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Bonblast yacTh MUIrMEHTALIMM ONEPEHUS] TITULL MIPOU3BOAUTCS KADOTUHOUAAMU — OPTraHUYECKUMM TTUT-
MEHTaMM, KOTOPBIE TITUIIBI CAMU CUHTE3UPOBATh HE MOTYT, a MOTPEOIAIOT ¢ enoit. COOTBETCTBEHHO, MeXa-
HU3MBbI, MOAYJIMPYIOIINE 3aBUCUMOCTh OT BHEIITHUX KAPOTUHOUAOB, UTPAIOT KIIFOYEBYIO POJIb B 3BOJIIOLIMU
oKpacku Titull. HecMOTpsT Ha MWITMOHBI JIET 3BOJTIONINU, TUBEPCUGDUKAIINS CUHTEe3a KADOTUHOMIIOB Y CO-
BPEMEHHBIX IITULl, B OCHOBHOM, OTPaXXaeT CTPYKTYpPY IIOOAIbHON CETU KAPOTMHOUIHOTO CUHTE3a, BO3-
HUKIIETO 3a0JITO IO MOsSIBJIeHUs Kimacca [Ituil. DTa cTpyKTypa IoKa3bIBaeT, YTO pa3HOOOpa3ne OKpacKu
HAaIpsIMYIO 3aBUCUT OT U3OBITOUHOTO pa3HOOOPa3UsI UCXOIHBIX ITUILEBbIX KAPOTUHOMUIOB, a TAKKE IMTO3BO-
JISIET HaM TIpelICKa3bIBaTh YaCTOTY KOHBEPTeHIINI B OKpacKe OTIEPeHMS M TPOTHO3UPOBATh ITOTEHITAAI Y-
BepcUdUKAIIUU KAPOTUHOMIHON OKPACKU Y pa3HbIX TAKCOHOMMYECKUX U BKOJOTMYECKUX TPYIIT TITUILI.
B cBolo ouepenb, HaGMIOMaeMble OTKIOHEHUSI OT 3TUX CTPYKTYPHBIX OXUIAHWI TalOT OTIIPABHYIO TOYKY
IUJTSI UBYYEHUSI MEXaHU3MOB, BJIMSIIOIIMX HAa 3BOJIIOLIMIO KAPOTUHOUIHON OKPACKU OMEPEHUS Y TITUIL.
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HemHorue rpynmnbl ITIO3BOHOYHBIX MOTYT CpaB-
HUTbCS C TNTULIAMU I10 Pa3HOOOpa3HI0 OKpacKu M
0COOEHHO MUTMEHTHOI OKPaCKM OIlepeHM s, KOTopasi
IIPOU3BOIUTCS KapoTuHouAaMu. OmHaKO, HECMOTPS
Ha MHTEHCUBHbIE MCCJICAOBAHUS, TJIaBHBIE BOIIPOCHI
B 9TOI1 00JIaCTU OCTaIOTCSI OTKPBITEIMU. [Touemy pas-
HOOOpa3ue MUIMEHTHOM OKpacKHU paclipeaesieHO Tak
HEpaBHOMEPHO MEXAY Pa3sHbIMU TaKCOHOMUYECKU-
mu rpyrmamu (Baker, Parker, 1979; Savalli, 1995;
Hill, McGraw, 2006)? OcobeHHO napagoKCajabHO
HEOXMIAHHOE IIOSIBJICHUE SIPKON “3K30THUUYECKOM”
OKpAacCKM B rpynnax MOHOTOHHO OKpallleHHbIX BUJIOB.
I'me coxpaHsIOTCS 3JIeMEHThI 3TOT0 pa3HOO0Opa3us B
Mpoliecce IBOJIOLMU, KOTIa OHU HE SIBJSIOTCS 4Ya-
CThIO (hbeHOTUIIA POACTBEHHBIX BUI0B? M 4TO mpouc-
XOIUT C 3TUMMU 3JIeMEHTaAMM U UX JeTepMUHAHTaAMMU,
Koraa BuI BeiMupaeT? YTo o0ycloBIMBAET TaK 4acTo
Ha0JII00aeMYyI0 KOHBEPIeHIIMIO OKPACKU MEXIY BU-
JJaMU U TpyIIaMU, KOTOPhIE 3a4acTyIO0 OYEHb JaJIEKU
JpYyr OT Apyra B UCTOPUYECKOM M 3IKOJIOTUYECKOM
mwiane (Ko6nuk, Mocainos, 2006; Mocanos, Koo6-
K, 2017)? DTo He3aBUCUMOE HaXOXIEHUE OJUHAa-
KOBBIX PELLICHUI B IIPOLIECCE IBOJIOLMU UJIN PEKOM-
OMHALMSI OTPAaHMYCHHOTO KOMIUIEKTa COXPaHsSIEMBbIX
3JIEMEHTOB?

XOTs1 MBI HE 3Ha€M OTBETOB Ha 3TU BOIIPOCHI, I10-
HSITHO, YTO UMEHHO HaM HaAo 3HaTb, YTOOBI HA 3TU
BONPOCHI OTBeTUTH. IIpobsemMa B TOM, 4TO B 3BOJIIO-

LIMOHHOI1 OMOJIOTUU MBI MIpeACcKa3biBaeM MYTU U 3a-
KOHOMEPHOCTH IIPOIIEAIINX MPOLECCOB MCXOIs U3
pa3zHOOOpa3us U paclpeneeHUsT IIPU3HAKOB COBpE-
MEHHbBIX BUJIOB — (PEHOTUITUYECKUX “OCTPOBOB B MO-
pe MCTOPUUYECKUX BO3MOXKHOCTEN . OIHAKO COBpe-
MEHHBIC BUIbI HE SIBJISIFOTCSI 9BOIOLIMOHHBIMU CTa-
IUSIMU OpyT Opyra — OHM HE3aBUCHUMBI U IIO3TOMY
3a4acTylo MPENCTaBISIIOT CO00I YHUKaIbHBIC pellie-
HUS IIPO0JIEM, KOTOPBIE CYILIECTBOBAJIM BO BPEeMs MX
npoucxoxnaeHus (Lewontin, 1974; Gould, 2002). bo-
Jiee TOro, B IMpoliecce 3BOTIOLNN OPraHM3MOB UX HO-
BbI€ ajganTallMy 4acTO BKJIIOYAIOT B ceOs (M TakuM
oOpa3zoM ctupaloT) npegbiayimue agantauun (Chet-
verikov, 1926). JIpyrumMu cioBaMu, HaM CJIOKHO BbI-
SIBUTHh OIPEIC/ISIONIMEe MCTOPUUECKUE ITYTH MEXIY
COBPEMEHHBIMM BUIAMHM POBHO MOTOMY, YTO 3THX
MyTeil HUKOTAa He cyliecTBoBasio. OQHAaKO ¢ 2JIeMeH-
TaMu (PEHOTUITOB (TaKMX KaK IeHbl, OEJIK1, SJIeMEH-
ThI MOp(dOreHe3a u T.I.) CUTyallrs OOCTOUT MHAYe —
SBOJIIOLMS 3aBUCUT OT UX HEPephIBAEMOM UCTOPHU-
yeckoil cBs3aHHocTU (CeBeplioB, 1934; Dobzhansky,
1937; IlImaneraysen, 1938; Maynard Smith, 1970;
Fontana, Schuster, 1998). ITockoabKy U TpOILUIbIE U
COBpeMEHHbIE (DEHOTUMBI SIBJISIIOTCS BpeMEHHBIMU
arperauusMu 3tux 3jeMeHToB (Huynen et al., 1996;
Bershtein et al., 2006; Starret al., 2017), To Ha KaKOM-
TO YPOBHE UX OMOJIOTMYECKOI OpraHu3alum “ocTpo-
Ba COBpPEMEHHBIX (PeHOTHTIOB” HOJIKHBEI OBITH OOh-
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eqMHEeHbl OOIIEN CEThIO 3aBUCUMOCTEM MEXAY MX
anemeHTamu (Van Valen, 1989; Gavrilets, 1999;
Borenstein et al., 2008; Wagner, 2011; Morris et al.,
2012; Nordbotten et al., 2018). B aTom 0030pe MBI
paccMOTpuM, OOBSICHSIET JIM 3Ta TEOPHUS TEMITHI M Ha-
MpaBJeHUS 3BOJIOLUN KAapPOTUHOMIHON OKPAacKU y
TITHII.

I[ITnupl HEe MOTYT CHMHTE3UPOBATh KAPOTUHOMWIHI
U3 HE-KapOTUHOUIOB U MO3TOMY ITOJy4YaloT IHIIEe-
Bble KAPOTUHOMIBI C €II0i1, a B Ipoliecce TMHbKU OT-
KJIaIbIBAlOT MX B CBEXKUX IEPhSIX JIMOO HAIPSIMYIO,
00 nocJjie omoxumudeckoit mogudukamnuu (Brush,
1978, 1990; Goodwin, 1984; Britton, 1998). Hecmort-
ps Ha Bce pa3HOOOpas3me KapOTUHOMIHOI OKpacKU,
MeHbIIe YeM 3% HaTypaJdbHBIX KapOTUHOUIIOB W3-
BECTHBI U3 ONEPeHMUs 1 Npyrux TKaHeu nruil (Bady-
aev et al., 2015). Boyee Toro, Bce KapOTUHOUILI U
OMOXMMUYECKHE PEaKIU UX CUHTEe3a, ONIUCAHHBIC Y
MTUL, TIPEACTABIISIOT COO0M OYEeHb MAJTyIO0 U U30JI1-
POBaHHYIO YaCcTh MIOOAIBLHOM CETU CUHTE3a KapOTH-
HOMIOB, BO3HUKIIEH B KOHTEKCTE OaKTepHalbHOMN
SBOJIIOLMY Gojiee YeM MWUIHAPI JIET A0 MPOUCXOXK-
nenus ntuil (Liaaen-Jensen, Andrewes, 1972; Klas-
sen, 2010). Takum oOpa3zoM, OMOXUMUIECKAasI SBOJIIO-
IYS1 KAPDOTUHOUIOB y TITULL TPOUCXOOUT B 3aMKHY-
TOM, HEOXXKMIAHHO MaJIoM, 1 IpeBHeM “JaHamadTe”
C M3BECTHBIMU “BXxomamMu” (COOTBETCTBYIOIIME 3KO-
JIOTUM BUJIA TTUILEBBIE KAPOTUHOWUABI) M U3BECTHBIMU
BO3MOXKHBIMU NYTIMU OMOXUMUYECKOM TUBEPCUDU-
Kauuu (puc. la). ITockojibKy HaM TakxKe M3BECTHBI
rnmapaMeTpbl OMOXMMUUYECKOM B3BOJIOLMU Y COBpE-
MEHHBIX IITUI, UCIIOJb3YIONIUX 3TOT JaHAImadT, TO
MbI MOXKEM pPacCMaTpUBaTh, HACKOJIBKO 3TU ABE 9BO-
JIIOLIMOHHBIE IUBepCcU(UKALIUN B3aUMO3aBUCUMEI,
T.€. HACKOJIBKO TOITOJIOTUSI M CBSI3aHHOCTD IPEBHETO
GUOXMMMYECKOTO JaHAmadTa OTpakaeTcs B TeMITax
Y HAIIpaBJICHUSIX 3BOJIOLUN KapOTUHOUIHOIO OIle-
pEeHUST Yy COBPEMEHHBIX ITTHII.

Hampumep, HepaBHOMEpHOE pa3zHOOOpa3ne OKpac-
KM MEXIYy TaKCOHOMUYECKHMMM TIpyNIaMU MOXKET
OOBSICHITHCSI pa3HON OMOXMMWYECKOW CBSI3aHHO-
CTbIO (COEAMHEHHOCTBIO) PAa3JIMYHBIX ITUIIEBBIX Ka-
POTMHOMAOB, MOTPEOJISIEMBIX BUIAMM C Pa3HOIM KO-
gorueit (puc. la). Ilepuonuyeckasi KOHBEPTECHIIUS
OKpPacKM MOXET OOBSICHSTHCS IMOJTHOM CBSI3aHHO-
CTBIO OMOXMMMWYECKOM CETH IITHUIl — BCE Y3JIbI 3TOM
3aMKHYTOM CETH HOCTUKMMBI U3 JIIOOBIX APYTUX y3-
JIOB, IIOCKOJIBKY TOJIBKO ITUIIEBbIE KAPOTUHOMIHI MO-
TYT OBITh M30JIMPOBAaHHBIMU OCTPOBAMMU B CETU IITHII.
Takum o6pa3oM, >BONIOIIMOHHBIE TPACKTOPUU, Ha-
YMHAIOIIMECS U3 Pa3HbIX “BXOMOB” — ITUIIEBBIX Ka-
POTUHOMAOB, — Hen30eXHO (C pa3HOi, HO M3BECT-
HOM 4aCTOTOIi) BCTPEUYAIOTCS B OOTHUX U TE€X K€ y3JIaX
BHYTPU CE€TU, OOBSCHSSI NEPUOIMYECKYI0 KOHBEP-
TeHLIMIO OKPACKM BUIOB C pa3HOM 9KOJOTUEN U UCTO-
pueit (puc. la). Bojsee Toro, 3ToT MOAX0OM ITO3BOJISIET
MOHSATH CBS3b MEXIY YAIUHEHUEM OMOXMMUYECKUX
MyTeii B CUHTE3¢ KapOTUHOUIIOB OIlepeHMs (1 COOT-
BETCTBYIOLLIEH DK30TUUYECKON, SIpKO MJIM CIOXHOM
OKPaCKOli) 1 N30BITOYHOCTBIO IIyTei X CUHTE3a (X
“BBIpOXIcHME” B MaTeMaTHMYECKOM CMBICIIE, aHTJI.

BAISEB

“metabolic degeneracy”) — T.e. Korma OmoxXumMmude-
CKUe MYTH IIPOU3BOIIT U3 PA3HBIX ITUIIEBBIX KAPOTU-
HOUIOB OJWH U TOT Xe MeTab0JIM3UPOBAHHBIIA Kapo-
tuHoua (Edelman, Gally, 2001; Badyaev, 2007, 2019;
Whitacre, Bender, 2010). I30bITOYHOCTD ITyTei KOM-
MEHCUPYET MPUPOIHYIO BapuaOeIbHOCTh MUIIEBBIX
KapOTUHOWIOB M YIJIUHSET MEePUOI UX HEIPephIB-
HOI1 3BOJIIOLIUM, TIPENCKA3bIBast, YTO KPAaCOYHOE OIe-
peHHe JOJKHO OBITh HauboJiee SBOJIOLMOHHO
YCTOMYMBO, 60JIee UHTEIPUPOBAHO C IPYTUMU aCIIeK-
TaMM OpraHu3Ma M HauboJiee MOABEPXKEHO DBOIIO-
muoHHo# nuBepcudukanuu (Badyaev et al., 2017).
DTOT MOAXOH TaKXKe ITOKa3bIBaeT, KAKUM 00pa3oM
OKpacka, TOJIHOCThIO 3aBUCSIIASI OT MECTHBIX U T10-
CTOSIHHO MEHSIIOLIUXCSI pecypcoB (IUILEBbIe KApOTHU-
HOUJIBI, NOTPeOIsieMble BO BpeMSI IMHBKI ), MOXET, TEM
He MeHee, JEeMOHCTPUPOBATH JOJITOBPEMEHHYIO TTOCTIE-
nJoBarenbHyo sBomonuio (Higginson et al., 2016).

B aTOM 0030p€e MBI TTOKaXXeM, 4TO 3TU CTPYKTYp-
HbI€ peIlleHUsI UMEIOT B CBOE OCHOBE 3BOJIIOLIMOH-
Hbl€ LIMKJIbl YIPaBISIEMOCTU OUOXMMUYECKOUN CETU
(Liu et al., 2011) — neproanyeckue oOpeTeHUs U Mo-
Tepu aBTOHOMHOCTHU €€ (pyHKIIMoHupoBaHus (Bady-
aev et al., 2019). CtpyKkTypHBbIi oaxoa K U3y4eHUIO
BapnabeIbHOCTY OKPACKU JaeT HaM OTITPaBHYIO TOY-
Ky IUIsl JajibHEeIero n3ydyeHusi MeXaHu3MOB, BJIVSI-
IOLIMX Ha €€ 3BOJIIOLMUIO.

MATEPUHAJIBI U METOJbI

KapotuHounHbsie MeTabonnueckue cetu 384 BU-
noB nrtull (nmpunoxeHue S1 B Morrison, Badyaev,
2016) GbUIM TTOCTPOEHBI Ha OCHOBE YHUBEPCATbHOM
MeTaboJIMYeCKOl CeTH KapOTHMHOMJIHOTO CHUHTE3a
(Umeno et al., 2005). Bce kapoTuHOUABI, OOHApPY-
>)KeHHBIE B OIEPEHUU, TIa3Me U KOXHOM IMOKPOBE
BUJa, ObIJIM HAaHECEHbl Ha KapTy “HNTUYbETO MpOo-
CTpaHCTBA” I100aJbHONM MeTabOJIUYECKOI ceTu Ka-
potuHounoB (Badyaev et al., 2015). B aToii padote
MbI MCITOJIb3yeM MEeTa0OJIMYeCKue CETU TOJBKO JJIs
BUJIOB C KAPOTUHOUIAMHU B oriepeHUU. [TpoTOKOIBI U
BCE JaHHbIE BMECTE C BKCIIEPUMEHTAJIbHBIM ITOM-
TBEPKACHUEM peaklnii MpUBeASeHbI B TPUIOXEHUSIX
K paboram banseBa u Moppucon (Badyaev et al.,
2015; Morrison, Badyaev, 2016).

MBI TTOCTPOWIIH YABTpaMETPUIECKOe (bHIIOTEHE-
Tyeckoe aepeBo 13 1000 yabpTpaMeTpuiecKUX aepe-
BbeB (mpuioxeHue S2 B Badyaeyv et al., 2019), BeIOpaH-
Heix 13 (Jetzet al., 2012; 2014) 1 KanMOPUPOBAHHBIX C-
KOITaeMbIMU C M3BECTHOI naTupoBKoii (Badyaevetal.
2015). Bce duitoreHeTn4eCcKe TUIIOTE3bl U JaHHEIC
MIPUBEIEHBI B MPWIOXKEHUAX K IyOIuKanu Moppu-
coH u bangesa (Morrison, Badyaev, 2016).

PexoHCcTpyKIINs CTPYKTYpBl OMOXMMUYECKOM ce-
TH MIPEAKOB B (PMIIOTEHETUUYECKOM KOHTEKCTE TPeOy-
eT OLEHKM peakKlMii, KOTOPbIE CBSI3bIBAIOT KAPOTU-
HOUWIBI U X (PepMEHTHI B CETSIX OJIM3KOPOICTBEHHBIX
BHUJOB, a TAKXKe PEKOHCTPYKLIMM 3TUX ceTeil ¢ MOMO-
o oo nmapcumonnm (Pal et al., 2005; Borenstein
et al., 2008; Kreimer et al., 2008), 1160 MeTOT0OB MaK-
cumaibHoii BeposstTHoctu (Ebenhoh et al., 2006;

300JIOTUYECKUM KYPHATT Tom 98 Ne 12 2019



OCTPOBA B MOPE BO3MOKHOCTEM

rlepmbepnﬂﬂuﬁ KOHTPOJIb
fcapomuuoudbz onepeHus

\ |

BHYTPEHHHI1 KOHTPOJIb
Memaboauzm

e o
qu Ni

b
»,

BHEUIHHI KOHTPOJIb “"\‘ 3
nuwegvle KapomMuHoOUdbl

T

Nc =Ns+ Ni+ Ne

= Ns/Nc, n; = Ni/Nc, n, = Ne/Nc

d

ng (1,0, 0)

Puc. 1. OcHOBHBIE KOHIIETIIIMY CTPYKTYPHOTO MOIX0a K U3YYEHUIO KAPOTUHOMIHOI OKPACKM NTUIIL. (@) YIJTMHEHNE U YCTOH-
YUBOCTh METAOOJIMYECKUX MyTel B3aMMO3aBHCUMbI B 3aMKHYTBIX CETSIX KAQPOTMHOMIHOIO CUMHTE3a NTHUll. MeTaboamdecKoe
yIUIMHEeHUE (peakliMu, MOKa3aHHbIE CTPEeJIKaMM) HAUMHAETCSI C MUILIEBbIX KAPOTMHOUAOB (3eJIeHble KPYKKW C BHEIIHUMU
CTpeJIKaMM — pa3Hble TPYMITbI NMITULL TOTPEOJISIOT pa3Hble MUILEeBbIe KAPOTUHOMWIBI) U B IIPOLIECCE IBOTIOLIUU HEU3OEXKHO CO-
eIUHSIETCS C YTSIMM, HAYMHAOIITUMUCS U3 IPYTUX IMTUIIEBBIX KAPOTUHOUIOB. DBOTIOIMOHHAS YCTOMYMBOCTh METa00IU3UPO-
BaHHOTO KapoTUHOUAA (KPACHBIM KPY>KOK) MPONMOPLMOHATbHA KOJMYECTBY MUILEBbIX KAPOTUHOUIOB, KOTOPBIE €ro MPOU3BO-
7. (b) OyHKUMOHAIBHOE COOTBETCTBUE YITPABIISIIOIIUX CTPYKTYP B CETSIX KAPOTUHOMIOB NTHII. BHENTHME KOHTPOJIbHBIE y3-
JIbI COOTBETCTBYIOT ITMIIEBBIM KapOTMHOMIAM (3eJieHble KPYXKHW), BHYTPEHHUE KOHTPOJIbHBIC Y3JIbI — HEKOTOPBIM
MeTaboJIM3UPOBAHHBIM KapoOTUHOMIAM (KEThIN), eprudepruiitHble KOHTPOJIbHBIC y3J1bl — TEPMUHAIbHBIM OMOXUMUYECKUM
pa3BeTBJICHUSIM, BEAYIIMM K KapOTMHOUIAM orepeHust (KpacHbiit). [IlyHKTUPpHBIMU JTUHUSIMU 0003HAYEHBI OMOXUMUYECKUE
MOJIYJIU, CBSI3bIBAIOIIIME ITUIIEBIC W MIPOU3BOIHBIE KAPOTUHOWIBI, (PUTypHasi CKOOKa 0003HaYaeT IJIUMHY MyTH (B peakIIMsIX),
Korja MnyTh, HAUMHAIOIIMIACS C OJHOTO MUILEBOr0 KapOTUHOMAA, CJMBAETCS C IyTEM OT JPYroro MuileBOro KapoTMHOUIA B
“BpIpoXIeHHOM” y3ie (kenThlit). (¢) KOHTponbHBIN Tpodhiib KaXIIoi ceTh MOXKET OBITh ITOKa3aH KaK TOYKa Ha TPOMYHOI CU-
CTeMe KOOPIMHAT, ONPeNesIsIEMO MPOMOPLUSIMHU T\, T); U M,.. [ITOTHOCTE 3THX TOYEK B KaXKIIOM CETMEHTE MTOKa3aHa NHTEHCUB-
HOCTbIO LiBeTa. (d) BHyTpeHHUE KOHTPOJIbHBIC Y3JIbl ACHCTBYIOT KaK MOCTbI MEXIY adanTalusIMU, MOKa3aHHBIMU 3/1eCh KaK
crietUIHbIe TSI TPYITIBI ITULL MOLYJIU (ITyHKTUPHBIE SJUIMIICHI, BKJIIOYAIOILIKE MUILEeBbIe KADOTUHOUIHI ), U TAKUM 00pa3oM
00€eCIeYnBaoT HEMPEPHIBHOCTD SBOJIONH.
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Mithani et al., 2009, 2009a; 2010). DBOTIOLIMOHHEIE N3~
MEHEHHSI B CTPYKType ceTeif, 0COGEHHO OOpEeTCHMS
WJIM TIOTePU peaKIInit 1 y3JI0B, OBUIM TTPOIEMOHCTPH-
pPOBaHBI CPaBHEHUSIMU MEXKIY U3BECTHBIMU ITpeIKaMU
U cymectByommMuy Bugamu (Mithani et al., 2011) u B
JTabopaTOPHOI IBOMIOINHN ITyTeil MeTabomm3ma (Nam
et al., 2012).
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MBI MCTTOTB30BaIM MOITU(MUIIMPOBAHHBIN MTOIXOT
MakcuMalbHOIT BeposTHocTH (Borenstein et al.,
2008), 4TOOBI IIPOBEPUTH COOTBETCTBUE MOIEIIEiA
SBOJTIOLINHU CETU B (YJIOTEHUH M OTCJICIUTH U3MEHE-
HUS Y37I0B U peakiinii omHoBpeMeHHO. [1poTOKOJIEI,
MporpaMMBbI 1 JaHHBIE OITyOJIMKOBaHKEI B pabote ba-
ngeBa ¢ coaBTopamu (Badyaev et al., 2019).
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YT100BI CpaBHUTH PYHKIIMOHAJILHEIE W 9BOJIOIN -
OHHBIE acCOLMALIM MEXIy KapoTHHOUIaMU (puc. 2b),
MBI BEIBEJIM (QUJIOTEHETUYECKU IpoduiIb KaXKIOTO
kapotuHouna (Pellegrini et al., 1999). Ilpoduns
MIpeACTaBIIsIET COOOIl OMHAPHYIO CTPOKY, KOTOpas
komupyeT Haauuue (1) uam orcyrctBue (0) KapoTu-
HOMA B KaXKIOM 13 COBPEMEHHBIX BUJIOB U B 217 ce-
TsIX 1peakoB. CxoncTBo (KoadduimeHT dxakkapa)
MexXay (GUIOreHeTUYeCKMMU MPOGWISIMU KaXKIoi
napbl KApOTUHOMIOB MCHOJIb30BAJIOCH IS M3MEpe-
HYS TOTO, KaK 4acTO Iapbl BCTPEYaAIMCh B OTHOM U
TOM 3Ke Buae. [lapbl KapOTMHOMUIOB C MACHTUYHBIMU
GUIIOTeHEeTUYECKUMHU MTPODUISIMU 3BOJTIOLMOHUPY -
IOT KaK YaCTh HEM3MEHHBIX MOMIYJIei, Torma Kak Iaphl
¢uIoreHeTHYEeCKM pasIMYHbIX KapOTMHOMAA DBO-
JIIOLMOHUPYIOT HE3aBUCUMO 1 BCTPEYAIOTCS B pas-
HbIX Moayisix (Yamada et al., 2006; Zhao et al., 2007).
PaccrosiHue MexXny KaxXaoil mapoil KapoTUHOWIOB
OBLIO MPEACTaBICHO HAMMEHBIIINM YMCJIOM peaKIuiA
MEXJy HUMU Ha TIOJHOM OMOXMMUYECKOI CeTH Ka-
poruHounoB. IIpoTOKOJI, TeCTMpOBaHME METOma U
JIaHHBIE MIPEACTaBJICHBI B MyOaMKauuu MopprCcoH 1
bansieBa (Morrison, Badyaev, 2018).

KoHuemnuust ynmpaBJisieMOCTH CeTU U3MepsieT JIeT-
KOCTh U CITOCOOBI e¢ M3MeHeHUs 1 3PHEeKTUBHOCTU
(Zhou et al., 1995; Frank, 2018). Y371blI ceTH, KOTOpbIE
BJIMSIIOT Ha 3TU MPOLIECCHI, TMOO U3-3a UX TOTIOJIOT U -
YeCKOro ITOJIOXEHMsI, TU00 M3-3a CBI3aHHOCTHU, Ha-
3bIBalOTCs1 KOHTpoabHbIMU (Liu et al., 2011; Moradi
et al., 2017). ITockonbKy yIpaBiasieMOCTb y3JIa MeXa-
HUYECKU OIpEeAesIsieTCs TeEM, CKOJIBKO COCETHUX y3-
JIOB OH KOHTPOJUPYET, pa3HUIA MEXIYy KOJIUde-
CTBOM BXOJSIIMX U BBIXOISIIUX PeaKIUil Onpeaesisi-
eT IoTeHLran yipasisieMocTn y3na (Yuan et al.,
2013). Dta acuMMeTpus TIO3BOJISICT pa3neaInuTh KOH-
TPOJIbHBIC Y3J1bl Ha TpU 001ux Kiaacca (Ruths, Ruths,
2014). KoHTpoJbHBIE Y3JIbI, B KOTOPBIX HET BXOMSI-
LIUX peakinii, a eCTh TOJIbKO BBIXOISIIIME, Mbl HAa3bl-
BaeM GHEUIHUMU KOHMPOAbHbIMU V31amu (KOJTMISCTBO
3TUX Y3JI0B B ceT = NS), KOHTPOJbHBIE Y3JIbl, B KO-
TOPBIX €CTh W BXOMSINME W BBIXOISINUE peaKIul —
8HYmMpeHHUMU KoHmpoavHoimu y3ramu (Ni), a KOH-
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TPOJILHBIE Y3JIbI O€3 BRIXOMSIINX peaKIIuil — nepughe-
pulinbimu KoumpoavHuimu y3ramu (Ne) (puc. 1b).

OO0l11iee YU CI0 KOHTPOJILHBIX Y3JI0B B KaXKI01 ceTu
(Nc) 6bUIO0 pacCUUTaHO C aJIrOPUTMOM MaKCUMaslb-
Horo coBnameHust Xomnkpodra-Kapma (Hopcerpft,
Karp, 1973; Commault et al., 2002) ucnonb3ys Kona
Enthought Canopy B Python 2.7 u Network X 1.9
(Hagberg et al., 2008). CranmapTu3zalusi KOHTPOJIb-
HBIX Y3JIOB KaXI0Tro Kijiacca ¢ NC J1aeT KoHmpoabHblil
npoghune yrpapneHusi cetbio (Ruths, Ruths, 2014),
cocrosuuii u3 nponopuuii N, = Ns/Nc, 1n; = Ni/Nc
u 1M, = Ne/Nc (puc. 15). Mbl nipeacTapisieM KOH-
TPOJILHBIM MPpOoUIb KaXXI0H CeTH TOUYKOU Ha TpOUY-
HOM IMJIOCKOCTU KOOPAUHAT Ny, M;, M, (pUc. 1¢). ITpoTo-
KOJIbI ¥ TaHHbBIE OIyOJIMKOBaHbI B paboTe bansiena c
coaBTopamu (Badyaev et al., 2019).

PE3VIIBTATHI 1 OBCYXIEHWE

Jdusepcudukaiys ceTeili CMHTe3a KapOTUHOUIOB
y IITULL HE OTpaXkaeT uX (pUIOreHETUYECKOe POJICTBO
U 3BOIIOLIMIO. bosee Toro, neHaporpaMma CXoacTBa
CUHTEe3a KapOTUHOUIOB (OTpaxKarollasi UCIOJIb30Ba-
HUE NTULIAMU TJI00aJIbHOU CEeTHM KapOTUHOWIIOB) U
JNIeHAporpaMMa pOJACTBA NTUIL MO MOJEKYJISIPHBIM
JIaHHBIM (KaJmOpoBaHHas 12 ucKoImmaeMbIMU U OTpa-
karomrast 108 MJTH. J1eT BOJTIOLIAY TITHLL) MaKCUMaJlb-
Ho pa3nudHbl (Badyaev et al., 2015). UoeHTUIHBII
pe3yabTaT HalAeH U y IPYTUX TPYIII XKUBOTHBIX, KO-
TOPBIE HE ITPOU3BOASIT KAPOTUHOUIBI, HO aKTUBHO UX
ucnoab3yloT (Kayser, 1982 ; Sefc et al., 2014). B To xe
BpEMSsI, DBOJIIOLIMSI KapPOTUMHOWIHBIX CETEM Yy HTHUIL
OJIM3KO OTpaxkKaeT CTPYKTYpY ApPEeBHEN OMOXUMMUUE-
CKOIi CEeTU: pa3jimuue B MeTaboJIM3Me CECTPUHCKUX
BUAOB MNTHUIl WACHTUYHO pa3BUJIKAM B JpeBHEH
OMOXMMMUYECKON CeTHU KapOTUHUOIOB. Y3JIbI C
OdJbIIIelt OMOXMMHUYECKON CBSI3aHHOCTBIO MOIIEp-
KMBAIOT OOJIBIIYIO META0OJINYECKYIO TUBEpCUPUKA-
L1Io NTUll (pUc. 2a) U pacCTOSTHUE MEXIY y3JIaMU B
JIpeBHEH ceTh 00yCIOBINBaET UX (PUITOTEHETUUECKOE
pacnpeneiieHue cpenu ntuil (puc. 2b) (Morrison,
Badyaev, 2016; 2018). CoxpaHeHue M3HadaabHOM
CTPYKTYPBI OMOXMMUYECKOI CEeTH, TT0 KpaiiHel Mepe

Puc. 2. DBooninoHHas AUBepcuUKalvs KapOTUHOWIHON OKPACKU TITULL OTPaXKaeT CTPYKTYPY TTI00aIbHOM CEeTH KapOTUHO-
uaHoro cuHTe3a. (a) KoanuectBo BumoB ntuil (log) ¢ MpoayKToM CUHTe3a KapoTUHoUuAa (pearu3o6arHas SBOJIOLIMOHHAS Y-
BepcuduKaiys) Kak QYHKIHs (pepMEeHTHOM CBSI3aHHOCTU 3TOTO KapoTUHOMAA (B peaKIUsIX) B II100aJTbHON OMOXUMHUYECKO
ceTu (nomeHyuaibHas 3BoJIIOIIMOHHAasI nuBepcudukanust). (b) CoxpaHeHUE CTPYKTYPBI METAOOJIMYECKOI CETH Ha TTPOTSKEHU T
SBOJIIOLIMOHHOM McTopuK NTull. KapoTuHOUakl, pa3neaéHHble 60Jiee KOPOTKMMU PACCTOSTHUSIMU (B PeaKIvsiX) B IJ100aabHOI
MeTaboIMYeCKO CEeTH, BCTPEYAIOTCs y OJHOTO U TOTO K€ BUIA Yallle, YeM KapOTUHOU/IbI, pa3ie/ieHHbIe 60J1ee IIMHHBIMU pac-
CTOSTHUSIMU BHE 3aBUCUMOMTH OT 3BOJIIOIIMOHHOTO PAacCTOSTHUS MexXmy Bumamu. [TokazaHbl coBpeMeHHbIe BUbL. (¢) M30bI-
TOYHOCTh OMOXUMUYECKUX ITyTell (“MeTaboIMuecKoe BhIPOXACHUE ) HEOOX0aMa [IJisl SBOJIIOIUU CI0XHOM KapOTUHOUTHOM
okpacku. CKOpoCTh 0OpeTeHUs 1 TTOTEPH y3J10B (B MWUIMOHAX JieT = 1 cTaHAapTHOE OTKJIOHEHHME) OTHOCUTEBHO UX PacCTO-
sTHUSI (B peaKLMsIX) OT ITUIIEBBIX KAPOTUHOMIOB MO JIMHEHHBIM (JIeBasi TPYIIia) U M30BITOYHBIM (TTpaBasi rpymniia) myTsaM. Cpen-
HS$ISl YaCTOTA MOTEPU MUILEBBIX KAPOTMHOUIOB (KpaiiHee JieBoe 3HaUeHUe) yCTaHaBIMBaeT HUXKHUI TTOPOT, IIPU KOTOPOM BO3-
MOXHO YUIMHEHWE KapOTUHOUIHBIX MyTeil. YCTOMYMBOE 3BOTIOLIMOHHOE YIJIMHEHUE BO3MOXHO TOJILKO TOTIa, KOTAa HOBBI
y3es ooperaercs yaiie. ToJIbKO U30BITOYHBIC ITyTH, TOIIEPXKUBacMbIe >2 MUIIEBBIMA KAPOTUMHOUAAMHU, 00ECTIEUMBAIOT YCTOM -
YUBYIO 3BOJIIOLMIO ceTH. [1pu Bcex Apyrux cCueHapusix IOMUHUPYIOT MOTEPU, MPUBOISIIME K COKpaIeHUIO (hYHKIIMOHATBHOM
CEeTH M JTM0O K 3aCTOI0, TNOO K COKPAIIEHNIO KAPOTUHOMIHOM OKpacku. (d, e) MeTtabonm3nupoBaHHbIE KAPDOTUHOWIIBI, OJITM3KIE
K MUIIEBBIM KapOTUHOMIAM, a TAKXKe MOIIePXKMBAaEMble HECKOJIBKUMU OMOXUMUYECKUMM ITyTSIMU, UTPAIOT OOJIBIIIYIO POJIb B
9BOJIIOLIMY KAPOTUHOMIHOMN OKPACKU ONEPEHMST — B MPOLIECCE SBOJTIOLIMU OHU HaXOISITCs ObICTpee U TepsIIoTCs pexke. Perpec-
CcHst 0OpeTeHUSI MUHYC ITOTEPh Y3JI0B KaK GYHKIMS (d) KoJndecTBa M30BITOYHBIX ITyTell U (€) cpeaHell IIMHEI 3TUX MyTeit. a, b,

d, e TOKa3bIBAIOT YACTUYHYIO PETPECCHIO.
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Ciconiiformes Cotingidae
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Parulidae
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Muscicapidae, Paridae Pipridae
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Ramphastidae, Trogonidae
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Phasianidae Picidae
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Ploceidae Icteridae
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Columbidae Eurylaimidae

Puc. 3. KonTponbHble mpoduin KapOTUHOUIHBIX CETe HEKOTOPBIX TPYIIM NTUIL (IO JaHHBIM 13 TipwioxeHus S3 B Badyaev
et al., 2019). TeHu yKa3bIBaIOT IULIOTHOCTH ceTeil (¢ marom 20%), KOTOpbIe UMEIOT KOHTPOJIbHBIE MPOMUIN B 3TOM IIPOCTPaH-
cTBe. XOTsI BHEIIIHUIT KOHTPOJIb paCIpOCTpaHeH BO BCexX rpymnmnax, psa BumoB B rpymnmnax Picidae, Fringillidae, Oriolidae u ap.
TI0Ka3bIBaeT 3HAYUTEIIbHDI BHYTPEHHUIT KOHTPOJIb (IIPOMOPLHA 1);).

B nocijiemHue 50 MJIH. JIeT 3BOIIOLMY ITHULL, HECMOTPS
Ha UX OOIIMPHYIO 3KOJOTMYECKYIO OUBEPIEHIIMIO,
OOBSICHSIETCSI TEM, YTO ITUIBI PEKOMOMHUPYIOT BbI-
OOpKM OMOXMMUYECKUX MOAYJIEH — KaXKIbIid U3 MO-
IyJei MMeeT CBOM MUIIEBO KapOTUHOM, (COOTBET-
CTBYIOII1I1 5KOJIOTMH), HO HEU3MEHHYIO BHYTPEHHIOIO
CTPYKTYpy OumoxuMmudeckux peakuuii (Morrison,
Badyaev, 2016). DTa KOMOWHATOpHAS 3BOJIOLIUS
OOBSICHSIET, TIOUEMY CECTPUHCKHE BUIBI, 0OpeTaro-
II1€ U TePSIOIIYE ITOJIHbIC MOAYJIM, MOTYT TaK pa3jiy-
yaThCsl B pa3dMepe KapOHTUHOUIHOM CeTU, 00yCI0B-
JIMBAIOIIEH OKPacKy OIEepPEeHHUsI, a UCTOPUYECKU Hda-
JICKMUE BUIbI MOT'YT OBITh NICHTUYHO OKpalll€HBbI.

PekoHCTpyKIIMST OMOXMMUYECKUX CeTell TIpeaKoB
COBpPEMEHHbLIX NTHUILI ITOKA3BIBAET, YTO 3HAYMTEILHOE
YIJIMHEHNE OMOXUMHUYECKOTO ITyTH TOJIBKO 13 OTHO-
ro MUIIEBOr0 KapOTUHOUAA — T.€. B PE3YJILTATE 9BO-
JIIOLIMOHHOM MOAU(MUKALIMY BHYTPU OJTHOTO MOIYJIS,

300JIOTUYECKHNU KYPHAJ

majioBeposiTHO (puc. 2¢) (Badyaev et al., 2015). Bto
BBbI3BAHO YaCTbIMU MOTEPSIMU MUILEBbIX KADOTUHOM -
0B (puc. 2¢), KOTOpBIE JIeJIalOT BeCh MOAY/Ib He(PYHK-
LIMOHAJIbHBIM. Buapbl, 3aBucsIle B KapOTUHOWIHOM
CUHTE3¢ TOJBKO OT OJHOIO IMUIIEBOrO0 KapOTUHOUIA
(33 Bupna B Haieii nondopKe), He JOCTUTal0T OMOXMU-
YyecKux TyTel IMHHee omHoi peakuuu (Badyaev et
al., 2015). Insa moctynaTe/IbHOM 3BOJTIOLUU OKPACKH
(korma nmpuooOpeTeHUsI HOBBIX y3JI0B — MeTaboIU3U-
POBaHHBIX KapOTMHOWIOB — MPEBAIMPYIOT HAl MX
MoTepsIMM) HeoOXomaruma M30BITOYHOCTDH (aHII. “re-
dundancy”) pa3HbIX MUILEBbIX KAPOTUHOUIOB (pUC. 2¢).
Heckonpko OMOXMMHUYECKUX ITyTei, KOTOpBIe HAYM-
HalTCS M3 Pa3HbIX IMUILEBbIX KApPOTMHOWIOB, HO
MPOU3BOJST OAUH U TOT XK€ MeTaboIM3UPOBAHHBIMA
KapoTuHoua (MeTtaboandecKas “BBIPOXICHHOCTD”),
obecrnieynBaeT HeMNpepblBHOE (PYHKIIMOHUPOBaHUE
CEeTU HECMOTpPsI Ha BapuadesIbHOCTb WHIAUBUIYAJb-
Ne 12
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Puc. 4. UuTepHanu3aiysi KOHTPOJISI HaJl BHETHUMY KapOTUHOMIAMHU YCKOPSIET 3aITOJTHEHUE CETU CUHTE3a U, TAKMM 00pa3oM,
YCKOPSIET 9BOJIIOLIMIO U IUBEPCUMUKALIMIO KAPOTUHOUAHBIX ITyTeil. OTHOCUTEJIbHBIN BKJIa U3MEHEHUSI (@) KOJIMYecTBa BHEILI-
HuUX KoHTpoJjei (Ns) u (b) KoaudecTBa BHYTpeHHUX KOHTposek (Ni) B KapOTUHOMIHBIX CeTsIX NTull. Ha BcTaBKax 1moka3aHo
cpenHee 3HaYeHMe 9BOTIOLIMOHHOI CKOPOCTH (Y3JIbI 32 MUJL. JIeT + | cTaHAapTHOE OTKJIOHEHHUE) [Isl [TOTEPU, YIepKaHUs U 00-

PETECHUA KOHTPOJBbHBIX Y3JI0B, COOTBETCTBEHHO.

HBIX MHUILIEBbIX KAPOTUHOUIOB B pa3HBIX cpeaax O0M-
TaHus (puc. 2¢). Bce sapko okpaimieHHbIe BUABI IITHIL
B Hallleii mogdopKe, y KOTOPbIX IJIMHA OMOXUMUYe-
CKUX ITyTeH MpeBbhIIIaeT 4 peakiuy OT MUIIEBOTO Ka-
pOTHUHOUA, 3aBUCST OT >3 pa3HbIX IUILEBBIX Kapo-
TUHOMAOB (puc. 2¢). U30BITOYHOCTD ITUIIEBEIX Kapo-
TUHOWUJIOB MUHUMU3UPYET 3PGHEKT 3BOTIOLIMOHHOMN
JIAOMJIBHOCTY BHEIIHMX KAapOTMHOWIOB Ha 3BOJIIO-
LU0 OTIEPEHUS Y 9TUX BUIOB.

Konuemnuus yrnpaisieMOCTU OMOXUMUUYECKOI ce-
™ (cM. MeTompl) MO3BOJISIET MACHTU(DUIIMPOBATH
KOHTPOJIbHBIC Y3JIbl U peaKlMU, PETYIUpYyIole Kak
(GYyHKIIMOHUPOBaHUE CETHU, TaK M WX W3MEHEHUS
(Badyaev, 2019). BeiBegeHrue KOHTPOJIbHOTO Mpodu-
JISI ceTeli KapOTMHOMIHOTO CHHTe3a mWiIst 384 BUOOB
MITULL OOHAPYKWJIO HEOXUIAHHO BHICOKMIA YPOBEHb
BHYTpeHHero KOHTpoust (puc. 3). XOoTS BHEIIHMIA
KOHTPOJIb TOMUHUPYET Y OOJBIIMHCTBA BUAOB (UTO
OXMJIaeMo i1 MPU3HAKOB TOJHOCTHIO 3aBUCUMBbIX
OT BHellleii cpelibl), CTPYKTypa OMOXUMUUYECKUX My-
Teil y MHOTMX BUIOB MOCTPOEHA TaK, YTO OHA MUHU-
MU3UPYET 3aBUCUMOCTb OT MUIEBBIX KAPOTUHOUIOB
1, B OCHOBHOM, HAaXxOJIMTCS MOJA BHYTPEHHUM KOH-
tposieM (puc. 3). Takas mepenaya KOHTPOJISI IIPOKIC-
XOJUT, KOTa OOpeTeHUe TOMOTHUTEIBHOTO MUILIEBOTO
KapoTUHOUIA BeAET K UX U30BITOYHOCTH, T.€. KOTIa
yBeauuyeHue Ns BeneT K yBenaudeHuto 1); (Campbell
et al., 2015). B KoHTeKCTe 3BOJIOLIUA MITULL 3TO TIPO-
MCXOJUT, KOTJa IBa WU 00Jjblile OUMOXUMUYECKMUX
MO/1YJISl COEAUHSIOTCS B OTHOM M3 BHYTPEHHUX Y3J10B
B TIpoliecce KOMOMHATOpHOU 3Bomonu (Morrison,
Badyaev, 2018). Kaxnplii 13 3TUX MOAyJIeidi MMEET
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CBOI TIMILEBON KapOTUHOUI (KOTOPBINA SBJSIETCS
BHEIIHUM KOHTpPOJIEM), OJHAKO KOTJa KOJIWYECTBO
BBIXOISIIINX PEAKIUNA y3J7a COCAWHEHUSI MOIYJIEN
OKa3bIBaeTcsl OOJMbIINE, YeEM KOJIWYECTBO COETUHEH-
HBIX MOJIYJEN, 3TOT y3eJ1 CTAaHOBUTCSI BHYTPEHHUM
KoHTpoJieM (puc. 1b). Yem Omike K MAILIEBOMY Kapo-
TUHOUIY TPOUCXOIUT COeTUHEeHUE Moayei (puryp-
Hasi ckoOKa B puc. 1b), Tem ObICTpee U30BITOYHOCTD
MUIIEBBIX KapOTUOUIOB MPUBOIUT K BHYTPEHHEMY
KOHTPOJIIO CETH.

HMuTtepHanu3auys KOHTPOJISI IPUBOIUT K 3BOJIIO-
LIUOHHOI nuBepcudUKALIMU KapOTUHOMIHBIX CeTei
IO TpeM OCHOBHBIM IpuuyMHaM. Bo-mepBbIX, I1O
ONpeNelIeHNIO, BHYTPEHHHME KOHTPOJbHBIE Y3JIbI
MMEIOT OOJIbIIe BBIXOMSIINX, YeM BXOISIIUX peak-
1IMI 1 TaKUM 0Opa3oM IOCTUTAIOT OoJIbIlIe MeTabo-
JIMYECKOI 1uBepcr(UKAIINK, KOTOPAasI ITO3BOJISIET UM
3aHMMAaTh OOJIbllIee KOJIUYECTBO BHYTPEHHUX Y3JI0B
(T.e. METa0OIU3UPOBAHHBIX KAPOTUHOUIIOB) OMOXM-
MUYECKOM ceTu. Bo-BTOPBIX, N30BLITOUHOCTD MUIIIEC-
BBIX KapOTUHOUAOB KOMIICHCHPYET IIPUPOITHYIO Ba-
puabeIbHOCTh KaXOOTO M3 HUX, TAKMM O0Opa3oM
Jenast KCIUTyaTallii0 BHYTPEHHUX y3JI0B 3BOJIOLIM -
OHHO YCTOMYMBOM U TIPOJOJLKUTEIIbHOM. B-TpeThnx,
BHYTPEHHIE KOHTPOJIBHBIC Y3/IbI II03BOJISIIOT OCYIIIE-
CTBUTbH TEPEXO] MEXAY MOAYISIMU C DKOJIOTUYECKU
Pa3HBIMU TUILIEBBIMU KAPOTUHOUAAMU — OHMU SIBJISI-
oTCd “MocTaMM” MeXIy 3KOJOTMYCCKMMM TPyIIia-
mu (puc. 1d) (Badyaev, Morrison, 2018) 1 Takum 00-
pa3oMm OoJjiee TIOCTOSTHHEI M, COOTBETCTBEHHO, OoJjiee
TIpeACcTaBAeHBI B PMIOTeHETUIECKNX BRIOOPKAX.
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Puc. 5. MaTepHanu3aiiss KOHTPOIIsi 00eCTieunBaeT MMBEPCU(UKAIINIO0 KAPOTUHOUIHON OKpacKu. BeTBu yibrpamerpudeckoro ¢uio-
TeHeTH4IeCcKoro fnepeBa 384 BUIOB (BCTaBKa), YMHOXXEHHBIC Ha CKOPOCTb SBOJIIOIMY (Y3JI0B 3@ MJTH. JIET), TIOCJIE YeTO JUTMHA OOJTBIITNH-
CTBO BETBEil CTAHOBUTCSI OJIM3KOM K Hy110. OMHAKO 0OpeTeHre BHYTPEHHETO KOHTPOJISI (BEPTUKAIBHBIN IITPUX) aCCOLIMUPYETCSI CO
3HAYUTETBHBIM YCKOPEHHEM 3BOJTIOLMY (YIJIMHEHUEeM BeTBeit) 1 auBepcrdukaimeii. @oH pa3nessier TAKCOHOMMYECKUE CeMeCTRa.

Hamm pe3yapTaThl MOKa3ajii, 4TO OOpeTeHNE J0-
MUWHaHTHOTO BHYTPEHHETO KOHTPOJIsI BCEra acColy-
upyercsl ¢ OBICTPHIMU TeMIIaMu 3Boioluu (puc. 4).
durnoreHeTHYECKOE MEPEBO N3yIaeMBbIX BUIOB UMEET
457 UCTOPUIECKUX M3MEHEHHNIT KOHTPOJIBHOTO TIPO-
dunst. Tonpko 38 (8.3%) M3 HUX BKIIIOYAIOT IIPUOO-
peTeHusT HOBOTO BHYTPEHHEro KOHTPOJSI, OITHAKO
3TH 00peTeHUsT 00bICHSIOT 70% BapualLUii B CKOPO-
CTH 3BoJIoLMU (pUc. 4) — OoJiee yeM JIFoOoi Apyroit
W3 paHee M3YUYCHHBIX IMPU3HAKOB. DBOJIOIMOHHBIN
Tepexon OT TOMUHAHTHOTO BHEIITHETO K BHYTPEHHE-
MY KOHTPOJIO KApOTUHOWIHOTO CUHTE3a CBSI3aH HE
TOJIBKO C MHOTOKPaTHBIM YBeJIMYEHUEM CKOPOCTHU
9BOJIIOLIMY OKPACKU OINEPEeHUs, HO U C TUBepcUdu-
Kalueii 3Toii okpacku (puc. 5). DTo IPOUCXOIUT I10-
TOMY, 4YTO IIPHMOOpETeHWEe BHYTPEHHETO0 KOHTPOJII
obecIieunBaeT SBOJIIOIIMOHHO YCTOMYMBOE BKITIOUE-

HUE KapOTUHOUIOB, META0OIM3UPYEMbIX U3 Pa3HBIX
MUIIEBBIX MPEAIIeCTBEHHUKOB, B (YHKIIMOHHAJIb-
Hble cet (Badyaev et al., 2019).

TaknMm o6pa3zoM, HAIIM pe3yabTaThl TOKA3bIBAIOT,
YTO KapOTMHOMIHAS AUBEpCUUKALIMSA NTULl OTpa-
KAeT CTPYKTYPY OMOXMMMWUYECKON CETH, BO3HUKIIICH
3a70JIT0 0 TPOMCXOXIECHUS ITUIl. DTa CTPYKTypa
MO3BOJISIET HAM KaJuOpOBaTh OXHUIAEMYIO YacCTOTy
KOHBEPIreHII oTIepeHNs M 00YCIOBIIMBACT pa3HbIN
NOTEHIMA Pa3HOOOpa3nsi OKpPacKM Cpear TaKCo-
HOMMYECKUX M 3KOJOTMYeCKuX rpymn nrui. OHa
00BsICHSIET, TTOYEMY YCIOXHEHHWE M pa3HooOpas3ue
OKpacKM OINEPEHUsT 3aBUCSIT OT U30BITOYHOCTU I~
IIeBbIX KAPOTUHOUIOB, 1 MOKa3bIBaeT, KaK MHTEP-
Halu3aluss KOHTPOJs IIO3BOJISIET OCYIICCTBIISITh
9BOJIIOLIMOHHBIE TIEPEXOAbl MEXIY CMEXKHBIMU METa-
0OJMYECKUMM MOIYISIMU C DKOJIOTMYECKU CIIelra-
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JIM3UPOBAHHBIMU MUIIEBLIMU KapoTUHOUIaMU. TeMm
caMBIM, 3Ta CTPYKTypa MEXaHUCTUYECKU CBSI3BIBET
aJanTallvIo U BOJTIOLIMIO AaKe B IpU3HAaKaX, OJIHO-
CTBIO 3aBUCSIIIIUX OT JIOKAJIBbHBIX BHEITHUX (PAaKTOPOB.
B Gosiee o0111EM TJTAaHE TAKOI MTOAXOI ITO3BOJISIET HAM
OLICHUTh, KaKasi 4acTh IIPOCTPAHCTBa TJIOOAIbHOI
OMOXMMUYECKON CeTH KapOTHMHOUIOB (“Mope BO3-
MOXKHOCTEI” B 3aIJIaBUM 3TOM CTaTbM) yKe IpoiiaeHa
NTULAMU B TIpoliecce BBOMIOLNMM M KaKue 4YacTu
OCTaHYyTCSI HaBCETOAa HEAOCTYIMHBLIMM IS HUX. DTU
pe3yJIbTaThl TAKXKE YCTAHABIUBAIOT MEXaHU3MBI, T10-
CpeICTBOM KOTOPBIX UBMEHEHUSI 3A8UCUMOCTEN MEX-
Iy BUAAMHU U UX CPeloil OOMTAaHUS ONMpPeAesioT UX
SBOJIIOLNIO, UTO SIBJISIETCS JaBHE U OCHOBOITOJIAra-
OIIIEH 1IeJTbIO BOIIOIIMOHHOM Oronorun (CeBepIoB,
1934; Simpson, 1953; Van Valen, 1989).

BJIIATOOAPHOCTH

41 6naromapeH oprkomutety IlepBoro Becepoccuiicko-
ro OpHHUTOIOrMYECKOTo KOoHrpecca 1 ocobeHHO E.A Ko06-
muky, C.II. XapuronoBy, E.E. CpIpoedkoBCKOMY U
M.B. KansikuHy 3a mpurjaileHue U BO3MOXHOCTb IMpH-
HATHb y4acTHe B KOHIpecce, a TaK:Ke MHOTIOYMCICHHBIM
koJuieraM u ocobenHo H.A. ®opmosoBy, B.B. KoHrtop-
mukoBy, A.B. benoycoBoii, A.B. 3unosbeBy u T.A. Unbu-
HOI1 32 KpUTUYECKOE OOCYXKIEHIE 3TOTrO IIPOSKTa BO BpeMs
KoHrpecca. SI mpusHaTelieH aclMpaHTaM B MoOeii 1abopa-
TOopuU, ocobeHHo D. MoppucoH, B. Betonn, A. I[To3Hepy
n JI. XUTTUHCOH 3a COTPYIHUYECTBO B 9TOM MPOCKTE.
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ISLANDS IN A SEA OF POSSIBILITIES: WHAT DETERMINES
EVOLUTIONARY TEMPO AND MODE OF AVIAN
CAROTENOID COLORATION?

A. V. Badyaev*

Department of Ecology and Evolutionary Biology, University of Arizona, Tucson, AZ, 85721, United States
*e-mail: abadyaev@email.arizona.edu

The majority of colorful pigmented plumage in birds is produced by carotenoids — the organic compounds
that birds cannot synthesize de novo, but instead consume with food. Here we review recent work that shows
that dependency on dietary carotenoids and mechanisms modulating this dependency play a key role in evo-
lution of avian carotenoid-based coloration. Despite of millions of years of evolution, diversification of avian
carotenoid biosynthesis still largely reflects the structure of the global carotenoid biosynthesis network that
evolved long before the origin of birds. This structure allows us to derive the expected frequency of conver-
gence in plumage coloration in extant birds, shows that avian evolutionary diversification depends on redun-
dancy of dietary carotenoids, and predicts different potentials for diversification of carotenoid coloration
among historically distant and ecologically distinct avian groups. In turn, observed deviations from these
structural expectations, guide the search for functional significance of variation in carotenoid pigmentation
in contemporary birds.

Keywords: carotenoid pigmentation, biochemical network, evolution, plumage, controllability
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