MUTPAITNU MeJIaH00JIACTOB
u3 oKpyskalomieir nepmsl (BoiitkeBuu 1962).

Memnan0071aCTHI MOTYT QJINTEJILHOE BPEeMs COXPAHATH CBOM aMOPHOHAIb-
HEIN XapakTep, He 00pa3ys murMeHTa. ToJbKO IPU HAJIMYHY OIIpedeIEHHBIX
(pu3MOJIOTHYECKUX YCJIOBUM OHI CTAHOBSITCS MEJIAHOIIMTAMI ¥ CHHTE3UPYIOT
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ouoxpomsl (BoiitkeBuu 1962). ¥V HEKOTOPBIX IITHUIL B IUTMEHTAIINN d9MOPHO-
HaJILHOTO ITyXa MeJIAaHO(QOPHI BOBCE He MPUHUMAIOT YUACTHUA, NI AKTUB-
HOCTb X OYeHb MaJia, YTO He KacaeTcs CHEeTHPeH, TaK Kak IIyX UX HTEHIOB
MMeeT TEMHO-CEepPYI0 OKPacKy.

[Ipu panHeill aKTUBH3aIIMKU MeJIAHOPOPOB B BepPXHEH YaCTH II€PHEBOTO
COCOYKA YacTo HaOJI0JaeTcsa CKOIJIeHNe 3€peH IINTMeHTAa, paciioJiaramolie-
ecsd B MeskkJIeTouHoM npoctpaHcTBe (BoiitkeBuu 1962). OOBIYHO K€ 9TOT
IIPOIIeCC IIPOBOIUpPYeT AudPpepeHIINPOBKA CTPYKTYPHBIX 3JIEMEHTOB JIIUTE-
JINSI, OIIPedeJIEHHBIN YPOBEHb KOTOPOM 00sI3aTeJIbHO 9TOMY IIPEIIIecTBYeT.
Korga smuresmmasibHble KJIETKM HAYMHAIOT paciojararbesa pagamu (rpeo-
HaIM), PopMUPYA OyaAyIe paMychl, MeKIY HUMU BKINHUBAIOTCSI OTPOCTKH
IIUTMEHTHBIX KJIeToK. IlceBmomoauu cuIbHO BEITATUBAIOTCS, BpacTas B IIPO-
MEMKYTKH MEKIY SIUTEeINAILHBIMI KJIETKAMK. JTO IPOMCXOIUT OT IeHTpa
IIeHbKA K ero mepudepuu, IpernMyIIleCTBEHHO MeKIy PAIaMu KJIETOK, 00pa-
3yomuMu paguychl. KaskIpIil mepBUYHBINA BEIPOCT MEJIAHOIINTA, JOCTUTHYB
oIIpeneIEHHOM JJIMHBI, HAUNHAET BeTBUTHCS, IIePEeIlIeTAsICh C II0J00HBIMI
BBEIPOCTAMU JIPYTUX KJIeTOK. KOHUYMKM TaKUX BeTBel IIPUXOOAT B HEIIocpe-
CTBEHHOE COIIPUKOCHOBEHUE C KJIETKAMM M OTKJIAJBIBAIOT HA UX IIOBEPXHO-
CTH IIMTMEHTHBIE 3EPHBINIKH, KOTOPHIE IIOrpysKaioTcs B rmToriaamy (Rawles
1960; BoiitkeBuu 1962). KostrmyecTBo 000TaIiéHHbIX IUTMEHTOM KJIETOK JIIH-
Teausa OBICTPO Bo3pacraet. Jlajsee, Bo BpeMsa KepaTUHH3AIUN, 3épHA OMO-
XpoMa OKA3LIBAIOTCS 3aMYPOBAHHBIMI B POTOBOI CYOCTAHIINN SIIHTEINAIb-
HBIX KJIeTOK. Ilo Mepe pocra mepa Ha Hapy:KHOU (IOop3aJIbHOIT) CTOPOHE pa-
MYCOB M paxica OTKJIabIBAeTCs 3HAYNUTEILHO 00JIbIlle MUTMEeHTa, YeM Ha
BHyTpeHHel. Ero KoJimdecTBo B cTep:kHE YMEHBIIIAeTCSI OT BEePIIIUHEI K OCHO-
Bauuio. OUunH BOBCe He OKpAallleH, U B ero KJIeTKAaX BCTPEeYaloTCs JIUIIIb
oTHesibHBIE 3épHa MeaanuHa (BofiTkeBuu 1962).

[IpucyrcTBHE MeIaHO0JIACTOB OTMEYAeTC B KOJKe U IIePheBhIX 3a4aTKax
BCEeX IITHII, BHE 3aBUCHUMOCTH OT MX OKPACKH, B TOM YHCJIE U Y aJIbOMHICTH-
qyecKkux gopM. Bee mmpoiiecchbl 00pa3oBaHUs PUCYHKA OIIEPEHMsI, COOTHOIIIECHIIEe
OTKJIaIbIBAEMBIX 9y- M (peoMeJIaHMHOB PeryJIupPyIoTcsa TeHaMu depe3 MeJia-
HOKOpTHHOBYIO cuctemy (Roy et al. 2019) (pasmen 5.4.2).

5.5.2. Tpancnopm u abcopbyuus KapomuHouoos
npu opMuUpPOBAHUL JTUNOXPOMHOU OKPACKU MUY

Cam reHes3 KapoOTHHOUMIHON OKPACKHU OllepeHus u3ydeH cjiabo. MlapectHo
TOJIBKO TO, YTO IIepeaada IIUTMEHTOB B Iephs Y PAa BUIOB MOMKET HaX0-
IUTHCS 10 TOPpMOHAJIbHEIM KoHTpoJseM (BoiitkeBmu 1962; Goodwin 1984),
HO y OOJIBINMIMHCTBA BUJIOB IITUIL 9TOT IIPOIleCC KOHTPOJIUPYETCSA TeHaAMMH.
YcranoBieHo, uTo MexXaHU3MBI (POPMHUPOBAHUSI KAPOTUHOUIHON OKPACKHU
OIIepPeHUsI IIOSIBUJINCH B PA3HOE BpeMsI He3aBUCHUMO IPYT OT Apyra B 13 oTps-
nmax orutl (Thomas et al. 2014), T09TOMY KX IIPOIIECCHI MOTYT IIPOXOIUTH HE
omuHakoBo. J[axke B mpegesax omguoro poga (Pyrrhula) kamablii 13 ero BUI0B
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MOSKET CHJIBHO OTJIMYATHCS OT IPYroro HaJUYUeM, COCTABOM U CTEIIeHbIO
TpaHcPopMaIluu KapOTUHOMIOB, a0COPOHPYyEeMBIX B UX Iepbax. llpuuém B
9THX ITPOIleccax JOBOJBHO MHOI'O IIepeMeHHBIX, B Pe3yJIbTaTe Yero KapoTHU-
HOMJIHAS OKpacka oueHb uaMenunBa. [loaTomy eé mposiBieHmne B IIepBYIO oUe-
penb 3aBUCUT OT JOCTATOYHOTIO JIJIsI ee POPMHPOBAHMS KOJIMYECTBA IIOCTYIIA-
IOIMX B OPTaHU3M HTHUIIBI C ITHIIEH KaPOTHHOUIOB.

TpaHCIIOPT KAPOTUHOMUIOB OCTAETCA OSHUM 13 HanMeHee N3yUeHHBIX ac-
IIeKTOB B IMOHMMAHHNH IIPOIECCOB (POPMUPOBAHIS KAPOTHHOUIHOM OKPACKH
onepenusa (Hill 2002). IlosToMmy n3BecTHBIE eTaJIN 3TUX IIPOIIECCOB B OCHOB-
HOM IIOJIyYeHbI Ha IpUMepe APYTHUX *KUBOTHBIX 1 YeJIOBEKA.

IIepemeriienne Bcex MUTATEJILHBIX BEIECTB Y *KUBBIX OPTaHU3MOB OCY-
IIIECTBJISIETCS BOAHOM cpenoi ux KpoBeHocHou cucteMbl (Britton, Helliwell
2008). OgHaKo 9TO OrpaHUIYNBAET IIOCTYILJIEHHE B KPOBH THAPOPOOHEBIX MO-
JIeKYJI, TAKUX KaK KaPOTHUHOUIEI.

Brimenenue oTHX BellecTB M3 IIHINHM W IIOATOTOBKA K IIOTJIOIIEHUIO KJIET-
KaMU CJIM3UCTOI 000JI0UKH Kulteurnnka y ntull He nadydersl (Hill 2002). Posas
JKeJIyIKa B a0COpOIINY KapOTHHOUIOB 3aKJIIOUAETCS JIUITh B HHUITUAIIAN UX
BBICBOOOKIEHUS 13 IUIIEBOT0 MAaTPUKCA U IIEpPeHOoCce B JINIUIHYIO YACTh €Ibl.
[Tony4uaromiasicss Bo BpeMsI IepBUYHOI IIepepadbOTKU JIUITHTHO-KAPOTHHOM/I-
Hasg OMYJIbCHUSA IIOCTYIIAeT B IBEHAAIIATUIIEPCTHYIO KUIIIKY, TJe IO JeMCT-
BHEM KHCJIOT 1 (pepMeHTOB (JIMIIa3bl) pasMep 00pas3oBaBIIMXCSI JIMIIMIHBIX
KalleJIb YMEeHBIIAeTCsI, YTO IPUBOIUT K 00Pa30BaAHNI0 MUIIEJIJI CMEIIaHHOI0
cocraBa. KosmiecTBo KapoTHHOMIOB, HOIAMAOIINX B HUX, 3aBUCHUT OT HUX IIO-
JsIpHOCTH U cocraBa KupHBIX KucsaoT (Canene-Adams, Erdman 2009).

IIepen mepemelieHreM 1 XpaHeHUEM B PA3JIMUYHBIX TKAHAX KapOTHUHO-
HUIBI JOJIZKHBI OBITH OCOOBIM 00pa3oM «yIIakoBaHED. I10CKOIBKY OHM pacTBO-
PAIOTCS B skHpax, oHu morsomraioTces Bmecte ¢ HuMu (Canene-Adams, Erd-
man 2009), mosToMy UX 00MeH 1 TPAHCIOPT — 3TO €IUHBII IIPOIlece.

PacrBopénnble B MUIIe/I/IaX KAPOTHHOMIEI IIOTJIOIIAIOTCS KJISTKAMI CJIH-
3MCTOM 00O0JIOUKH KHIIIEYHNKA W TPAHCIIOPTUPYIOTCA M3 HUX B JIUMpaTmIde-
ckylo cucremy. Kax 1 gpyrue skMBOTHBIE, IITHUIIHI MCIOJIb3YIOT JIUIIOIIPOTENHEI
(JIII) gms mepeMertieHusa KapoOTHHOUAOB Yepe3 KpoBb. JIII — aT0 MosteKy1sap-
HBIe KOMILJIEKCHI C ITIOBEPXHOCTHBIM OEJIKOBBIM CJIOEM, KOTOPBHIF HAKPHIBAET
co00Ii JINTINIHOE SIapo, Oesias yactuity rugpoduabHoit (Hill 2002). B amma-
pate ['onbIKM OHTEPOIIUTOB KUIITEUYHNKA IIHUINEeBhle MHUIIEJIJIBI a0copoupy-
IOTCSA U yIIAKOBAIOTCS» B KpyIIHbIe yacTullkl JIII, HaskiBaeMble y MJIEKOITH-
rapiux xujgdomukpoHamu (XM). IIpu aToMm 00IBIIHHCTBO KUPHBIX KHUCJIOT
IIOBTOPHO 3TePUPUIUPYIOTC TJIAIIEPHUHOM ¢ 00pa30BaHUEeM HOBBIX TPHUAIIII-
rauiepuHoB (TAT). Sarem otu TAI cBsaspiBaroTest ¢ pocdoaummmamu, Xoe-
CcTepHHOM (CJIOKHBIMU d9PUPaMI) 1 CHEIN(PpHUIeCKIMHU alloIIPOTenHaMu (B oc-
HOBHOM ¢ Bioo) ¢ oopasosanuem JIII (Buyse, Decuypere 2015). B mi1asme
KPOBU YeJI0BeKA 00HAPY:KeHBI 110 KpaiiHeil Mepe 10 pas3/IMIHBIX TUIIOB aIlo-
IPOTEHNHOB, PA3JIUYAOIINXCA II0 Pa3Mepy, PeaKIIUsIM CO CIIeI(pHuIeCKIMUI
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aHTUTeJIAMU U XapakTepHoMy pacrapenenaennio B JIII pasubix ki1accoB. OTu
0eJIKOBBIE KOMIIOHEHTHI pab0oTaioT Kak CUTHAJbHbBIE BEeIeCTBA, HaIlpaBJIsaio-
mrve JIII x cnenmmdpmyeckum TKRAHAM MM aKTUBUPYIOIIHE (pepMeHThI, KOTO-
phIe JeHcTBYIOT Ha comepskumoe JIII.

[Toctynas B mumdarudeckyo cuctemy, XM mocTaBIsioTCa B KPOBEHOC-
HBIe cocyabl uepes rpyaHoit mpotok (Canene-Adams, Erdman 2009). Ogua-
KO y OTHIL JITM@paTHIecKas ccTeMa pa3BuTa cjiabo, 1 9TH HOBOOOpA30BaH-
aeie JIII mmomagaioT B BOPOTHYIO BEHY, IIOITOMY OBLJIO IPEIJI0MKEeHO UX HA3hI-
BaTh nporomukporamu (IIM) (Buyse, Decuypere 2015). Ouu, xax u XM, ocy-
IIIECTBJISIOT TPAHCIOPT 9K30T€HHBIX JUIHN/I0B 1 PACTBOPEHHBIX B HUX Be-
IIIECTB 13 KUIIIeYHNKA TJIABHBIM 00pa30oM B KHPOBYIO TKAHb, a X0JIECTEPHUHA
B meueHb. [locse Toro, kax IIM momagarmT B BOPOTHYIO BEHY, OHH TPAHCIIOP-
THUPYIOTCA B mederb. OOQHAKO TaM OHU He MeTa00IU3UPYIOTCS (BEPOSITHO, II0-
TOMY YTO CJIMIITKOM BEJIHMKH, YTOOBI IIPOHHUKHYTH B II€UEHOUYHBIE KAIIMJIJISA-
pbI), a mpoxonaT Tpaus3utom (Buyse, Decuypere 2015).

B xposu IIM moryT paspymarbes aunonporentiauiasoi (JIIIJI), maxo-
IANIENCcS Ha CTeHKaX KaIllUJLISIPOB, UJIN B3aNMOAEICTBOBATH C APYTUMHU JIU-
IIOIIPOTEMHAMHY KPOBU. JTH ITPOIIECCHl aKTUBUPYIOT BCTPOEHHBIE B 0€JIKOBYIO
obostoury I1IM amomporenHsbl. X0Ts y IITUIL HA00P 9TUX PEIIEIITOPHBIX 0€JIKOB
OTJIMYAETCS OT MJIEKOIIHTAIONINX, MHOTHE M3 HUX yiKe ObLIH HJIeHTHQUIIH-
POBAHBI U Y IITHUII, HO KX POJIb IIOKA II0JIHOCTHIO He BhIsicHeHa (Buyse, Decuy-
pere 2015).

JITIIJI cuHTEe3mpyeTcs KJIETKAMHU SKHPOBBIX M MBIIIIEUYHBLIX TKAHEH U MU-
TPUPYET Ha IIPOCBETHYIO IIOBEPXHOCTH OKPYSKAIOIINX NX KAIUJIJIIPOB, T/Ie OHAa
CTAHOBUTCS (PYHKIIMOHAJILHOM IIOCJIe IPUKPEILIEHUs K CTeHKe KaOWLIsapa
relmapuHOM, HO AaKTUBUPYETCA TOJIBKO CIeITNPUISCKIMI allOIIPOTeMHAMMH.
JIIIJI pacmennser tpuammaraunepussl [IM mo nu- m MoHOT/IMIIEpHUIOB, a
3aTeM 10 CBOOOTHBIX *KUPHBIX KHUCJIOT U TymuIieposia. JRupHbie KHUCIOTHI BHI-
CBOOOKJAI0OTCA B IIOPTAJILHYIO CUCTEMY, CBSISBIBAIOTCS C AJIbLOYMHHOM H IIe-
peHocATcss B MbIiteunble U sknpoBbie Tkauu (Canene-Adams, Erdman 2009;
Buyse, Decuypere 2015). B muInimnax sKupHbIe KHUCJIOTHI OKMCJIIIOTCS C IIOJIY-
JeHHEeM dHEePIUHU, TOTA KaK B QIUIOIINTAX *KUPOBOM TKAHU 3THU COeIMHEeHMSI
caosa BrJriouarorca B TAI' mia xpaumenus (Buyse, Decuypere 2015).

ITo mepe sumosimaa IIM tepsaroT 6oabirrmacTBO cBoux TAI, a oTHOCHTEIE-
HOe CcoJiepsKaHIe X0JecTeprHa yBeanunBaerca. Ilpu aToM ocTaioTcs JIUIIb
HebOopire yactu I1M, KoTopble IOrJIONIanTCsS B IIeUeHH. JTOT IIPOIlect OCy-
IIECTBJISIETCS C IIOMOIILIO PEIEIITOPHOT0 dHI0IIMTO3a U PEryJIUPYeTCsa aIlo-
mporerHaMuU. ¥ MJIeKonmuTaionux XM ImoydaioT aTu OeJIKM OT B3aMMOJIel-
CTBHUSA C IUPKYJIUPYOIIUMI B KPOBHU JIMIIOIIPOTEMHAMHE BBICOKOH ILJTIOTHOCTH
(JIBII). A y oTuil, BO3MO:HO, B IIeYeHN IMEIOTCS PEeIeIITOPhI AIIOIIPOTeHNHA
Bioo, ysxe comepsrartierocss B oobosouke IIM (Buyse, Decuypere 2015). Kon-
neutpamusa [IM B KpoBu IITHUIL B OCHOBHOM 3aBHCHUT OT CTATyCa HUX ITATAHUS
U COePIKaHUA JKUpPAa B IIHIIE.
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B pesyaprare smmommrosa kiaerkamu medenn TAIY, mocrasisemsbre 1TM,
KCIIOJIB3YIOTCA it pecurTe3a HOBBIX JIII. OHm y:ke B ocHOBHOM comepsxar
TAI', mosyuyeHHBIe 13 HEJIMIIHATHEIX IIPEIIIeCTBeHHINKOB. B COCTOSHMM CHITO-
CTH IIeYeHb COXpaHseT UK CeKpeTupyeT KaporuHouds! B Buge JIII oueHs
Huskoi mrorHoctu (JIOHII), mpengnasHaveHHbIe OIS IepeHoca d9HI0reHHBIX
auiunoB B skupoByio TKaub (Canene-Adams, Erdman 2009; Buyse, Decuy-
pere 2015). B JIOHII BuoBb oOopasosaruubie TAI' cobuparoTes BMecTe ¢ poc-
bomunumamu, xojrecTepuHOM (CI0MKHBIMU dPUPaAMU) U CHIeINPUISCKIMUI
aronporernHaMu (B OCHOBHOM Biop). ¥ dYes0BeKa aTOT 0€JIOK HaXOJIUTCS B CO-
craBe Toabk0 JIOHII u stumonporentos auskoit miaoraoctu (JIHII), u cBsa-
3piBaeTcsa ¢ perernropamu JIHII. MucynuH ctumyaupyer JumoresHes B IIe-
vyenn u cuaTe3 JIOHII, Torna xax TupokcuH, TJIIOKAaroOH 1 apeHaINH UMEIOT
IpoTuBOIIOI0KHBIE aperTrl (Buyse, Decuypere 2015).

Merab6osmam JIOHII moxosx Ha meraboausm IIM. B ranuisapax oHu
IIOABEPraiTcsa AefcTBUI0 (pepMEeHTOB TOUHO Tak ke, kak I1IM, a ux merabo-
JIuTHl ((KMpPHBIE KHUCJIOTHI) ImocTynaioT B Tkauu. B kposu JIOHII moay4aror
acpuprr xostecrepuna ot JIBII B 00Mmen Ha dochomumuabl ¥ TPUTIIAIIE PUIHI.
¥ mnexonuratomux amnonporeuH CII, aktusupytonuii JIIIJI, meperocuTes ¢
JIBII ma JIOHII. V moTuii ske TOJIBKO IIPEICTOUT OIIPEaeINTDh OKBUBAICHTHBIM
axtuBaTop JIIIJI. MurencuBuocTh nevicrsusa JIIIJI saBucut ot Bo3pacra u B
HEKOTOPOH CTEIIeHM OT HUTAHHUSA IITHUIII, a TAKMKe HaXOIUTCS 110 IJIaBHBIM
CTHUMYJINPYIOIINM KoHTpoJsieM uHcyanHa (Buyse, Decuypere 2015).

OcraBmuecs vactu JIOHII (JIII mpomeskyTouHOI IIJIOTHOCTH) BMECTE C
ocratkamu [IM cHOBa HapaBJIAIOTCA B IIeUeHb, Ile B HUX 3HAUYNTEJIHLHO yBe-
JIMYUBAETCS CoAepsKaHUe 9HIOT€HHOT0 X0JIeCTepHrHA, a TaKKe T00aBIISIOTCS
TPUTJIAIIEPUILI, KapOoTUHOUIEI, BUuTaMuH K u ap. Takum oOpasom oHU pemo-
nynupyioresa B JIHII. 3tu JIII B ocHOBHOM moOTJIONIAIOTCA KJIETKAMU II€YeHU
(70%) 1 mpyruMu TKAHAMH, a TAKKe C IIOMOIIIBI0 PEIeIITOPHOTO dHI0ITUTO3a
(Buyse, Decuypere 2015; Kosreman, Pém 2019).

ITocme mpuHATHS OUIMY KAPOTHHOMUIEI IIOABJISIOTCSA IIEPBBIME B XHJIO-
MHUKPOHHON (PpaKI[NKU KPOBH, HO IHK NX KOHIIEHTPAI[MU HACTYIIAeT Yepes
24-48 4 110CJIe IpHUéMA IIUIIKU. JTO BpeMs, He00X0IMOoe JIJI TPAHCIIOPTH-
POBKH KapoTHHOUAcoAep:kamx XM B meueHb, a 3aTeM IJIS CeKPeIi Kapo-
THOu10B B cocTaBe KomnoHeHToB JIHII (Canene-Adams, Erdman 2009).

Habmomaercs HekoTopas ceJIEKTUBHOCTh B TPAHCIIOPTE KAPOTHHOUIOB,
HO CIIeII(pUMYHOCTh UX cBsA3bIiBaHUA He sicHa (Britton, Helliwell 2008). B on-
HOM cJIydae IIOKA3aHO, YTO Y MJIEKOIIUTAIOIINX KAPOTHHEI UMEIOT TeHIeH-
mmio cBsa3biBaTthesa ¢ JIHII, Torma xax kcamrodumias: ¢ JIBII (Parker 1996).
B npyrom cnaydae, 3HaunTeIBHO II0O3:Ke, yTBep:kaaeTcsa oopatHoe (Britton,
Helliwell 2008). Mcxoas 13 JJOTUKH, 9TO MOKET 3aBUCETh OT 0COOEHHOCTe
dopmuposanmus satux JIII.

JIBII cuHTe3mpyoTCAa B IIeUeHU, HO IIOCTYIIAI0T B KPOBH B «HE3PEeJIOM»
BHJIe, UMes JucKoobpasHyio gopMmy. Tam, B3auMomeicTBYs ¢ KJIeTKaMU 1
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npyrumu JI1I, oEM 3aXBaTEIBAIOT X0JECTEPHH U IIPHOOPETAIOT IOJIHYIO cde-
puueckyio dopmy. Ilo cyru, JIBII npenunasHavens! g1 coopa M3JIUIIKOB (B
OCHOBHOM 9K30I'€HHOT'0) X0JIECTePHUHA M3 TKAHel, JOCTAaBKH ero B MeUYeHb U
IOCJIeIYIOIIeH IepepaboTKy Uan yaajleHud ¢ skéaubio. Torma xkax JIHII, za-
000pPOT, TOCTABJISIOT IIepepPadOTAHHBIN X0JIeCTePUH M3 IeYeHU B TKAaHU
(Kompman, Pém 2019). Kak u y muaeronuratoniux, JIBII cuuraiorcsa ocxos-
HBIMU IIePeHOCUMKaMU XoJiecTepuHa U ocpomunumon y mruil (Buyse, De-
cuypere 2015).

XoJiecTepuH UTPaeT BAKHY POJIb B HAKOILJIEHHH KAPOTHHOHUIOB U
OKpacke mepbeB Ha ux ocHoBe y BbiopkoB (Hill 2002). B mpoiiecce morJiore-
HHS 9TOT CTePUH cHavaJIa JokaJIudyeTcs Ha mosepxuoctu JIII Bmecte ¢ doc-
domumuaamu. OgHaro depMeHT JISIUTHHX0IeCTepUHAITIITPpaHchepasa aTe-
pUQPHUIIEPYET ero J0 3hrpa, KOTOPHIHA U3-3a BRICOKOM I'APOdOOHOCTH IPOHH!-
kaet B aapo vactuiiel JIII, ocBobosxmas mecto Ha mosepxuoctu (Canene-
Adams, Erdman 2009).

AHAaJIOrHMYHO XO0JIECTEPUHY, KaPOTHUHEI TOKE TJIYOOKO IIOTPY:KAI0TCA B
saapo JIII, Ho aumb 6oratoe TAI'. Torma kak moasIpHBIE MOJIEKYJIBI KCAHTO-
usIoB, MMes apyrue PyHKIIHOHAJIbHEIE TPYIIIIEI, C O0JIBIIEH BePOITHOCTHIO
HaXOJSATCs BOJIM3U TOBEPXHOCTHOIO CJI0S BMecCTe ¢ OesikaMu, dpocdostummia-
MU U YACTHYHO MOHHU3UPOBAHHBIMU KUPHBIMU KHUCJIOTAMU, YTO 00JIee CBOI-
creerno JIHII. Brickasano mpegmososkenmne, uTo 0Jarogaps TAKUM CBOMCT-
BaM KCAHTOQMJLJIBI MOTYT UMETh JIYYIIYI0 OMOJOCTYIIHOCTD M Jierde BKJIIO-
YaThCs B JIUIIMAHBIE KAILJIH, YeM KapPOTHUHEI, KOTOPhIE JOJIKHEBI IPOHUKATH B
JIII riryosxe (Canene-Adams, Erdman 2009). Iloany4uaercs, 4To KapoTUHEL B
ocHOBHOM TpaHcmoptupyiorcs BMecte ¢ TAI' (IIM), a kcaunTodHIIBI JIETKO
BKJIIOUAIOTCA BO Bce ocTasbHBIe TpaHcrmopTeps! (JIBII, JIHII), comep:kariue
xoJiecTepuH u ero cuyTHuku. Ho Tak yu 910, elre mpeacTouT BBIACHUTS.

TaxuMm oOpas3om, cyIIecTByeT II0 KpaliHel Mepe TPH Pa3HBIX MexXaHu3Ma
oOMeHa KHPOB B OpraHu3Me sKHBOTHBEIX. OIHH cHeInaInu3upyeTcs Ha J0-
cTaBKe U pacipenenennn B Tkauax TAIL, mpyroit — xomecrepura. A TpeTuit
HaIIpaBJeH Ha cOOp M3JIUIIKOB (3K30MeHHOT0) X0JIeCTepHHA 13 KPOBHU 1 TKAa-
Hell, obecIieunBas ero JOCTABKY B IIeueHb. BaammogeicTBre 3TUX MeXaHM3-
MOB II03BOJIsET 9(pPEKTUBHO MCIOJIbL30BATDH JUIUIBI KAKI0T0 BUOA, HO IIpe-
IISTCTBYeT U30MpPAaTeJIbHOCTH pacupeaeIeHus KapOTHHOMIOB.

Tpancmoptupyemsie B IIM skupopacTBoprMBIe OMOXPOMEI OYIYT PACIIPO-
CTPAHATHLCA B OpTaHU3Me B 3aBUCHUMOCTHU OT CTEIIeHU OIpeaesIeHHBIX B3au-
monetictBuii. Bo-mepsrix, B KpoBu JIII MoryT oOMeHHBaTHCA MeK Iy COOOI CO-
nepsxuMbIM. [Ipu atom IIM B ocHOBHOM TepsioT xosiectrepuH. Bo-Bropnix, [IM
nmocraBiaioT ak3orenHble TAI' HelmocpeICTBEHHO B KHPOBYIO TKAHB 0€3 I10-
nagauaus B mevedsb u yuactus JIOHIL. CooTrBeTcTBeHHO 9TOMY IIPOMCXOIUT
IIePBUYHOE paciipeieseHie IIUIeBhIX KAPOTUHONI0OB B OpraHu3Me IITUIIEI,
II0CJIe KOTOPOr'0 OCTATKH 3TUX OMOXPOMOB IIOCTYIIAIOT HA IIepepabOTKy B IIe-
vyeHb B cocTaBe octaTkoB IIM. IIpu sToMm cBsI3aHHBIE ¢ X0JIeCTepHUHOM U dOC-
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bonmunmumaMu KapOTUHOUIEI B OCHOBHOM JOCTABJIAIOTCS B IIeUYeHb, OTKYIa
yske pacapocTpaHsaoTcs Bo BHeneueHounble Tkauu JIHII. Posis B aTux mmpo-
meccax ocqoIUIHUI0B U TO, KAK OHU PACIIPENe/IsiOTCI B OpraHu3Me, Ipak-
TUYECKU He U3ydeHa, TOTJa KaKk MMeHHO BMeCTe ¢ HUMH KAPOTHHOUIHI MOTYT
JIOCTaBJIATHCS B PACTYyIIee Iepo, The 3TU JIMIINIEI UCIIOIb3YIOTCA B OOJIBIIIIX
KOJIMYECTBAaX JJIs1 00pa3oBaHUA KJIETOYHBIX MeMOpaH.

Jlo HegaBHET0 BpeMeHH IIPeaoJIarajoch, 4ToO IPOIlece IIOTJIOMIeHUS 1
TPAHCIIOPTA KAPOTHHOMIOB IIPOUCXOOUT IyTeM IIacCuBHOM auddyasmu. Of-
HAKO PsJ JAHHBIX yKa3bIBaeT HA BO3MOJKHOE BOBJIEUEHHE B 9TO AKTHUBHBIX
ITPOIIECCOB IIPH yUacTuu cUTrHaILHEIX OesrkoB (Canene-Adams, Erdman 2009).

ITo HeMHOTOYMCIIEHHBIM MCCJIEIOBAHUSAM M3BECTHO, uTo y IrTull, (Kudoci-
mus ruber) JIBII moryT cocTaBissTh 0K0J10 17% 0€JIKOB ILJIa3MBI, B TO BpeMsI
KaK Yy MJIEKOIIUTAIOIINX X KOJHUYeCcTBO Bcero okoJio 1.5% (Rattus) (Trams
1969). 910 MoKeT OBITH UX ajanTalueil i IepeHoca 3HAUNTEIHLHO 00JIb-
IIIeT0 KOJHYEeCTBA JINIINI0B, HEOOXOIMMEBIX JJIsI 00ecCIIeUYeHUs d9HEePTOEMKOI0
moJiéta u 0oJiee BBICOKOM TeMIiiepaTyphsl Tesia. C yuyerom Toro, uro 83-92%
BCEX KapPOTHHOM/IOB ILJIa3Mbl KpoBH mepeHocsarcsa nmeHHo JIBII, a ocranpHbIE
8-17% — JIHII (Fox et al. 1965; Trams 1969), mojsiyuaeTrcs, 4T0O TAKOH «IIepe-
KOC» CIIOCOOCTBYET M YCBOEHHIO OOJIBIIIEr0 KOJIMYeCTBA KAPOTHHOMUJIOB IITHU-
IHaMM, YeM MJIEKOIUTAIIIUMU. TakuM 00pas3oM, IIOrJIOIIeHIe 00JIbIIero Ko-
JIMYECTBA 9TUX BEIIIECTB MOYKET OBIThH HEeOOXOOUMBIM KaK MUHHUMYM [IJIs IIpe-
JIOTBPAIIEHUS IIPEKIeBPEMEHHOI0 OKMCICHU TAKOT0 KOJIMUECTBA KU POB BO
BpeMs UX TPAHCIOPTHUPOBKIH.

Kpowme Toro, naduparenbHas adCOpOITUsS KapPOTHHOUIOB BO3MOKHA C IIO-
MOIIIBIO JIOKAJIM30BAHHBIX B TKAHAX JIOHNOJHUTEIbHBIX PEIeIITOPHBIX 0eJIKOB
(r-p, SR-BI), xoTopble YaCTHYHO OTBEYAIOT 34 IIOCTYILJICHNEe B HUX JIMIINIOB
u xosrectepuna u3 JIII. Ilonmyuaercsa, uro SR-BI cBa3bIBaeT ¢ KJIETOYHOM II0-
BepxHOCTHIO ToJabKO Te JIII, KoTophie comepskaT COOTBETCTBYIOIIINE alloIIPoTe-
nHbl (Canene-Adams, Erdman 2009).

Jpyroit 6esox (CD36), o0HapykMBaeMbBIH TJIABHBIM 00pa3oM B JBEHA-
IIIATUIIEPCTHON KUIIKE M TOHKOM KHUIIIeUHHKE, SBJISETCA TIMKOIPOTEeHMHOM
IIOBEPXHOCTHOII MeMOpAaHbI, YIACTBYIOIIIUM B M30HMpPaTEeILHOM IIOTJIOIIEHUHN
JIJTUHHOIIETIOYEUHBIX sKUPHBIX KHUCJIOT U OKHCIeHHBIX JIII Hu3Ko# mmoTHOCTH
(Canene-Adams, Erdman 2009), BMecTe ¢ KOTOPBIMH MOTYT BCACBIBATHCSI U
BIIOJIHE OIIPeJIeIEHHBIe KAPOTHHOM/IEL.

Haxowneir, 0s11 00Hapy:keH cruemudguyueckuii JIBII B kpoBu KpacHOro
FEudocimus ruber, 20 He 0emoro uduca Kudocimus albus, KoTOpwIH, IIpeaIio-
JIOKUTEJILHO, ABJISETCA 0€JIKOM-HOCUTEJIeM KapPOTUHONI0B, YHUKAIbHBIM
mi1a atoro Buga. CyiecTBoBaHMe TAKHUX 0€JIKOB, BOSMOYKHO, IIOBHIIIAET 3-
(peKTHBHOCTD ¥ CKOPOCTD IIepeMeIleHIsI KaPOTHHOUI0B OT MecTa adcopOoIInm
K MECTY OTJIOKeHMsI. TOoUYHO Tak ke, KaK CIIeIIHaJIU3NpPOBAHHbBIE O€JIKK-HO-
CUTEJI OYeHb d9P(PEeKTUBHO TPAHCIOPTHUPYIOT CTEPOUIHBIE TOPMOHBI, TAKIE
kak Tectoctepou (Hill 2002; Ousova et al. 2004; Scanes 2015).
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B momonnenune K aTomy, B ceTuyaTke OBLI O0HAPYIKEH «KCAHTOMHUIICBSI-
3BIBAOIIUID 0€JIOK, KOTOPBIHA 00ecIiIednBaeT JOCTABKY OKCHMKAPOTHHOUIOB B
MmaryJy (Britton, Helliwell 2008). Takum o6pasom, mosrydaercs, YToO MMEHHO
oenkoBasa cocrasiiamoias JIII MmoskeT omrpenesiars, Kyga OyayT HalpaBJIeHBI
PacCTBOPEHHBIE B €0 SApe KaPOTHHOM/IEL.

Bce comep:xkaiiecs B CBIBOPOTKE KPOBU KAPOTHHOMIBI 00HAPYKUBAIOTCS
BO MHOTHX OpraHax M TKAHAX, HO B CYIIECTBEHHO PA3HBIX KOHIIEHTPAIIUIX.
HawubonbIllee KOJIMYeCTBO KAaPOTUHOUIOB B OPraHU3Me 0TMEYAEeTCS B IIeUeHN
U SKUPOBOI TRAHU. JHPOBBIE OT/I0MKEHNS B OPTaHN3Me YeJI0BeKa SABJISIOTCS
OCHOBHBIM MECTOM XPaHEHWHS KapOTHHOHUIOB, IMe KOHIIEHTPAIIUS ITUX Be-
IIIECTB CUUTAETCS MapKepPOM YPOBHS UX I0JIrocpouHoro morpedsenus (Cane-
ne-Adams, Erdman 2009). Touno Taxkue :Ke HaKOILJIEHUS dTUX OMOXPOMOB
CYIIECTBYIOT B *KMPOBOM TKAHH Y IITHII, HO KaK OHH PACXOAYIOTCSI — He M3-
BectHO (Negro et al. 2001). IIpu sTom m3BecTHO, YTO, HAIIPUMED, ¥ CHETUpe
JIUITAOHBIE JeII0 PACIojIaralTcs B OCHOBHOM B MeCTaX IMPOSIBJICHUS KapPOTH-
HOMJHOM OKPACKH: Ha I'PYOH, Illee U CIIMHE, a caMasi O0JIbIIA SKUPOBASI IIPO-
cyioiika B OpromrHoM mosioctu (Buyse, Decuypere 2015).

B oTtsinume ot 60JIbIIMHCTBA MJIEKOIIUTAIOIINX, Y KOTOPBIX JIUIIOTEHEe3
COOCTBEHHBIX KHPOB IPEUMYIIIECTBEHHO IPOUCXOIUT B aJHUIIOIIATAX, Y IITHIL
OCHOBHBLIM MECTOM 9TOI'0 IIpollecca TPAagUIIMOHHO CYMTAJIACh ITeueHb. OaHa-
KO eCTb IIPU3HAKH, UYTO €€ POJIb B 9TOM MOKET OBITH IIepeolleHeHa, Toraa KaK
yJacTre, HallpuMep, KOoCcTel, sKMPOBOM TKAHU KOMKK U IMHUINEeBaPUTEIhHOM
CHCTEeMBI MOKeT OBITH Oosiee 3HaunTeabHBIM (Buyse, Decuypere 2015). Co-
OTBETCTBEHHO, B MHTE€HCHBHELIE 00OMEHHEIEe IIPOIIECChl B 9THUX TKAHIX HEH3-
0esKHO JOJIKHBI BOBJIEKATHCS U KAPOTUHOUIEI.

Cunraetcs, uro guddepeHImaabHoe IOTJIONIeHe TRAHIMUI KapPOTHHOM-
JIOB 3aBHCUT OT KoJimdecTBa B HuX perentopoB JIHII u SR-BI. Otu perien-
TOPBI O0OHAPYKHUBAIOTCA B HAOIIOUYEUHHKAX, TOHAJaX, IIJIalleHTe, IOYKaX,
IIpeacTaTe ILHOM sKeJlede 1 IeUeHH y Jel, a TaKKe B TOHKOM KHUIIIeUHHKE.
B pesyabrarte, mpoucxoauT n3dupaTeIbHOE MOTJIONIEHNE He TOJILKO Pa3JInd-
HBIX KAPOTHUHOMIOB, HO JTaske X reoMerpuueckux naomepos (Canene-Adams,
Erdman 2009).

B nmeuenu, HagmovyeuHMKAX ¥ TOHAJAX KOHIIEHTPAIIUA KAPOTHHOUIOB
OOBIYHO B JECATh pas BHIIIE, YeM B APYTHUX TKAHAX, BKJIIOYASA KUPOBYIO Y
vesoBeKa. He yauBUTEIBHO, UTO B CTEPOUJOT€HHBIX TKAHIX IIPOUCXOIHUT IIe-
JIeHaIIpaBJIeHHOe IIoTJIoIeHne XoJiecreprura. OH HeoO0X0aIuM JIs CIIePMATO-
reHe3a, cuHTe3a ropMoHoB U ButaMuHa D. TecTocTepoH moBhINIIaeT ypoBeHb
BeIpaboTku JIII, mepemeraomux aror crepud B oprauusMme (McGraw et al.
2006). Omeako 9TO COIPOBOKIAETCS MAaPaJIIeIbHBIM TPAHCIOPTOM KAPOTH-
HOHJIOB, UTO IPUBOAUT K X 00jiee BBICOKOM KOHIIEHTPAIIMU KAaK B TOHAJaX
(Canene-Adams, Erdman 2009), Tak u B Ipyrux TKAHIX.

Bce aTu mammbie cBHUIETEILCTBYIOT O TOM, UTO YCIIEIITHOCTD YCBOeHUA (010-
JIOCTYIIHOCTh) 1 TPAHCIIOPT KAPOTHHOMUIOB 3ABUCAT OT UX B3AUMOIEHCTBHUA C
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aunugamMu. B pesyabpraTre cyIiecTBOBAHUS PA3JIUYNIl B PACTBOPUMOCTH Y
Pa3HBIX KAPOTHHOMIOB U JasKe X M30MePOB, COCTAB JKUPOB IMUIIK MOKET
OIIpeaesIsATh KOJIUIeCTBO M HAOOp 9THX OMOXPOMOB B opraHuaMe. A y:xe 3a-
TeM TO, KyJla 1 KaKHe KapOTHHOMIGI IOIaayT, 3aBUCUT OT IleJIeHAIIpaBJIeH-
HOTO paciIpeeseHus II0 TKAHIM JIUIIHI0B, B KOTOPBIX OHU HAKAILJINBAIOTCS.
Henb3sa nckmaovaTh U BO3SMOKHOE CYIIIeCTBOBAHIE IyOJHUPYIOIINX MeXaHU3-
MOB WJIH Jaske OTBEUAIOIINX 34 M30MpaTeIbHOe pacipeaesieHe HMEHHO Ka-
poruHOKOO0B. Kpome Toro, Ha cooTHOIIEHME 1 COCTAB a0COPOMPYEMBIX B IIe-
PbsIX OMOXPOMOB MOTYT BJIMSTEH IIPOIIECCHI MX TPaHC(opMAaIlnuu, a TaKkKe To,
IIe U B KaKOI CTeIeHH OHM OyIyT HPOXOIUTh.

AOcop0IIsa KapOTHHOWIOB B Iephbax. B 3auaTke mepa opMupPyOTCS Ka-
MeJbKH JINIIOUIHOM CyOCTAHITUY C PACTBOPEHHBIMU B Hell KapOTUHOHUIAMH,
koTopbie goctasiaiorced Tyaa JIII mo kpoBoTtory. OHu 00HAPYKUBAIOTCS B
Pa3HBIX YYACTKAX IIyJILIBI B TEUEHIE BCETO IIPOIlecca PA3BUTH IIepa 1 BCTpe-
YAI0TCA CPeIU IePBUYHBIX CKOIIJICHUH JIIUTEINAJIbHBIX KJIETOK, POPMHUPYIO-
mux pamycsel (Boittkesuu 1962). Ha mauanpHOM aTare BCs IIyJIbIa COCTOUT
M3 OJTHOPOJHOM MacChI IIJIOTHO YIIAKOBAHHBIX KJIETOK AepMbl. OJHAKO IO
Mepe IPOJIOJIKEeHM PoCcTa K BepInrHe POPMHUPYEMOTO Iepa eé TKaHb CTaHO-
BHUTCS BCE 0o0JIee PHIXJION, MEKKJIETOUHBIE IIPOCTPAHCTBA IINpe, a KPOBEHOC-
HBbIe KAITWJIJIAPHEI BCE O0JIbIlle, TOKA, HAKOHEIl, 9Ta TKaHb He 0yIeT COCTOSITH
M3 CeTH MEJKHX Pa3BeTBJIEHHBIX KJIETOK, COeJUHEHHBIX IPYT C APYTOM CBO-
MMHJ OTPOCTKAMU 1 2 min 3 6ostee KpynHbeiMu Kammniapamu (Davies 1889).
[Tosryuaercst, 4TO Bce BelllecTBa, MOIIABIINE BMeCTe C KPOBBIO B pacTyllee
IIepo, OCTAIOTCS B HEM, JasKe eCJIM He UCII0Ib3YIOTCS OJI €10 POPMHUPOBAHMUSI.
Ocobenno, ecau IJI9 UX TPAHCIIOPTA HEOOXOOUMEBI OIIpeaeIEHHbIe YCIOBHI.

Ha mepBrIx cTagusax oporoBeHus JOP3aJIbHOTO yUaCcTKa KayKI0ro paMmyca
SKUPOBBIE KAILJIH MCYEe3aI0T, OCTABJISASA KAaPOTHHOUILI JUCIEePTUPOBAHHBIMU
B kepatuHe (Lucas, Stettenheim 1972). inu nHorna, kak y CHETHpeH 1 Ipy-
T'UX BHIOPKOB, OHU OCAKIAIOTCS B BHIe MUKPOCKOIIMYECKUX YACTHIEK B KJIET-
KaxX 1 MeKKJIETOUHBIX ImpocTpaHcTBax (Schereschewsky 1929; Desselberger
1930; Rawles 1960). Taxum oOpasom, Ipu pacxoJoBaHUM JIMIIKI0B Ha obec-
IeveHrne NHTeHCUBHOTO KJIETOYHOI0 POCTa, KAPOTHHOM/IEI, IIOIAB B PacTyIiee
IIepo BMeCTe ¢ HUMU, B CHJIY CBOell ruapodpo0HOCTH HEeM30eKHO OCTAITCI B
mnepe 0e3 UX IIePeHOCUNKA.

OTtsi0:keHre KapOTHHOMIOB IIPOMCXOAUT B TOM sKe II0CJIeIOBATEIbHOCTH,
YTO ¥ MEJIAHUHOB — OT HePHUQEPUH SINUTEITNATILHOTO IIUINHIPA K €r0 IIeHTPY .
Kaporuronasr moctymamoT B POIIHKYJIBI CO CTPYKTYPHOH MoguUKAIIeH
nIn 0e3 Heé, U yiKe B X0JIe KePAaTHHU3AIINHU CTAHOBATCS IIPOYHO CBA3aHHBIMH
¢ oenkoBeiMu HuTAMH (Britton, Helliwell 2008). B Tex yuacTkax mepa, rae B
nepuon IuddepeHITHPOBKU €r0 CTPYKTYPhI HaKAILJINBAIOTCS O0JIbIIINE KOJIH-
YeCcTBA 9THUX OMOXPOMOB, KJIETOUHLIM MaTePHaJI PAMyCOB II0JIy4aeT IIPeruMy-
IIIECTBEHHYIO0 CTUMYJISAIIIIO K POCTY B CPAaBHEHUHU ¢ KJIETKaMU paaiycoB. Ta-
KHM 00pa3oM, y4acTKH OOPOIOK, OKpAaIlleHHbIe KAPOTHHONIAMU, OKA3bIBAIOT-
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csI OTHOCUTEJIbHO 0oJiee MaccuBHBIMU (BoiitkeBuu 1962). MHTEpEcHOo, uTo Ha
PaHHUX JTAIlaX BOSHUKHOBEHMS KAPOTHHOWIHON OKPACKH y CHErnpei, oTh
01MOXPOMBI a0COPOMPYIOTCSA IMOUTH BO BCEX IIEPhAX ITHIILI, UTO, CKOpee BCero,
3aBUCHUT TOJIBKO OT UX KOHIIEHTPAIIMM B IIJIA3Me KPOBU U IIOPOTA PEeaKIIHN
TeX YyYaCTKOB JIIUTEeJINAJILHEIX TKAHEeH, B KOTOPBIX HAX0OATCI POPMUPYIO-
1recs mepbsd. JIUIE mo3gHee, BOSMOYKHO yiKe B pe3yJIbTaTe HallpaBJIEHHOIO
oTOOpAa, HAUMHAIOT JeHfCTBOBATH MEXaHU3MbI TuddpepeHITnPOBAHHOIO Pa3-
MeIIeHIs KapOTUHOUIOB B OTIEJIbHBIX YIACTKAX OIIEePEHHU.

5.5.3. Bruanue sHewHUX hakmopos
Ha noesiou,eHue KaAPpOmuHoOuoos

Yr10o0BI IOOIEPKUBATHL BHICOKHUH YPOBEHD JIMIIMIHOIO 0OMeHa, OT KOTO-
POr0 3aBUCUT MOCTYILJIEHHE KAPOTHHOUIOB B OPTaHU3M, IITHUIIA TOJIKHA XO-
POIIIO IUTAThCs. BELI0 ITOKa3aHo, UTO IIePHOJI II0JIypaciaga KapOTHHOMIHBIX
IIUTMEHTOB B ILIadMe KpoBu ubmcoB Kudocimus cocTaBiseT OKOJIO D qHEI,
uT0 cooTBeTcTByeT TakoBomy 1t JIBII (Trams 1969). IlockoanbKy OesIku-HO-
CHUTEJI UMEIOT TAKOM KOPOTKHII IepHo/ IIoJypaciiafa, ITHUIIA JOJIMKHA BbI-
pabaTeIBATh MX B 0OJIBIIIOM KOJIMYECTBe KaKOblil JeHb. HeTpynuo mpencra-
BUTh, HACKOJIBKO IITUPOK CIIEKTP (PAKTOPOB, KOTOPhIE MOTYT IIOBJIUATH HA 3TOT
mporiecc, BKJouasda nutanaue u napasutos (Gray 1996; Hill 1996a; Badyaev,
Hill 2000a; Hill 2002).

IITuIbI HE MOT'YT CHHTE3HPOBATH KAPOTHHOMUAEI caMmocTosaTeabHO (Brush
1978), moaTOMY OHH JOJIMKHEI II0JIydaTh nX u3 ennl. [loaToMy okpacka mepnes,
0 KpaiiHel Mepe YacTUuYHo, 3aBucut oT cocrasa nuiny (Hill 1992; Hill 2002).
HeobxommumocTh esxeTHeBHOI0 UK Jaske eKevacHOoro JOCTyIIa K KapOoTHHO-
UIaM MOKET 00bICHUTH CYIIIeCTBOBAHME HEOTHOPOJHOCTH OKPACKU OIIePEeHM
Ha ux ocHoBe (Hill 2002). MI3BecTHO, UTO JJ1sI TOTO, YTOOBI IIE€PhSI POCJIH IpaK-
TUYECKH 0e3 IMHUTMeHTAIIUU, JOCTATOYHO BCEro 2 MeCsIIeB COMEeP sKaAHMN IITH-
JoKII0BEIX 1aTsI0B Colaptes auratus mepen TUHBKON HA OHeTe C Je(PUIINTOM
raporuHouoB (Test 1969). C apyroit cTOpoHBI, OBLJIO O0HAPYIKEHO, UTO Ha
SIPKOCTH OKPACKH OII€PEHUs BJIMSIET He TOJbKO KOJIMYEeCTBO KAPOTHHOUIOB B
paIroHe, HO M CAMH YCJIOBUS IUTAHUA. Tak, caMIIbl JOMOBBIX U€UEBHII, II0-
JIy4YaBIlire U30BITOK KOpMa B YCJOBUAX HEBOJIM, OBICTPEee BBIPAIIUBAJIN IIe-
Pbs U CTAHOBMJIKCH sApue ux mukux copomudeir (Hill, Montgomerie 1994). B
IIPOTUBOIIOJIOMKHOCTD 3TOMY, B IPYTUX OIIBITAX IIPU YCUJIEHUH O0OMEHHBIX IIPO-
I1€CCOB, BHI3BAHHBIX MHBEKIINIME dKCTPAKTA IIIUTOBUIHOMN JKeJIe3bl, y OOBIK-
HOBEHHBIX CHETHpPEeH IIePhs POCJIU ¢ 00Jiee TYCKJION KapOTHHOHUIHON OKpac-
ko (Schereschewsky 1929).

Eciu B mepBoM ciy4uae Takoi appeKT BIIoJIHE 00BACHUM JOCTATKOM BCEeX
BeIeCTB, HEOOXOOUMEBIX MIJIS obecliedeHnss 0OMEeHHBIX IIPoIieccoB (B YaCTHO-
CTH TPAHCIIOPTA KAPOTHHOMUIOB), TO B CJIyUYae CO CHETUPSIME BCE OBLIIO HA000-
pot. UHTeHCHpUKAINA 00MEHHBIX IIPOIIECCOB, YCYTy0OadeMas IIUIleBbIM
CTpeccoM, CKa3blBajIach HA KATACTPOPUUECKOM CHUIKEHUI KOJIMYECTBA K-
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poB B opranuame. Kcii ydecThb, 4TO [AJIsI TIOJIyIeHUI KPACHOM OKPACKH OIIe-
PEeHUsI CHETHUPH MCIIOJIb3YIOT TPAHCPOPMAIIHMI0 CAMOI0 PaCIPOCTPAHEHHOIO
Iaske B UX CYPPOTraTHOM muille KcauToduira (JIIOTerH), TO HapyIIeHUsI OKpac-
KM MOTYT OOBSCHSTHCS JIMIIb HEJOCTATKOM JIMIIHIOB MJIN IIe€PBOOYEPEIHBIM
X HCIIOJIb30BaHueM B Apyrux TkaHax (Schereschewsky 1929). BoamoskHo,
IIOJIHOM JeIIUIMEeHTAIN He IIPOUCXOINJI0 TOJBKO IIOTOMY, YTO IIPEeI0CTaB-
JISIEMBIHA CHETUPSIM KOPM COIEPKaJI O0JIBIIIOEe KOJTHUUECTBO KUPOB (KOHOILIIS).
C mpyroii CTOPOHEI, B TAKUX YCJIOBUAX MHTEHCHU(MUKAIINSI 00MEHHBIX ITPOIIeC-
COB MOJKET IIPUBOAUTDH U K YBEJIUUECHNIO UCI0JIb30BAHUSA KaPOTUHOUIOB B
IPYTUX KJIETOUYHBIX IIpoIieccax. B mo0om ciryuae, n3aMeHeHHe OKPACKH MOYKET
OBITH IIPOABJIEHUEM COBMECTHOTO AeHCTBUSA MHOTUX (pAKTOPOB, OTHAKO 13
BCeX HUX JUOUIHBIA 00OMEH UTpaeT, BePOSTHO, CAMYI0 BAKHYIO POJIb.

Ero smauenme, ckopee Bcero, ompeaesisseTcss IMeHHO yIacTHeM JKIPOB B
TPAHCIIOPTE KAPOTUHOMUIOB, a He UX POJILI0 B 00ecIIede NN II0TPeOHoCTeH op-
rapuama B aueprun (Hill 2002). 9To moaTBepskmaeTcsa U OIBITAMU II0 OKPAa-
IIIMBAHUIO IIEPhEB JOMOBOM UeUEeBUIIbI KAHTAKCAHTIHOM, KOTOPBIA OTKJIAIBI-
BaeTCsd B IIePhIX B HEM3MEHEeHHOM BHIe 0e3 0COOBIX dHePreTUYeCKUX 3aTpar.
IIpu aTOM APKYIO OKPACKY BCE PABHO IIOJIyYaJIN JIMIIb T€ ITHUITHI, KOTOPbIE He
UCITBIThIBAIN HemocraTtka B Kopme (Hill 2002).

Jlaske Korma JOCTYH K IUIIEBBIM pecypcaM He OTPaHHYeH, IITHUIIBI YacTo
JIeMOHCTPHPYIOT 3HAUNTEJIbHbBIE PA3INYUSI B KAPOTHHOUIHON OKpaCKe I II0
npyruMm npuruarHaM (Hill 2014). CoBmecTHOE ymoTpebiieHne pasHbIX IPOIYK-
TOB IIUTAHUS MOKET BJIUITDH Ha CTEIeHb YCBOEHUS 9THUX OMOXPOMOB: IIPUCYT-
CTBHE OJHHUX MOYKET €€ IMOBBIIIATE, IPYTUX — II0JHOCTHI0 HHruomposaTh (Ca-
nene-Adams, Erdman 2009). Kpome Toro, Korma ¢ KopMOM IIOCTyIaeT He-
CKOJIbKO KapOTUHOUIOB OJTHOBPEMEHHO, OHM, KaK MOYKHO IIPeJIIIoIaraTb, Mo-
I'YyT OKA3bIBATH BJIMSHIE Ha a0COPOIII0, MeTA00JIM3M 1 TPAHCIOPT APYT APY-
ra (Van den Berg 1999). Takoe B3aumogeiicTBre MEKIY 9TUMI IUTMEHTAMU
MOKeT OBITH CBSI3AHO C MX KOHKYPEeHIIHell 3a MHOTJIOIIEHHE dHTEPOIIUTAMU
nan 3a BraoueHre B [IM (Canene-Adams, Erdman 2009).

IToTpebiierne nTuaMu PPYKTOB, COAEPKAIINX 00JIBLIITOE KOJHMYIECTBO Ka-
POTHHOMIOB, CUJILHO n3MeHseTcsa B TeueHue roga (Hill 1995b; Deviche et al.
2008; Bascunan et al. 2009). Y nomMoBo# YedeBHUIIBI OHO JOCTHUIaeT CBOETO
IIMKa B IIePUOJ JIMHbKU. Takoe n3MeHeHe TOBeIeHUs SABJISeTCS He IIPOCTO
OTBETOM Ha IIOSIBJIEHHUE SIr0J, a 00bACHIEeTCI UMEHHO IIPeIIIoUTeHIeM IITHIL
npu BeIOope kopMma (Hill 2002). ITony4uaercs, ¥To BbIOPKH, UCIIOJIB3YsS CEMeE-
HAa B KaYeCcTBe OCHOBHOI'O MCTOUHNKA MUTAHHIS, JOJKHEI HCII0JIH30BATh COY-
HbIe ILJIOABI M, BO3SMOYKHO, APYTHe IPOAYKTEI, YTOOBI IOJIYIATEH JOCTATOYHOE
KOJIMYECTBO KAPOTUHOMUIOB BO Bpems JuHbKKU. Ce30HHas cMeHa cocTaBa pa-
IIMOHA y?Ke JOBOJHHO JaBHO M3BECTHA Y MHOTHX ITHII, HO CBSI3b 9TOI'0 SIBJIE-
HUS C IleJIeHalpaBJIeHHBIM IOTJIOIMeHIeM KaPOTUHOUIOB JIHUIIL TOJIbKO
apeacrout orapenenuts (Hill 2002; Joasauk 2015).

Yeranosiieno, uto opramuam kKpacHbIX paamuaro Phoenicopterus ruber
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MMeeT CIIOCOOHOCTE IIPeBpaIiaTh [-KapoTUH B THIPOKCHIMPOBAHHBIE KCAH-
TO(pHMILIIBI, TaKKe Kak acTakcaHTrH. OIHAKO I OKpaIInBaHUA IIepheB dJia-
MIHTO C «00JIBIIIEH TOTOBHOCTHIO MCIIOJIL3YIOT» TOT, UTO IIOJIydaloT HEIIoCPe -
crBenHo u3 numu (Fox, McBeth 1970). BoamoskHo, uT0 pjtaMUHIO PO30BBIE
He II0TOMY, YTO 9TO [JIS HUX aJaIlITUBHO, a II0TOMY, YTO BBICOKHH YPOBEHb KOH-
IEeHTPAIINN KapOTUHOMIOB B UX PAIlOHE B KOHEYHOM HUTOTe IIPUBOJUT K IIO0-
MaJa o0 UX B IIePha. JDTO IIPOUCXOOUT B Pe3yJIbTaTe KAKOr0-TO (PH3MOJIOTH-
YeCKOro MexaHu3Ma, (PyHKIIMSI KOTOPOro He MMeeT HIYero o0Iero ¢ opMu-
poBaumeM okpackm (Savalli 1995), a n3dbupareIpHOE IIOIJIONIEHNE OKCHUKA-
POTHHOMIOB SBJIAETCS PE3yJIHTATOM MMEHHO 3TOT0 SIBJICHMI.

YBenuuenue B paliyoHe II€BYMX IITHIL KCAHTOMUJIIOB MOKET OBITH BBI-
3BAHO HE WX CTPEeMJIEHHEM «OKPAIITUBATh IePha», a, HAIpUMep, 3apaskeHueM
rorkmuausaMmu (Eimeriidae, Coccidia), ocobeHHO BO BpeMsI OCTPOT0 IIepHoIa
aroit Oosteauu (Jlompuur 2015). M3BecTHO, YTO MHOIME BBLIOPKU CTPAIAIOT
atuM 3a0osieBanueM (Hill 2002; Brown et al. 2010). Boseror He ToJIEKO B3poc-
JIbIe IITHITBI, 9MepHuH eIné 0oJiee IIaTONeHHbI A1 nTeHIoB. Kak 1 MHorue
npyrue Bunbl Carduelinae, caerupu HanboJsiee 4yBCTBUTEIBHBI K MH(EKITH-
OHHBIM 3a0osieBaHuAM B mmepuoj cMmeHbI mepa (Newton 1966). CoorBeTcT-
BEHHO, Ce30HHOE YBeJIMUeHHEe IMOTPEeOJIeHUT 9TUX OMOXPOMOB MOJKET OBITH
JIJIST HUX SKU3HEHHO BAKHBIM.

Cy1recTByeT 3aBUCHMOCTD CTEIIeHH IIPUCYTCTBUS KAPOTUHOMIOB B TKA-
HSIX OpraHu3Ma IITHUIL OT HAJUYNA Y HUX U APpyrux nHpekimi. Tak, mpu 3a-
pakeHUH dMMEePUAMU WJIN IIPH XPOHUYECKUX PECIUPATOPHBIX 3a00seBa-
HHUSAX, YPOBEHb KAPOTUHOUIOB B KPOBU JOMAIITHUX KYpP PE3KO CHUKAETCS
(Goodwin 1984). Briyio n3y4yeHo BIIMAHNE PA3JIMYHBIX ITATOT€HHBIX OPTraHU3-
MOB (HamIpuMep, IIapa3uToB KPOBU U3 CIIOPOBUKOB, BUPYCA OCITHI, MUKOILIA3-
MO03a, KOKIIUIUN B 9KTOIAPa3UTOB, TAKUX KAK OJIOXU M KJIEIIH) Ha KapoTHU-
HomgHyIo murmeHTanuio u y apyrux orui (Hill 2002; Brawner et al. 2000;
McGraw, Hill 2000; Horak et al. 2004; Farmer et al. 2005; Giraudeau et al.
2014). I3 HUX KOKIIUOWN OKA3BIBAIOT CaMOe CIJIbHOE HEeraTHUBHOE BJIMSHIIE
HA OKPACKy MMEHHO BbIOPKOB. VX mpucyTCTBHE BEI3BIBAET TUIIEPILIASHIO KIIe-
Tok kummevHnka (Allen 1987a, 1987b), NpenaTCTBYIOIILYIO He TOJbKO BCACHI-
BAHHIO KAPOTHHOMUIOB, HO TaKyKe MHTHOUPYIOIILYIO HJIN IOJABJISIOIILYIO IIPO-
nykimio JIBII Ha memsix 30% (Allen 1987a). IloBpeskaeHne KUIIeUHIKA CO-
IIPOBOKIAETCA OKMCIUTEJILHBIM pas3pylleHneM TKaHel CJIM3UCTOH 000JI104-
KH, YTO IIOATBEPIKIAETCS MOBBLIIIEHHOM aKTUBHOCTHIO DEPMEHTOB U YBEJIU-
yenueM kKoHieHTparmu ADOK Bo Bpems mHdermu. 3apaskeHne KOKIAIN-
SIMU YCHUJINBAET IPOIIECCUHT CBOOOIHBIX PAIUKAJIOB B KPOBH 1 TOMOIreHaTe
neuyenn (Mézes, Balogh 2011). B cBoro odepenn, BCE 9TO IIPUBOIUT K CHILKE-
HUIO B OpraHu3Me OOJIbHOM IITUIIBI KOJIMYeCTBA aHTHOKCHIAHTOB, B YACTHO-
CTH KapPOTUHOMIOB, UCIOJIL3yEeMbIX Ha 00PLOY C OKMCIICEHHEM.

Jlpyrue nHQEKIINN TOMKEe MOTYT HUCTOIIATh BHYTPEHHIE 3aachl KapoTH-
HOMJIOB, KOTOPhIE UCIIOJIB3YIOTCSI B 00ph0e ¢ peakiireil Ha HUX OpraHu3Ma
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(Tyczkowski et al. 1991; Blount, McGraw 2008). V uépubix aposmoB Turdus
merula TMMYHHBIH OTBET, BI3BAHHBIN WHBEKIIMEH aHTUreHa, IPUBOIUT K
CHIT?KEHUIO OKPACKH KJII0BA. OTO CBUIETEJILCTBYET O TOM, YTO TYMOPAJIbHAS
MMMYHHAsSI aKTUBHOCTD MCTOIIIAET IIyJI KAapPOTHHOMIOB B opranuame (Faivre
et al. 2003). Anasioruysbie pe3yJIbTaThl OBLIN II0JIyYE€HBI OIS JTOMOBBIX Ue-
qyeBUIl U KPIkB Anas platyrhynchos (McGraw, Ardia 2003; Peters et al.
2004). B cBoro ouepenn, TJIMCTHI U JIPYTHe KUIIEYHBIE TAPA3UTHI MOTYT KOH-
KYPHUPOBATH C XO3IMHOM 32 IIOTJIOIIeHNEe KapOTHHOU/IOB UJIN HAPYIIIATh HOP-
MAaJIbHYIO JIeITeJIbHOCTD ITHUIIEeBAPUTEILHOI0 TPAKTA, TEM CAMBIM CHUKAS UX
omomocrymaOCTh (Canene-Adams, Erdman 2009). Taxum o0pasom, yBesmde-
HUe TOTPeOJIEeHUs IITUITAMH KOPMAa C IIOBBIIIIEHHBIM COJIepsKaHueM 3TUX OHo-
XPOMOB MOKET OBITh KOMIIEHCAIIMOHHBIM (IIPO(PMIAKTIYECKIIM) OTBETOM OP-
raHnu3Ma Ha UX HeJO0CTATOK, 0OCOOEHHO B IepHOJ HanOO0JIbIIeH IOTPeOHOCTH
B HUX.

Kpome Toro, He00X041MO yUUTHIBATD, UTO 0a30Basd PU3NOJIOTUS IITHI],
CHUJIBHO OTJIMYAEeTCA OT TAKOBOU y MJIEKOIUTAIOIINX, 4 €€ N3YYEeHHOCTD eIlle
OYEeHb JaJjIeKa OT II0JIHOTO IIOHUMAaHUS IPOX0KIeHUI 00JIBIITMHCTBA MHTEPe-
cyrommux Hac mporeccos (Scanes 2015; McWilliams et al. 2016). MuosxecTBO
M3 YIIOMSHYTHIX BBIII€ TUIIOTE3 OCHOBBIBAETCS JIUIIh HA YMO3AKJIIOUEHHIX.
ITosaToMy OOIBITMHCTBO M3 OIIMCAHHBIX (DM3MOJIOTMIECKUX JEeHCTBUN KaPOTH-
HOMIOB, OOHAPYKEHHBIX Y OJHUX IITUI], MOT'YT II0-PA3HOMY BEIPAKATHCI Y
IIpeacTaBUTeIed IPYTUX TAKCOHOMUWYECKUX TPYIII, OTJIMYAsICh OTBETOM Ha
BHelrHue U BHyTpeHHue Bo3aeicTsusa (Lozano 2001; McGraw 2005a; Tella
et al. 2004; Olson, Owens 2005; Thomas et al. 2014).

5.5.4. Mexaruambvr. mpaHcopmMayuu KaApomuHouoos
8 opeanHu3me nmuly,

CocraB KapoTHHOUIOB, A0COPOMPYEMBIX B TKAHAX IITHIL, 3aBUCHUT OT PAIa
yestouii. Taxkux, kak coctas parmmoHa (Rock et al. 1992; Williams et al. 1998),
kunreunsle spgomnapas3utel (Ruff, Fuller 1975), tokcuusr (Osborne et al.
1982), moporu nudysuu (Parker 1996), HeogmrHAKOBOE CPOICTBO CBSI3BIBA-
HUS 011 pasHbIx TUoB JmumnonporensoB (Roy et al. 2019), Ho B m1epByIo oue-
penb, OT YPOBHS UX IOTPeOJIeHUs, YCJIOBUU TpaHCHIOPTa U TpaHcOpMaIluu
(Brush 1990). Kax ykassiBajioch BEIIIIEe, OOHU U3 00HAPYKEHHBIX B IIEPbIAX
KapOTUHOUIOB IIOCTYIIAIOT B OPraHU3M HEIIOCPEeICTBEHHO C IIHIIEeH, Ipyrue
00pasyroTcs B pe3yJbTaTe dHIOT€HHOM MOITU(MUKAIINYI OTUX COeTUMHEHMIA.

Ecth mammbie, YTO KapOTHHOMUIBI MOT'YT OKMC/IATHCS HEIIOCPEICTBEHHO B
sauatke mmepa (Kritzler 1943; Brush 1978; Stradi 1998; Inouye 1999; McGraw
2004a; Gill 2007). OgHaxo B TO Ke BpeMs IpyTHe JaHHbIe CBUAETEIbCTBYIOT
0 TOM, UTO UX TpaHchopmaius mmpoucxonut B nederu (Brush 1990; Del Val
et al. 2009), a MeTabOJIUTHI JOCTABJISIIOTCS B PACTYIIee IIePo C KPOBOTOKOM.
B s1r000M citydae BCE, UTO IPOMCXOOUT ¢ KAPOTHHOUIAMU OT UX IIOTJIOIIEHU ST
JI0 TIOCTYILJICEHHS B IIePhs 3aBUCHUT OT CBOMCTB KaKIOI0 HUX, U Y7Ke COOTBET-
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CTBEHHO MM OIpejessieTcs UX poJib B aTux mpoiieccax (Vershinin 1999;
McGraw 2009). ITo oguoit rumorese (Hill, Johnson 2012), Bce mocTyarorme
B OpraHM3M KAapPOTHHOMILI BOBJIEUYEHEI B IIPOIIECCHI, M3HAYAIHHO HACTPOEH-
HbIEe Ha II0JIyYeHIe COeINHEeHMM, SIBJISIONINXCS IpeallleCTBeHHUKAaMuU 00pa-
3oBaHmus BuTamuHa A (f,[-kKapoTuH, f,e-KapoTHH, [-KPUITOKCAHTHH). Tem
caMbIM OHMU IIeJIeHAIIPABJICHHO OTOMPAIOTCS M3 MHUINEeBAPUTEILHOI0 TPaKTa
JIJISI ICIIOJIB30BAHMS OpranuamMoM. Ho II0CKOIbKY KapOTHHEI ILJIOX0 yCBAMBA -
forca (Johnson, Hill 2013), To B opranuamM 00JIbIlIe IOCTYIIAET «HEeHYKHBIX»
B TAKOM KOJIMYeCTBe KCaHTO(MM 1108, [[0aTOMY M3IHUIIKI 9THX BEIIEeCTB Jaske
YVIAJISIOTCA M3 OPraHM3Ma BBIIEJINTEILHOM CHCTEMOM, XOTs [JIS 9TOr0 Heoo-
XOOMMEBI olIpenesiéuubie oHeprerudeckue 3atparte!l (Hill, Johnson 2012).

OxHaKo HEKOTOPAS YACTh KCAHTOPHUILIIOB (JIIOTEMH, 3€aKCAHTHUH, [-KPUII-
TOKCAHTHH) BOBJIEKAETCS B IPOIECC PACIIEIIJICHIS IIPOBUTAMMIHOB A 1 OKIC-
nsiercs f-xaporunkerosasoir (Hill, Johnson 2012). BoabimreEcTBO JaHHBIX
CBHUIETEJIHLCTBYIOT O TOM, YTO 3TU IIPOIIECCHI IIPOUCXOAAT B OHTEPOIIUTAX IIe-
YyeHHu y meBuux ntuil. Ho kerosasa akTUBUPYeTCS TOJIBKO IIPHU YMEPEHHOM
CTpecce U UCIO0JIb30BAHUH BHICOKOTO YPOBHS oHepruu. VIMeHHO B TAKHX yCJI0-
BUSAX IIPOIIECCHI, CBA3aHHBIE ¢C 00pa3oBaHMEM BUTAMHUHA A, JIOJIZKHBI padboTaTh
apdekTrBHO, oOecmeunBasi HEOOXOQUMBIM KOHTPOJIb HAJ MHOTO0dTAITHBIMU
BBICOKOOHEPIeTUYECKIMI T€ HOMHBIMH 1 OKHCINTEJIHHO-BOCCTAHOBUTEILHEI-
mu cucremamu (Tam :xe). I1pu aTom 00pa3yroTes KpacHble IIUTMEeHTHI, HaIIpH-
Mep, 3-TUAPOKCH-dXUHEHOH 1 aJ0HUPYOMH U3 [-KPUIITOKCAHTHUHA.

C mpyroii cTOpOHBI, IIOCTYIIJIEHHE B OPTaHMU3M HMEHHO OKCHKAPOTUHOM-
JIOB 130MpaTesIbHO U peryaupyerca psagoM mpoieccoB (Hill 2002). Takum 06-
pa3oM, UX KOJIHMYECTBO 3apaHee IpeaolrpefesieHo U HeT HUKAKOTO JUCCOHAH-
ca B ux n30beIiTke. Hasmdme B opranmame IITHUIL HMEHHO KCAHTO(IJIIIOB OIIpe-
JleJIsieTcsI OCHOBHBIM (DYHKITMOHAJILHBIM HadHaYeHHUEeM JTHX BeIecTB, KOTO-
poe IIoYeMy-TO He YUUTHIBAETCs 00JIBLIIMHCTBOM HCCJIeq0BATE IeH.

IIepneBnie poAIUKYIBI — 9TO (paOPHUKM MHTEHCUBHOI'O (POPMUPOBAHUS
OT'POMHOI0 KOJIMYECTBA KJIETOYHOTO MaTepHrasia, M3 KOTOPOTO COCTOAT IIePh.
J1151 ero oOpa3oBaHuA B OOJIBIINX 00BEMaX HE0OOXOOUMEBI OCHOBHEIE CTPYK-
TYPHBIE MaTePUAJIbI, 13 KOTOPBIX COCTOAT KJIETKU. Y IITHIL 9TO He TOJIHLKO 0eJI-
KU, JKUPBI ¥ YTJIEBOOBI, HO 1 KAPOTHHOUILI, OTBEUAIOINe 3a CTa0NIbLHOCTD
MeMOpaH KJIETOK 1 UX OpTaHe LI, a TaK:Ke 3a TPAHCIIOPT Pa3IMYHBIX BEIIIeCTB
vepe3 HuX. Bo BTOpyIo ouepenb aTH BellleCTBA 00eCIIeYnBAIOT IO IeprKaHIe
OKHCJINTEJIbHO-BOCCTAHOBUTEJILHOTO Oatanca (pasmen 5.4.1), 0coOeHHO B Me-
CTaX MHTEHCHUBHBIX OOMEHHBIX IIPOIIECCOB, TAKMX Kak pacTyiree mepo. Cxo-
pee Bcero, B pe3yJbTaTe YUACTHs HMEHHO B 9THX IIPOIleccaxX KapOTHHOMIEI
MOTYT TPaHCOPMHUPOBATHCS HEIIOCPEICTBEHHO B IIePheBOM (POJLIINKYJIe, a0-
copbupysch B 6osee oxkucyienHom Bumge (Kritzler 1943; Brush 1978; Stradi
1998; Inouye 1999; McGraw 2004a; Gill 2007), uro 00BsICHsET, IIOUEMY Ka-
HapeevHble KCAaHTOPUILIBI peako ooHapy:kusaoTcsa B kposu (McGraw et al.
2005). M3BecTHO, UTO IHUIIEBBIE KAPOTUHOUILI M X IIPOM3BOJHEIE HCIIOJIb-

Pyc. oprumon. aeypr. 2021. Tom 30. Dxcrpecc-poimyck Ne 2092 3379



3yI0TCSI B KAUeCcTBe aHTHOKCUIAHTOB M B APYTUX TKAHAX KOYKH, CeTUYATKE U
aumpornuTax. MiMeHHO 3T0 oOeciieunBaeT CyIlecTBOBaHNEe MeXaH3Ma UX
OKHCJICHHS 3a0JIT0 10 Havaja HUCI0JIb30BAHMUSI X META00JUTOB B OKpPAaCKe
mepbeB. KapoTuHoMgbI JeHCTBUTEIBHO CIIOCOOCTBYIOT TAIIEHHUI0 PAINKAIb-
HBIX peaxinii B MeMOpaHax, B KOTOpbix oHI Haxoaaresa (Vershinin 1999; pas-
nmen 5.4.1). KoumenTpupysich BO BHEIITHEH ¥ BHYTPEeHHe MeMOpaHax MHTO-
XOHIPHUH MHOTHX THUIIOB KJIETOK, OHU 3AILyCKAIOT PA3JIMYHbIe AHTHOKCHUIAHT-
HbIe PeaKIlni, BKJII0YAs JeII0JIAPU3aIlNIo IIOTeHIInaIa BHYTPeHHel MeMO-
paHbl MuUTOXOHapHUiil. Jlemorapusanusa BausgeT Ha aKKYMYJIMPOBAHIE MHTO-
XOHAPUAMHU KaJIbIIHs, BCJIEICTBHE Yero aTO MOYKeT UMETh OIIpeae e HHbBIHI
IIATOIIPOTEKTOPHEIN apderT (BaBoguuk 2016).

YT00BI yCUJIUTH 3AIUTY U MAaKCUMHU3UPOBATH a(PpPEKTUBHOE IPOU3BO/I-
ctBo AT®, nTuiibl pasBUIN YHHBEPCAJIbHOCTH KOMIIJIEKCOB II€PEeHOCA dJICK-
TPOHOB ObIXaTeJILHOH 1enu (31eKTpoH-TparcnopTHad 1enb — ETC) mo cpas-
HeHHto ¢ apyrumu terpamogamu (Johnson, Hill 2013; Hill 2014). M30brTo4-
Hble Komiiekcsl ETC mruir mpeqHasHavye bl 171 YI0BIETBOPEHNSI MIHOBEH-
HBIX IIOTPEOHOCTE! B 9OHEPIHUH IJII TAKUX JeHCTBUM, KaK aKTUBHBIN IIOJIET, a
BO3MOSKHO U JIJIS TOAJePsKaHUsI BHICOKOM TeMIIepaTypPhl Tejaa U aKTHBHOTO
pocta repbeB. OCHOBBIBASICH HA (PH3UYECKOM PACIIOJIOMKEHUU dTUX KOMILJIEK-
COB, IIPEICTABJISIETCS BEPOSATHBIM, YTO KapPOTHHOMUIEI 11 youxuHoHEI (UQ) Mo-
TyT B HUX 3aMeHsThb apyT apyra (Johnson, Hill 2013).

Karx UQ (takx:xke m3BecTHBI Kak KodepmeHnT @10, coenzyme Q10, coen-
zyme @), TaKk ¥ KAapOTHUHOUIBLI BBIIIOJHSIIOT Pa3HOOOpas3Hbie (PU3HO0JIOTHYe-
ckme (pyHKIIUU B oprauuame. OHu 00HAPYKUBAIOTCA IIOYTH BO BCeX MeMOpa-
HaX 3a IIpeJeJaMU MUTOXOHIPHUH U BBIIOJIHIIOT HECKOJbKO YHUKAJIBHBIX U
HEe3aBUCHUMBIX (PYHKIIUH B JOIOJIHEHE K AaHTHOKCUIAHTHOM 3allliUTe BO BCel
BHYTPHUKJIETOUHOM aHmoMeMOpanHoi cucreMe. Kak u UQ, KapoTHHOMILL aK-
TUBHO B3aMMOJEHCTBYIOT C PaaUKaJIaMU, OXBATHIBAI IIIMPOKUI CIIEKTP aHTH-
U IIPOOKCHUAAHTHEIX cBoiicTB. Ho, Tak xar UQ), B oT/IMYMe 0T KAPOTHHOMIOB,
OYeHb TPYAHO YCBAMBAIOTCA U3 IIHIIH, TO «M30BITOUHEIE» KAPOTHHOUIEI MO-
I'YyT UX 3aMellaTh, BEIIOJIHAS ux pyHriun (Johnson, Hill 2013) u mogBepra-
sich TpaHCcPOPMAIIUH.

Brimenenne M3IUITKOB KCAHTO(UIIJIOB M3 OPraHU3Ma TaKiKe CBSI3aHO C
Te€M, UTO IIPH OHPeaeJEHHBIX YCIOBUSIX OHHU IIPOSIBJITIOT OKUCIUTEIbHEIE
CBOMCTBA M MOTYT BHICTYIIATh yiKe B KaueCcTBe IIPOOKCHIAHTOB. JTO IIOATBEp-
SKJIaeT apryMeHT, YTO OKHCJIEHHbBIe KCAHTO(MHMIBI B OOJIBIINX KOJIMYECTBA X
YIAJISAIOTCS M3 MUTOXOHIPHUHN KaK OTX0IbI, OTKJIAIBIBASICH B CEKPETOPHOM CH-
cTeMe KJIETKH, I'JIe OHU 3TePUPUIINPYIOTCA 1 YIIAKOBHIBAIOTCSA B YACTHUIIBI MJIH
MOTYT HAXOOUThCA B Kamiax Machaa (Johnson, Hill 2013).

TaxuM 00pa3oM, IPOU3BOACTBO JeKOPATUBHAIX IIPU3HAKOB HA OCHOBE Ka-
POTHHOUIOB (PyHIAMEHTAJIbHO CBI3aHO C *KM3HEHHO BAKHBIMU KJIETOUHBI-
MU IIpoIieccaMi, HeoOXOQUMBIMU IJIS (pyHKIIMOHUpoBaHUI opranuama (Ver-
shinin 1999; Johnson, Hill 2013; Hill 2014), a dopmupymoIascsa Ha oCHOBE
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9TOT'0 OKPACKA OIIEPEeHUS SBJISIETCS JIUIIE «II000YHBIM 3(EeKTOM» 9TUX Me-
XaHH3MOB. JTO IIOATBEPIKIAI0T UCCIETOBAHNA I'eHOMA IITHII, B X0/1e KOTOPBIX
OBLJI OOHAPY:KEeH I'eH, KOOUPYIOIINHA pasHble Moaucpuralmu imuroxpoma P450.
OtoT hepmMeHT ompenessseT yPOBeHb MOAU(PUKAIINN IIUINEBBIX KapPOTHHOM-
0B B KpacHble okucaeHHbIe popmbl (Lopes et al. 2016; Mundy et al. 2016)
¥ Ha BBICOKUX YPOBHSX dKCIIPECCHUPYETCS B KOKE U IIeUYSHN KPACHOOKPAIIIeH-
HBIX ITull. [Ipy oTOM B HOpMe OH OCYIIECTBJISET CBOIO «IeATEJILHOCTEY TOJIb-
KO B ceTuyaTKe OOJIbITUHCTBA ITHIL. JlaHHBINA I'eH 1 ero Bapualluy IIPpUHAIJIe-
KAT K CEMEMCTBY I'eHOB, HIPAIINX BAYKHYIO POJIb B JETOKCHUKAIIMH Opra-
auama (Lopes et al. 2016).

YuureiBasg T0, 4TO IIEpPHSA CYUTAIOTCSA YACTHIO BBIAEJIUTEILHON CHCTEMBI
oruil (JIedbemesa 1999; Metcheva et al. 2006; Dumbacher et al. 2009; Sabat
et al. 2015; Foth 2020), a He00X0IUMOCTE COXPAHEHM UX IIeJIOCTHOCTH MEK-
Iy JIMHBKAMHU OIIpeNesIsgeTCsI CTPOCHNEM U XUMHYECKHIM COCTABOM IIePhEeB,
IIOSABJICHHE KCAHTO(MMIIIIOB B OKPACKe OBLJIO JIMIIE JesoM BpeMeHn. OaHaKo
9TO IPOMSOIILJIO 3HAUNTEJHLHO II03Ke, UeM JIJI 9THX IleJIell CTaJIM MCII0Ib30-
BaTHCSA MEJIaHWHEI, II09TOMY MeXaHN3MbI (DOPMHUPOBAHUA JIUIIOXPOMHOMI
OKPAaCKH! MeHee «OTJIAMKEHBD 1 O0HAPYKHUBAIOT OOJIBIIYI0 H3MEHUYNBOCTD.

5.5.5. Ocobennocmu ghopmuposarus
CXeMOXPOMHOL OKPACKU Nnepbves

Cy1irecTByeT M3MeHYHNBOCTh CTPYKTYPHOIN OKPACKH OIIEPEHUS B 3aBHCH-
MOCTH OT TOI'0, B KAKHX YCJIOBHUAX OBLIIO chopMHupoBaHO mepo. PaimoH, xa-
paKTep IUTAHUI, YPOBEHL 00MeHa BeIleCTB, er0 CyTOUHEIe KOJIeOaH s, 0T
¥ BO3PACT IITHUIIBI, €€ 3J0POBHE, COCTAB U KOJIMYECTBO TOPMOHOB — BCE 9TO He-
ImocpeicTBeHHO BauseT Ha cTpyKTypy epa (Keyser, Hill 1999; DesRochers
2009; I'openkas, beme 2020). CoBpeMeHHAasI TEOPUs HIPEAIIoIaraeT, YTo COo-
CTOSAHHE OpTaHN3Ma, YPOBEHb CTpecca 1 OpHAMEHTAIINA CBA3aHbI MEKIY CO-
001 3ammacamMu SHEPTrhuU. Y CJIOBUSI OIIPENesIIIOT 00BEM JTOCTYIIHOM dHEPTHHI,
HeoOXO0IMMOM KaK It POPMHUPOBAHMS IIePheB, TaK 1 IJI PYHKIIMOHUPOBA-
Hua oprauusMa B 1esqom (Hill 2014).

Br110 00HApPY:KEHO0, YTO POCT IepPheB BO BpeMsI JIMHBKH IIPOUCXOIUT 3HA-
YHUTEeJIbHO ObICTpee, ecau muineBbie pecypchl B n30biTKe (Hill, Montgomerie
1994). V takux mtuil mepbsa popMUpPYIOTCa 0ojiee IPKUMU U OJIECTSIIIIMA.
Hx cTpyKTypa pasBuBaeTcs B IOJHOM 00bEMe, B OTJIMYNE OT IITUII, HAXO -
mmxces B yeaoBusax rogogauusa (Griggio et al. 2009; Vagasi et al. 2010) uiu
IIePEeHECIINX TIKEIYI0 00JIe3Hb.

B perynuposanum pocra mepbeB yuacTByIOT ropmoHbI. Hampumep, cek-
peT runodu3a HeoOXoouM JIJIsI UX HopMaJbHoro pocrta (BoiiTkeBuu 1962;
Voitkevich 1966). Boicokue KoHIIEHTpAIIMNU KOPTHKOCTEPOHA TOPMO3SIT POCT
nepbeB (Romero et al. 2005), TpUBOOAT K M3MEHEHUIO UX MUKPOCTPYKTYPHI,
CHI KA IIPOYHOCTD CIEILJICHUS PAIUYCOB 3a CUET YMEHbIIIeHNs KOJIUYecTBa
IIOJIHOCTBIO CPOPMHUPOBAHHBIX TpeThecTerneHHbIX asieMeHToB (DesRochers et
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al. 2009). 'ugpoKOpPTH30H 1 TUPOKCUH YCKOPIIOT KePaTHHU3AIINIO KJIIETOK.
IIpocrarnmauguus (PGEj), nponykrel ux pacuana (PGEj-278) u suunep-
MaJIbHEIA (pakTop pocra (EGF) criocoOHBI 0JIOKMPOBATH pPa3BUTHE IEPHEB I
ctuMyaupoBaTh kepatuausamuio (Gregg, Rogers 1986). Oguum 13 0CHOBHBIX
MeCT BO3IEeHMCTBUA CTEPOUTHBIX U TUPEOUIHEIX TOPMOHOB ABJISIOTCSI MUTO-
xouapun. [losTomy ux meficTBue, HaIpuMep IIPU CTPecce, MOKET OBITh 00Y-
CJIOBJIEHO HEIIOCPEeICTBEHHBIM BJIMSIHHIEM Ha IIPOIIECChl KJIIETOYHOTO AbIXaHUsI
(Hill 2014), BHOCS M3MeHeH! 1 HAa YPOBHE TPAHCKPUIIIINY IIPU CUHTEe3e 0eJI-
ka (Gregg, Rogers 1986). Kpome Toro, TecTocTepoH IIOBHIIIAET YPOBEHD JIH-
IIOIIPOTENHOB B KPOBHU, PETYJINPYS HAKOILJIEHNE B MOCTYILJIEHNEe KaPOTHHOU-
moB B opraumam (Stoehr, Hill 2001; McGraw et al. 2006).

B T0 sxe Bpems Ha poCT IIepheB OKA3bIBAET BJIMSHIE U COCTAB IINTATEIIh-
HBIX BEIIeCTB, MOCTYIIAIOIINX B OPraHu3M. JTO He3aMeHHUMbIe aMHIHOKHCJIO-
THI, MAKPO- 1 MUKPOJJIeMEeHThI, BUTaMuHbl. Hampumep, mipu dpopMupoBaHunm
IIepbeB BUTAMHUH A MOKET IIPOTUBOCTOSATH KePATHUHU3AIINH, a €TI0 IIPOMU3BO/I-
HOe — PeTHHOeBas KUCJI0TAa — BhI3BATH HOSBJIEHUE JOIIOJTHUTEILHBIX IIePheB
TaM, riae oobsraHo o He pactyT (Gregg, Rogers 1986).

Taxum 00pa3oM, OJHIM 13 OCHOBHBIX IPOSIBJICHII 9THUX BO3IEHUCTBUII SIB-
JIsieTcsI U3MEHYHBOCTh B MudepeHITnaIIuN 9JIEMEHTOB IIepa, KOTOpbIe op-
MHUPYIOT €T0 II0OBEPXHOCTh (ILJTACTUHYATYIO YacTh) (pasmes 2.3.2) ¥ 0TBeUaIoT
3a CXeMOXPOMHYI0 OKpacKy. UHauBuayaabHbIe BAPHAIINY B CTEIIEHHU IIPOSIB-
JIHUsI, pacupeaesIeHIsI U BeJINYNHEI TAKUX YIACTKOB B IEePhIAX H3MEHIIOT UX
CIIOCOOHOCTH OTPasKaTh, PACCENBATDH WJIN IIPEJIOMJISATH CBETOBBIE BOJIHEI (pas-
nesa 5.1.3). B mepByio ouepens MeHseTCs CIIOCOOHOCTE IepheB oTpaskaTth Y D.
¥V cuerupeii 9T0 BBIpasKaeTcsa B U3MEHUYUBOCTH OJiecka mepbeB. OIHI IITUITH
BBITJISIAT OJIECTAIIMMU, Ipyrue 0osee OJIEKIBIMU, MATOBBIMU. dacTo B HOP-
Me 9TH Pa3JInydrsa HaOJII0Ial0TCA ¥ 0c00e pa3HoTO I10J14, II0 JeHICTBUEM Top-
mouoB (Kimball, Ligon 1999; Kimball 2006). Ha cTtpykTypHOM ypoBHE 9TH
0COOEHHOCTHU IPOSBJISIIOTCSA B TOJIIMHE (ILJIOTHOCTH) I'yOYATOr0 CJI0S KPIOU0U-
KOB, OTBETCTBEHHBIX 3a KOMepeHTHOe paccesHue CBeTa, U JeTaJIsIX UX BHYT-
peHHeN HaHOCTPYKTYPHI, TAKHUX KAK pasdMep BO3AYIIHBIX IToJiocTeit (Shaw-
key et al. 2003b, 2006; Shawkey, D'Alba 2017).

Ponr Takux Bapmaiimii cXeMOXPOMHOM OKPACKU Y CHEeTupPeH eIlé TOJIbKO
IpeacTouT orpeneanTb. OMHAKO YYHUTHIBAS 0COOEHHOCTH CHCTEMBI UX IIBETO-
BOT'0 3PEHUSI, MOKHO IIPEII0JIOMKUTD, YTO YMEHbIIEeHEe YIaCTHI KOPOTKO-
BOJIHOBOT'O M3JIyYeHHS B UTOIOBOM OKpacKe MX OIIePeHNS MOMKET CHHU3UTh
IIPUBJIEKATEJIHHOCTHL 0COOM KaK IIOTEHIIMAJJILHOIO II0JIOBOTO IIapTHEpPA, a Co-
OTBETCTBEHHO, U €€ yJYacTHe B PA3MHOMKEHHMN.

5.5.6. Ponb sHewHux ¢hpakmopos 8 MexXaHU3MAX
06pa308aHUA PUCYHKQ OnepeHus cHeaupell

XapaKkTepHOH 0COOEHHOCTHIO BCEX CJIOKHBIX PHCYHKOB IIepa SIBJISIETCS TO,
YTO OHU 00Pa3yTCS IIPU OIIPEeesISoINeM YJacTUH HPOIeCCOB MeJaHore-
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He3a (Chen et al. 2015; Galvan et al. 2017). IIpu sTom (pyHKITMOHUPOBAHIE
IIUTMEHTHBIX KJIETOK COYeTaeTCs C PSAI0M Ipeo0pa3oBaHUM CTPYKTYPHI IIepa.

OnHOpoaHAs OKpacka MepheB CBsI3aHa ¢ PABHOMEPHOI IesITeIbHOCTHIO
MeJIAHOIIUTOB UK AU y3ueit IUIIOXPOMOB. ITO II0JIyIaeTCs, KOTga IIHT-
MEHTHI IIOCTYHAI0T OIIpeqeIEHHBIMHU COCTaBOM M KOHIIEHTpAIlel B TeUeHne
BCero BpeMeHu pa3BuTud mepa. CKoOpoCcTh pocTa Takske ABJISETCS BAKHBIM
ycJIOBHEM IIpu o0pas3oBauuu pucyHKa. OHa m3MeHdaeT XapaKTep OTJI0MKeHMSI
IIUTMEHTOB, €CJIX He COOTBETCTBYET UX PABHOMEPHOMY IOCTYILJIEHHIO B pac-
TyIllee mepo. Y CKOPEHHBIN POCT BHI3BIBAET T'PATUEHTHYIO OKpPacKy, a 0oJjiee
HACBIIIIEHHBIN U IIJIOTHBIH ITBET II0SIBJISIETCS, KOT/Ia €T0 3JIeMEeHThI (DOPMUpPY-
I0TCSI MeJIJIeHHee, YeM Ipou3BoaaTcsa nurMeHTsl (Boiitkesuu 1962).

[IpepriBUCTBIE PHUCYHKN 00pa3yIoTcsa B pe3yjabTaTe CTOMKUX (PU3UOJIOTH-
YeCKHX PUTMOB, YCTAHABJIMBAIOIINXCA B Ipollecce (popMUPOBAHUA IIePHEBO-
ro osumukyaa. Jlasxke B mrpejiesiax oqHOTO Irepa MOKeT HaOJII01aThCA pasHasd
PUTMHKA B IUTMEHTAI[NY 00€rX IIOJOBUH OIaxaJia, IIPHUBOAAIAST K aCHM-
MmeTpun pucyHka (Boiitkesuua 1962).

Pasmasa ckopocTh pocTa OTIeIbHBIX YacTel mepa IIpu PaBHOMEPHOM IIO-
CTYILJIEHUY TUTMEHTOB MOYKET TaKiKe IIOBJIUATh HA OJHOPOIHOCTh UX pacipe-
nenennsa. CyliecTByIOT Takue (POJIJIUKYJIBI, T/Ie PUTM OCaKIeHUS ITUTMEHTOB
COBIIAJIAEeT, HO pPa3Mephl OKPAIIMBAEMBIX UMY II0JIEH OKA3bIBAIOTCA HE OJIH-
HAKOBBIMH B CBSI3HM C PA3HOH CKOPOCTHIO pocTa 00pomok. OueBUIHO, UTO B
BO3HUKHOBEHUHU KaKJI0T0 KOHKPETHOI'0 PUCYHKA y4aCTBYET MHOI'O YCJIOBII,
HO TPEM M3 HUX OTBOIHUTCSI BEIYIAs POJIb: IEePUOSUYHOCTL B AKTUBU3AIIIHT
MeJIaHOIIUTOB, PEAKTHBHOCTH POPMUPYIOIINXCSI YACTEH 1 CKOPOCTh UX POCTa
(BotiTkeBuu 1962).

OpmHoBpeMeHHAs aKTUBAIIUA U PAaBHOMEPHOE IIPOHUKHOBEHME MeJIaHO-
dopoB B obJ1acTh MU hepeHITUPOBKU BBISEIBAET HAYAJIO (POPMUPOBAHUS POB-
HOM IIOIIepevHOM moJIockl Ha Iepe. Ké mmupuHa Oyzer 3aBUCeTh OT IPOIIOJI-
SKUTEJBHOCTH UX akTuBHOCTH. C moCTyIIJIeHrueM HOBOM IIapTHH MeJIaHOdo-
POB MJIX BO300OHOBJIEHUEM UX PA0OO0THI Ha IIepe 0yIeT (popMHPOBATHCS CJIEIY-
fortas moJioca (BoiitkeBuu 1962).

Ha sTu mpoiieccsl MOTYT OKa3bIBATh BJIMSAHIE (PU3HUOJIOTHUECKHE PHUTMBI
OpraHm3Ma, CBsI3aHHbIe, HaIIpUMep, C CYTOUHBIMU ITUKJIamMu (pasmesa 5.1.3).
Cuuraercs, YT0 pPUTMHUYHOCTD UJIA HEPABHOMEPHOCTD B 1eATEJILHOCTH MeJia-
HO(OPOB MOKET JOCTUTATHCSA TOJBKO IIYTEM IIOJABJIEHUS MX (PYHKIIUU Ha
oIIpe e IeHHBIN IIePUO/I UJIN B OIIpeNeJIEHHOM yuacTKe TuddepeHITnaium
(BoiitkeBuu 1962). JIokabHBIE M3MEHEHUs II0POra PeaKIN JIIUTEINAIb-
HOM TKAaHHU B OIPeJIeJIEHHOM 00JIaCTH MOJIOZIOTO IIepa 00ycJIaBJIHUBAIOT oOpa-
3oBaHue Apyroro pucyHka (BoitkeBud 1962). MeraHMHEBI MOT'YT OTKJIAIbI-
BaThCSI OJMHAKOBBIM COCTaBOM BO BCe 3JIEMEHTHI IIepa WUJIN HEKOTOPhIE U3
HUX MOTYT 3aIOJIHATHCSI MeJIAHMHAMU Pa3HbIX THUIIOB.

Poct nepa, apasgsachk IpuYnHONA Havaia JeATeIbHOCTH MeJIAaHOQOPOB
(BotitkeBru 1962), MoskeT OBITH 3HAUNTEJILHO MHTEHCHBHEE TOJBKO 3aILyC-
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KaIOIIUXCS ITPOITECCOB CUHTEe3a IIMTMEHTOB. B pe3yibTare aTOr0 MeJTaHUHBI
IIOCTYHAIOT B IIePO B HU3KOH KOHIIEHTPAIINU (B3POCJIbIe 0COOM) MJIN PeIyIl-
POBAHHBIM COCTABOM (Y MOJIOJBIX). OTO IIPUBOJUT K TOMY, YTO Y OOJIBIIIIH-
CTBA BRIOPKOB Ha BepIINHAX IIepheB POPMUPYETCSI CBOEOOpa3Hasa KaéMKa,
OTJIMYAIONIASACI OKPACKOM OT OCTAJIbHOU YacTH Iepa.

B ocobenHocTsAX pacupeseseHns IUTMEHTOB B IIepe JOBOJLHO TPYIHO
pasobparbcsa 0e3 cuerraJabHBIX aHaau3oB (Schereschewsky 1929). Tem He
MeHee, IIPHU PACCMOTPEHUH 00JILIITON BRIOOPKHU IIepheB PA3HBIX BHUIOB CHEI'H-
pel 1 3HAHUU COCTaBa UX IIUTMEHTOB, MOKHO O0OHAPYKUTDH, YTO OPHAMEHT
dopMupyeTcs IyTEM HaJIOMKEHU IPYT HA ApyTra TPEX «MAaTPUID, KaKIasd U3
KOTOPBIX XapaKTepHa TOJILKO JIJIS CBOEH I'PYIIIBl OMOXPOMOB: 9yMEJIaHUHOB,
peomesraHMHOB 1 KapoTuHOUIOB. Kaskmoit maTpuiie (0coOOMy THIY PUCYHKA
mmepa, COCTaBJIAEMOT'0 OJHOM I'PYIIIION OJHOPOSHBIX IINTMEHTOB) COOTBETCT -
ByeT CBOM PHTM OCAKICHHS KPACSIIEro BellecTBa, PeryJIupPyeMbIil OTIe/Ib-
HBIM MexaHu3MoM. C y4EToM TOro, YTo MeJIaHUHBI OTKJIAbIBAIOTCS €IHHBIM
IIyTEéM, BEPOSITHO, CYIIIECTBYET JIBE PETYJIATOPHEIE KITPOTPaMMbBD IIPOIECCa UX
IIOCTYILJIeHHUA B mIepbs. IlepBas oTBeuaeT 3a pacipeeieHrue MeJaHUHOB B
mmepe, a BTopasi — 3a KOJIMYECTBO UX OTJIOMKEHHUS M YPOBEHb CHTE3a KOMIIO-
HeHTOB (cocTaB).

Bo MHorux ciayyasx rpaHUIBI PUCYHKOB, CO3JaBaAEMBbIX KaYKIBIM TUIIOM
IIUTMEHTOB, JOBOJILHO CJIOMKHO O0HAPYKHUTH BH3yaJabHO. IIpoieccsr adbcopo-
MY MeJaHWHOB TECHO CBSI3aHBI APYT C APYTOM, II09TOMY MOYKHO pas3InJyaTh
JIUIID YIACTKY C JOMHHHPYIOIINM IIPHUCYTCTBHUEM OoqHOTr0 n3 Hux. Ho ecim
Imepeaesibl 9yMeJIaHMHOBOM OKpacKu (U€pHOI, TEMHO-KOPUYHEBOIT) Oojiee
WJIA MeHee OIpeaesIMMbl, TO TPAHUIILI IPUCYTCTBU (peoMeIaHNHOB BechbMa
yCcJIOBHBI. [Ipyr HHU3KMX KOHIIEHTpAIIUIX KAPOTHHOUIHASA B (peoMeTaHUHO-
Bas OKPACKU Y CHETUPEH MOTYT OBITh ITPAKTUYECKH HePa3JIMIUMEbI, 0COOEHHO
KOTJIa 9TH OMOXPOMBI HAXOOATCS B CMEIIIeHHOM COCTOAHHU. TeM He MeHee,
HEeCMOTPS Ha BCe TPYIHOCTH, IIPU OIIPeeIEHHBIX YCJIOBUAX MOKHO OTCJIe-
IUTH PUCYHOK, POPMHUPYEMBIHN KasKI0M MaTPHUIeH. OTO BO3SMOYKHO IIPKU HaPY-
IIeHUSIX ITUTMEHTAIINH, KOIIa OHM He COBIIAIAIOT APYT C JPYTOM.

BosamosxHOCTE Tako0l M3MEHUYMBOCTH CBSI3aHA C TE€M, UTO M3 OJHHUX U TeX
ske (POJIJIMKYJI MOTYT 00Pa30BEIBATHCA IIEPhs ¢ Ppa3HbIM pucyHKoM (BoiiTke-
Bu4 1962). B 3auaTke mepa HeT IIpemoipeneéHHOCTH ero POPMBI U THUIIA
okpacku. OHH omIpeessoTcsS KOHKPEeTHON IPOorpaMMOi aKTUBAIIUKN I'eHOB,
PeryJIMpYIONIUX IIPOIece UX (pOPMUPOBAHMUS, 3AILyCKAEMOM JIUIIE IIPHU OIIpe-
JIeJIEHHBIX YCJIOBUAX. Y MHOTHMX BHIOB IITHUIL H3MEeHEHNe PUCYHKA OIePeHMsI
II0CJIe OYepe HOM JIMHBKY HOCUT 3aKOHOMEPHBIA Xapakrep. ITH ABJICHU
JIesKaT B OCHOBE BO3PACTHHIX, CE30HHBIX U ITOJIOBBIX pasinuuii. lameHeHmne
CBOMCTB IIepbeBOro (POJIJIMKYJIA, HACTYIIAIOIIee B pe3yJbTaTe (PU3n0JIOTHYe-
CKHX M3MEHEeHUH OpraHu3Ma, IPUYPOUNBAETCI K OIIpeqeIeHHOMY BPeMeHH.
Y MHOTHX IITHII, KAK B Y CHETHUPEH, CMeHa I'He3I0BOro (I0BeHIJILHOI0) Haps-
Jla 3aBepIlaeTcsa pasBUTHEM HOBOM okpacku. Kciiu ske pocT mmepbeBhIX 3avar-
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KOB HaUYMHAaEeTCd JI0 HACTYILJIEHHUS JUHbKH, TO 00pa3yloTcsa Iephbsa ¢ KOMOH-
HHUPOBAHHLIM PUCYHKOM. BepXHssa MX yacTh HeceT IPU3HAKU I0BEHUJILHOM
OKpaCKM, HUKHISI — HOBOM, OKOHYATEJIbHOM.

B psane ciiyuaeB n3MeHeHue 00IIEro pUCyHKA UJIN MHTEHCUBHOCTH OKpac-
K1 MOKeT IPOMCXOIUTHL BHE IIepHoda JIMHLBKU B pe3yJbTaTe OOHAIIIMBAHUSI
nepugpepryueckux dacreil onaxas mepbes (Keeler 1893; Brush, Power 1976).
JTo KacaeTcsa U M3MEHEHHs IIBEeTHOCTH, CBA3aAHHOI ¢ Pa3IoKeHHueM JIOII0JI-
HUTEJIbHBIX IINTMEHTOB U Jerpagaliueil CTPYKTYPHBIX KOMIIOHEHTOB IIepa.

B Teuenune mHIMBUAYaIBHOIO PA3BUTHS IITUIIEI PUCYHOK II€PHEBOIO II0-
KpPOBa, KaK IIPABUJIO, YCJIOMKHSIETCS. JOTO, B M3BECTHOI Mepe OTpakaeT MCTO-
PUYECKYIO II0C/Ieq0BATEJIbHOCThE B DOPMUPOBAHNI OpHAMEHTA OIePeHMUs, B
KOTOPOM OJHOTOHHAs 0ypOoBATO-0OXPHUCTASI OKPACKA MOCTEIIeHHO 3aMeHsJIACh
sapkoi, niBeTHo# (BoiitkeBuu 1962). 9T0 JOBOJIBHO HATJISIHO JTEeMOHCTPH-
PYIOT CHETHPH Pa3HOo0Opas3ueM PHCYHKOB OIEPEeHHsa CPpeau BHUIOB Poaa, KO-
TOpPOE II03BOJISIET OTCJIEIUTDH 9TAIIbl €r0 POPMHUPOBAHMSI.

Kpowme Toro, xomirzexcHoe (9KOCHCTEMHOE) BO34eiCTBIe BHEIITHUX (PaK-
TOPOB HAa PEeryJJHPYIOIIHe CICTeMbl OPTaHM3MOB pa3HbIX BuA0B ITuil (le-
MeHTheB 1941) MokeT OBITh OOWHAKOBLIM B OJHHX KJIMMATUYECKHX YCJIO-
Buax. CoueTranme B mepByIO OUepeab JUAIIa30HA TeMIIepaTypPhl BO3ayXa, IIpo-
JTOJIXKUTEJILHOCTH JHS M 0COOEHHOCTeH HUTAHUS SBJISETCS IPUYNHOM T'eo-
rpapuyecknx N3MeHEeHHn B oKkpacke omepenus. OHO ompeessieT XapakTep
Y1 THTEHCUBHOCTD OKHCJIUTEJIbHEIX IIPOIECCOB M PEryJISTOPHBIX MEeXaHU3MOB
B OpraHu3Me KakK y CHerupei, Tak U APYTUX IITUIL, OTPAKAACh HA YPOBHE Me-
nanoredesa (McGraw 2007) u kaporuHOMIHOM okpacku (Stoehr, Hill 2001).

Cy1iecTBeHHBIM (paKTOPOM JJII HOPMAJIBHOI'O IPOXOKIEHUS MeJaHore-
He3a SABJISETCA IPUCYTCTBUE B JUeTe PSAga aMHUHOKKCJIOT, 0COOEHHO THPO-
auHa. Paimon ¢ oTcyTcTBHEM PEeIKUX aMHHOKICJIOT, HAIIpUMep Y CHeTrHupei,
IPUBOJUT MHOTAA K YACTUYHOMY HJIXA IOJIHOMY OTCYTCTBHUIO MEJIaHUHOB B
IOJIETHBIX IIePbIX. ¥ POBEHb AKTUBHOCTH THUPO3INUHA3EI, 3aBUCAIINNI OT UH-
TEeHCHBHOCTH OOMEHHBIX IIPOIIECCOB, OIIpeaessieT HMpeaesIbl CHHTe3a Pa3HbIX
THUIIOB MEJIAHHWHOB B 3a4YaTKe Ilepa, a TAK/Ke BBI3hIBaeT M3MEHUHBOCTL PHU-
cyuka omepenus (Boiitkesmu 1962; JIlapuoros 1928; Schereschewsky 1929).

Jl1s1 HOpMAaJIBHOIO OKpAaIllMBaAHUS IIepheB BAKHO HAJUUYNME B pallroHe
BUTAMUHOB, MAKPO- ¥ MUKPOJJIEMEHTOB, JOCTYIIHOCTh BUTaMuHa B1, pudo-
dnasuna u pernnananuuaa (McGraw 2007; McGraw 2011). Hamuawne 1imaKa
B IHIE IITHUIL YJIydIlaeT IIorJjolneHne KaporuHonaoB. Burtamuusr E, Bis u
HEeKOTOpPbIe Apyrue aHTUOKCUAAHTHI yiIyulinaoT nurMmentamnuo (Goodwin
1984), a moTpebeHMe C IIHIIEH IJIyTaMaToB, JUIIMHA I HUTPATOB, HA000-
POT, CHIIKAET YPOBEHD COJIePKaHNI KapOTUHOMIOB B TKAHSIX.

NuguBuayabHbIe IPEIIIOUTeHUs IIPU POPMUPOBAHNH PAIIOHA, a TaK-
sKe Teorpaduyeckasi H3MeHUYHNBOCTh COOTHOIIIEHUS M COCTaBa KOPMOBEIX pac-
TEeHUH OTPAKAIOTCA B MHINUBUIYAJIbHBIX U HOILYJISIITMOHHLIX PA3JINYNIX Ka-
POTUHOMUIHOM OKpacKku y cHerupeit. Oco0eHHOCTH paloHa SBJISIOTCS IIPH-
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YMHOI 3aMeHBbI 0JHOTO KAPOTUHOKUIA JPYTHUM, BEITIAJeHUI0 YACTU IUTMEHTOB
13 00BIYHOT0 UX HAabOpa MJIM CHIKEHMIO uX 0011eit korteHTparuu (Goodwin
1984; Stradi et al. 2001). OTTeHOK I[BETHOTO OIEePEHNI MOKET 3aBHUCETh 1 OT
pacipenesieHnss 0moxpoMoB B asiemenTax mepa (Gill 2007) (B oTHOIIIEHNT CHE-
rupeit cMm. pasze 4.2.2).

[TosryuaeTcs, YTO yIAYHOCTD IPOXOKIEHUS IPOIIECCOB (DOPMHUPOBAHUSI
IIePhLEeBOr0 IMOKPOBA, 3aIlyCKAeMBbIX II0J KOHTPOJIEM OIIpeIesIEHHOro Hadbopa
IeHOB, MOYKeT 3aBHCETh OT MHOKeCTBA BHEIIIHUX M BHYTPEHHUX (PAKTOPOB.
B peaynpraTe B TOI MM MHOI Mepe UX JeHCTBHEe OTpaskaeTcs Ha Xapakrepe
CTPYKTYPHI 1 OKpacku mepbeB. OHAKO eCTeCTBEHHBIN 0TOOP MOYKET JeHCTBO-
BATh B HAIIPABJIEHUN YMEHbBIIIEHHUs TaKoi 3aBucuMocTr. Kak mmpasmiio, ais
9TOTr0 HEOOXOTMMO TOJIBKO BPeMsI MJIU «yJavHO IT0J00paHHbI» murMeHT. Me-
JIJAHMHOBASA OKpacKa IIOYTH y BCEeX IITHII, KaK 1 I[BeTHAs y IoIryraes (IICHT-
TAKO(yJIbLBUHOBAS), MAJIO 3aBUCUT OT KOJIe0aHUI BHEIIHUX PAKTOPOB U1
IIPaKTHYECKN He MEHSIeTCS B YCIOBUSIX HEBOJIH.

XoTs SApKHe I[BeTa MOTYT OBITH BBHITOOHBIMHE IJISI CAMIIA, HO €CJIM OHM He
3aBHUCST OT €T0 IIPUCIIOCOOJIEHHOCTH U OIBITA, TO UX 3HAUYeHue OydeT 3HaAUU-
TeJIbHO MeHbIIle, YeM IIPUHATO CUYUTATh. BOJIBIIMHCTBO BUIOB CHErupei
MMEeIOT MUHUMAaJIbHbIE TTOJIOBBIE PA3JIUYUSI U BEJIMKOJIEITHO 00X0aaTcess 0e3
SPKOI OKPacKH HECMOTPS Ha TO, UYTO MeXaHU3MbBI POPMHUPOBAHUSI TAKOTO
OIlepeHusI ObLIN Yy UX IPEeIKOB HJIHN OJIMKANIINX POACTBEHHUKOB. Bee 1mo-
OBITKY IIOJIYYUTh JOIOJHHUTEIbHBIE IPEUMYIIEeCTBA OT KAPOTHUHONTHOMI
OKPAaCKHU y CHErrpei MaJIo YeM OT/IMYAI0TC OT TAKOBBIX ¥ OOJIBIITHHCTBA APY-
rux BbIOpKOB. OOHAKO, II0 CYTH, JIMIIL HEOOJIBIIION I'PYIIIIe IIOJYBHUIOB y/Ia-
JIOCH TO, Yero He mojay4dmiochk y apyrux Carduelinae. Tonbko caMiibl 0OBIK-
HOBEHHOTO CHETHPS UMeIOT He3aBUCUMbIe OT JUHAMUKH BHEITHUX YCJIOBUH
MeXaHU3MBbI (POPMUPOBAHUSA KAPOTUHOUIHOM OKpacKku oneperus. OmHo000-
pasie paciiBeTKH He II03BOJISeT BU3YaJIbHO OIeHUBATh UX IIOTEHITAJIbHBIE
KadyecTBa Y BO3MOKHOCTH.

ITo cyTu, y cHerupeit Takas OKkpacka moJje3Ha TOJIBKO IJIS BUI0BOM UIeH-
TH(PUKAIINHT, XOTS OHA U (POPMHUPYETCS ¢ YIETOM IIPEAIOUTEHUHA U CIIEKT-
PaJIBLHOM «HACTPOHKI CHCTEMEI IIBETOBOr0 3peHusa caMok. OHa Mmoxker 06es-
00JIe3HEeHHO TePATHCSA HJIN CHOBA IOABJATHCSA B X0Je (pujoreHes3a y mpe/i-
cTaBUTeJel JaHHOI0 poja BbIOPKOB. Torma Kak OJisd BRIOOpA mMapTHEpPA OHHU
PYKOBOJCTBYIOTCSI 00JIee KAUeCTBEHHOM U IIPOBEPEHHO MHOTMMHU ITOKOJICHH! -
aMu mHQOpMAaIluel, KOTOPYIO IIPeNOCTABJIAIOT BOKAJIU3AIINI U JeMOHCTPA-
THBHOE II0BEeIeHHE.

B pesysbTaTe Bcero BBINMIEH3JIOMKEHHOIO II0JIyYaeTCsI, YTO B IIPOTHUBOIIO-
JIOSKHOCTD yTBepsxaenmio J[. Xuiia, qjIsa MHOTHUX HccJIeqoBaTe el He «coBep-
IIIeHHO OYeBMIHO, YTO KAPOTHHOUIHAS OKPACKA BO3HUKJIA IIOJ JaBJIeHUEM
MHTEHCHUBHOI'O II0JIOBOTO 0TOOpPA, CTABIIEr0 IIPUYNHON Pa3BUTUS (PU3HUOJIO-
THYECKUX MEeXaHU3MOB», KOTOpbhlie POPMUPYIOT «0TOOPaKeHNe Pa3JIMIHBIX
opaameHnToB B onepennu ntuip (Hill 2002). Cropee, MO:KHO yTBep:KIATh,
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YTO yiKe CYIIIeCTBOBABIIHE JJII APYTUX IIeJIeli MEeXaHU3MbI ObLIIU aJIaIITUPO-
BaHBI K UX HCIIOJb30BAHUIO B OKpAIIMBAHUU IIepbeB. Bo3aMoKHO, moaToMy,
Kak coskastest J1. Xust, «<Hu oquH (pr3u0JIoT He pacCMaTPHUBAJI ITUTMEHTAIIHIO
OIepPeHUs IITUIL C TAKOU dBOJIIOITMOHHON TOUKHU 3PEHUI.
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