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MexaHu3mMbl B3pbIBHON MOPGhOJIOrMYecKOil TUBEPreHIINM, 3a4acTy0 COITPOBOXIAIOIIEe CUMITATPUYECKOe
BUII000pa3oBaHUE KOCTUCTHIX PhIO, ObLIM MCCIeA0BaHbI HAa MpUMepe ITyYyKa BUAOB KPYIMHbBIX AQpUKaHCKUX
ycaueit p. Labeobarbus (Cyprinidae; Teleostei) 03. Tana (D¢duomnus). CpaBHUTETbHO-MOP(OIOTIIeCKIA
aHaIu3, MPOBEACHHBII METOIaMU TEOMETPUYECKO MOP(POMETPUHU, BBISIBUJ 3HAYUMBIE pa3indus B popme
TOJIOBBI y UCCJIEIOBAaHHBIX BUIOB ycaueii. CpaBHUTEIbHBIN aHAJIN3 pa3BUTUS Yeperia ycadeid mokasas Ha-
JINYME MEXBUIOBBIX Pa3IMuuii BO BpeMEHHbBIX MapaMeTpax KpaHuoreHe3a. CorocrapieHue MoJyuYeHHbIX
JTAHHBIX TTO3BOJIWIIO MPEATNOJI0XUTh, YTO OOHAPYKEHHbIE Pa3JINYMs BO BPEMEHHBIX XapaKTepUCTUKAX Kpa-
HUOTEeHe3a SIBJISIIOTCS TeTePOXPOHUSIMU, OTBETCTBEHHBIMU 32 (DOPMUPOBAHUE PA3TUUUil B 1e(DUHUTUBHOMN
¢dopme ro10BbI ycaueit. JlaHHas ruroresa Obljia BepuGUIIMpoBaHa SKCIIEPUMEHTAIBHO IyTEM U3MEHEHU I
BPEMEHHBIX XapaKTEPUCTUK KpaHUOTeHe3a MpearnojgaraeMoro rnpeakoBoro Buaa L. intermedius, BbI3biBac-
MBbIX U3BMEHEHUEM YPOBHSI TUPEOUIHBIX TOPMOHOB. B nTore Ob1J10 MOKa3aHO, YTO OHTOTEHETUYECKUM Me-
XaHU3MOM B3pPbIBHOU MOPGhOIOrMYecKOoi NUBEPreHIMY TAHCKOTO My4yKa BUIOB ycayell SIBJISIIOTCS TeTepo-
xpoHuu. [ToaydeHHBIE pe3yIbTaThl U CYILIECTBYIOIIUE JIMTEpAaTypHbIe JaHHbBIC MO3BOJISIOT MPEINOJIOXUTD,
YTO OJIHOU U3 MPUUYUH OOHAPYKEHHBIX T€TEePOXPOHUI SBISIETCS U3BMEHUYUBOCTh aKTUBHOCTU TUIIOTAJIaMO-
rurnodru3apHO-TUPEOUTHOMN OCH.

Knroueswie croea: mydok BUI0B, Mopdoornyeckasi IMBEpreHInsI, CUMIIaTpuuecKast 3BOJIIOLIUS, TETEPO-
XPOHUU, TUPEOUTHBIE TOPMOHEI, Labeobarbus, Cyprinidae.

DOI: 10.7868,/S0475145015050080

BBEAEHUE

Ilyukm Bumos (species flocks) — rpymnmbl cumMmnar-
pudeckux ¢opM (BHUIOB, MOP(MOTHUIIOB, SKOTUIIOB,
pac), uMerIuX MOHO(MUIETUYECKOe MPOUCXOXKIe-
HHUEe U orpaHmdeHHbI apean (Greenwood, 1984),
IIMPOKO PACIIPOCTPAaHEHBI CPear MO3BOHOYHBIX U
0ECMO3BOHOYHBIX KMBOTHBIX. JJISI MHOTUX ITy4KOB
XapaKTepHBI KpaifHe OBICTpBIC TEMITBI amalTUBHOMN
pamuammuu, MOpMOJIOTHIECKON TUBEPTeHIINN U BU-
noobpa3oBaHus. bonee Toro, heHOMEH YCKOPEHHBIX
SBOJIIOIIMOHHBIX MPeo0pa3oBaHUIl HACTOJNBKO pac-
MPOCTpaHeH, YTO HEKOTOPBIC UCCeA0OBATEIN CUNTA-
10T HEOOXOAUMBIM BHECTU B OIpeeicHUE ITyYKa BU-
JIOB TakoW KpuTepuii Kak “ObIcTpasi 3BoJtOLMS”

(Ribbink, 1984) nnu “B3pbIBHOE BUI000pa3oBaHUe”
(Sullivan et al., 2002).

Cpem/l IMMO3BOHOYHbIX 2>KMBOTHBIX ITYYKHW BHIOB
HaunOoJee IUPOKO MPEACTABICHBI Y KOCTUCTBIX PHIO
(Teleostei) (Ionybuos, 2010). Hanbonee n3BecTHBIE
cpeny HuX — mydyku nuxiaoBbix pbid (Cichlidae) Be-
Jukux Adpukanckux ozep (Salzburger et al., 2002;
Meyer, 2005) u koctHomiekux pbid (Cottoidei) ozepa
baiikan (Sideleva, 1994; Kontula et al., 2003), Hacumn-
THIBAIOIINE COOTBETCTBEHHO HECKOJIBKO COTEH U Jie-
CATKOB 9HJIEMHUYHBIX CUMIIAaTpUuecKux opm. O3ep-
HbIe MYYKH BUAOB PBIO, X 3BOIOLMOHHAS CYIITHOCTh
U MEXaHU3Mbl BO3HUKHOBEHUSI — MpeAMET MHOIO-
YUCJIEHHBIX 3KOJIOTMYEeCKMX, SBOJIIOLMOHHBIX U Te-
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Puc. 1. BHewHsiss Mopdosiorus vcciieayeMblx BUAOB ycaueid: a — L. intermedius; 6 — L. brevicephalus; B — L. megastoma; r —

L. crassibarbis; n — L. truttiformis; e — L. platydorsus.

HETUYECKMX HcciiemoBaHuii. TeM He MeHee, MHOTOE B
(deHOoMeHe “IIyYyKH BUIOB” OCTaeTCsl HESICHBIM, B TOM
4uCcae — MEXaHU3M YCKOPEHHOU IUBEpPreHLUU, CO-
OyTCTBYIOLIEH MX (POPMUPOBAHUIO.

TpaguIIMOHHO CYUTAETCSI, YTO CHUMIIATPUYECKOE
BUJI000pa30oBaHWE U IUBEPIeHINSI CBSI3aHbI CO 3Ha-
YUTEJIbHBIMUA U3MEHEHUSIMU T€HOMa — B TOM YHUCJIE,
MoUIUIonAn3anueii, pparMeHTalue U CAUSHUSIMU
XpPOMOCOM, a TaK:Ke THopuan3anueii u T.4. (S10;10KkoB,
IOcydos, 1976). OnHako B GpopMUPOBAHUN ITyYKOB
BUIOB, OYEBUIHO, 3aJIeliCTBOBAHbI MHbIE MEXaHW3-
MBI, MIOCKOJBKY 3a4acTyl0 3HAYUTEIbLHBIII YPOBEHb
MOP(OJIOTUYECKOro pa3HOOOpa3us: HaOogaeTCs Ha
¢doHe He3HauUUTEebHOU nuBepreHiu reiomos (Tur-
geon et al., 1999; Ocunos, 2002; Cugenena, 2010).

C 11€J1bI0 BBISICHEHUSI 9TUX MEXaHU3MOB ObLJT MC-
clea0oBaH KPYMHEHIINN B ceMeiCTBE KapIOBBIX PHIO
(Cyprinidae) my4oK BUI0OB KPYMHBIX T€KCATLIOUIHBIX
Adpukanckux ycaueir poga Labeobarbus (=Barbus),
oburaromux B o3epe Tana (Ddpuonust). CorytacHO JIu-
TepaTypHbIM JaHHBIM, BO3PACT AJAHHOIO My4yka BUIOB
He npesbiaeT 15000 aer (De Graaf et al., 2010), uto
yKa3bIBa€T Ha B3PbIBHOI XxapakTep ero (hOpMUPOBAHUS.
B coctaB myuka BXOJSIT: IIIMPOKO pacClpOCTpaHEHHBIN B
BomoeMax Boctounoit Abpuku L. intermedius, Tipeario-
JIOKMTEJIbHO, MPEIKOBBIN )11 TAHCKMX ycadyen BUl, U
14 (15) sHoeMuyHbIX 1ist o3epa TaHa BUIOB/hOpM
(Nagelkerke, Sibbing, 1998; Nagelkerke, Sibbing,
2000; De Graaf et al., 2008). Buabl, Bxoasiue B He-
ro, pasinyarTcs MopdoJiorueii (a Takxke 3KOJIOTUeH
U pazMepaMu), MpU 3TOM MOCT3UTOTUYECKOU U305~
muu (Jd3epxxuHckuii 1 ap., 2007) 1 BeIpaskeHHBIX T'e-
HETUYECKUX pasnuuuii Mexnay Humu (Berrebi,
Valushok, 1998; De Graaf et al., 2010) oO6HapyXeHO
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He O0bL10. [locaenmHee 0OCTOATENECTBO YKA3hIBAET HA
YCKOPEHHYI0O OTHOCHUTEIBbHO FeHeTU4YeCcKoi Mopdo-
JIOTUYECKYI0 nuBepreHiuto. biarogapst 3Tum oco-
OCHHOCTSIM, TAHCKUI ITyJOK BUIIOB, B INTEPATypE Ja-
CTO Ha3bIBaeMbIl “IpupoaHOI TabopaTtopueit” (Sib-
bing et al., 1998), npencrapiisieT co00li HUACAUTHLHYIO
MOIIEJTb TSI M3YIeHUST MEXaHN3MOB B3PBLIBHOTO CUM-
MaTPUIECKOTO BUTOOOPA30BaHMS.

MATEPHAJIbI 1 METObI

OOBeKTaMM HACTOSIIETO WCCICIOBAHMS CTan
IIECTh BUJIOB TAHCKUX KPYITHBIX AQPUKAHCKNX TeK-
caIlUIOMIHBIX ycaueii p. Labeobarbus (Cyprinidae; Te-
leostei), pa3nuYaloIIMXCs KaK I10 3KOJOTHUYSCKUM,
Tak U MOp(OJIOrMiyecKuM npusHakam (puc. 1): mpesa-
rnojaraeMblii TPeIKOBBINA BCESIMHbINA BUa — L. inter-
medius; Menknii TwaHkKToHodar — L. brevicephalus;
KPYIHBIN PHIOOSITHBIN BUI — L. megastoma; KpyIi-
HBII geTtputodar — L. crassibarbis; KpyITHbIA pbI0O-
SIIHBINA BUA — L. truttiformis; v KpynmHbIA pbIOOSIIHbBIN
Bun — L. platydorsus (puc. 1) (Nagelkerke, Sibbing,
2000; De Graafet al., 2008).

JJist BBISICHEHUSI MEXaHU3MOB CTPEMUTEJIbHOM
MOPGHOJTOTUIECKON TMUBEPTEHIINN TaHCKUX ycadeid
OBbUT MPUMEHEHBI CIEAYIONINE METOIBI:

CpasHumenvHo-mopghosoeuuecKuil aHaius

Br10opkm B3pocIiibIX 0cobeit OBIIN B3SITHI BO Bpe-
Msl HepecTa B MpuTokax o3. TaHa: p. ApHo, p. Pu0,
p. Iymapa. Bumosast npuHaajieXXHOCTh ycadeil onpene-
JIsylach Ha OCHOBAaHWU OMNPEICIUTENIbHBIX TaOJINII,
NpemIoXeHHbIX B pabotax JI. Harenbkepke u @. Cuo-
ounra (Nagelkerke, Sibbing, 1998; 2000). B nanbHeii-
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Puc. 2. MeTKM ¥ MOJYMETKH, UCITOJIb3YEMBbIE IJIsI CpPaBHEHUST MOP(MOJIOTrUH ycadeid.

11IeM BUA0Basl MPUHAIJIEKHOCTh ycauell yTouHsIach
10 COBOKYITHOCTM Ka4eCTBEHHBIX M KOJWYECTBEH-
HbIX TTPU3HAKOB Pa3IMYHBIX KPaHUAJbHBIX OKOCTE-
HeHuit (MuHa u ap., 2011). CpaBHeHue MopdoIorUr
B3POCJIBIX 0CO0EH ycayell MPOBOAWIOCH IT0 LIM(PPOBBIM
dororpadussM MeTogaMu TeOMETPUYECKO MOpdo-
meTpuu. g cpaBHEHMS MCHOJIb30BAIMCH 24 METKMU,
pacItojoXeHHBIe Ha TOJIOBe 1 Tejie (puc. 2), 12 n3 KoTo-
PBIX SIBJISIFOTCSI TOMOJIOTUYHBIMU, OCTaIbHBIE SIBJISIIOTCSI
nonymetrkamu no M., IMaBmuHoBy m H.I. Mukemnm-
Holi (2002). MeTKu paccTaBIISIINCh C UCITOIb30BaHM -
eM nporpamMsl tpsDig2, cpaBHeHMe ycadeid IPOBOAM-
Jock B iporpamme tpsRelw. st mpyunanust “cKombxe-
Hus” (sliding) monmymMeTkam U CHSATUSI C HUX SHEpPruu
HanpsckeHust (binding energy) (Gunz, Mitteroecker,
2013) ucnonap3oBasicst mporpaMMHbIid naket tpsUtil.
BrliienepeyncieHHbIe TTPOrpaMMHBIE MMAKEThl ObLIU
3arpy>keHbl ¢ MHTepHeT-caiTa: http://life.bio.sunysb.
edu/ee/rohlf/software.html. Bcero 6b110 06paboTaHo
108 ocoOeit nccnemyeMblx BUAOB: L. intermedius —
20 ocobeit; L. brevicephalus — 26 ocobeii; L. megasto-
ma — 24 ocodwu; L. crassibarbis — 18 ocobeit; L. trutti-
formis — 10 oco6eii; L. platydorsus — 10 ocobGeii.

Ocu otHocuteabHOM aedopmatiumn (OO/1) saBs-
FOTCSI, TIO CYTH, TJIABHBIMUA KOMIIOHEHTaMH, B KOTO-
pbl€ ¢ onpeaeIeHHbIM BECOM BXOAST UCXOIHbIE TTPU-
3HAKM — X U Yy KOOPAWHATHI METOK U TTOJIYMETOK, IT0-
stomy OOJl Moryr paccMaTpuBaTbCsl KaK HOBBIE
npusHaku (Zelditch et al., 2004). 3HaueHus1, cOOT-
BeTCTBYyIOIIME Mcnojib3yeMbiM OO/l, Ob1IM MoaBepT-
HYTbI OTHO(AKTOPHOMY TUCTIEPCUOHHOMY aHAaJIU3Y C
MOCJIEYIONTNUM post hoc aHanu3oM. B KadecTBe puk-
CHpoBaHHOTO (haKTopa WCITOIb30Bajach MpPUHAI-
JIEXKHOCTb K OJHOMY U3 UCCJIeAyeMbIX BUIOB ycayeid,
COOTBETCTBEHHO, OBLIO IIECTh rpamalvii (akropa.
Jist mpoBeaeHus post hoc aHaiin3a ObLIT MCITOJb30BaH
kputepuii Toloku. Bce BbIuMcIeHUs MPOBOAWIUCH B
MakeTe CTAaTUCTUYECKUX TmporpamMm Statistica 6.0
(Statsoft, CIIIA).

CpaenumenvHblil AHAAU3 KPAHUO2EHE3A

KpaHuoreHe3 ObLT MCCIeIOBaH HA OHTOTEHETUYEe-
CKUX cepusx (0T MOMEHTa BBUIYILICHMS 10 (popMuU-
pOBaHMS ITOJTHOIO Habopa KpaHMATbHBIX OKOCTEHE-
HUI) 1ecT BUAOB ycadyeil. [TosoBble TPOMYKThI ObI-
JIV TIOJTyYeHBbI OT MPOU3BOIUTENIEH, BBITOBIEHHBIX BO
BpeMsi HepecTa B IIpuToKax 03. TaHa. OIuiomoTBope-
HHE OCYILIECTBJSIIOCh CyXuM MeToaoM. OTIog0TBO-
peHHasl uKpa Tepemeliiajiach B akBapuyMbl, TAE JIU-
YUHKW W MOJIOOb ycadell BBIPAIIMBAINCh B TeUCHUE
JIIByX-TpeX MECSIEeB MPU OJWMHAKOBBIX YCIOBUSIX,
onucaHHbIX paHee (LLkuab u ap., 2010). @ukcanus
JIMYMHOK Y MOJIOIU IJ15I TIOCTIEAYIOIIETO CPAaBHUTEIb-
HO-MOP(}hOJOrMYECKOro aHajan3a KpaHMOTreHe3a ocy-
IIECTBIISIIACh €XEMHEeBHO, MO0 5—7 0cobeil Kaxkaoro
Buaa, B 10% cdopmanmue. OKpacka 1 IpOCBETIeHIE
penapaToB MPOBOAWINCH OECKUCIOTHBIM METOAOM
(Walker, Kimmel, 2007). O6paboTka IIperapaToB
OCYIIECTBJISIACh C UCIOJIb30BAHUEM CTEPEOMUKPO-
ckonoB Olympus SZX 7, Leica MS5.

HUnoyyuposanHvie usmeHeHUs 8peMeHHbIX
xapakmepucmuk kpanuoeernesa L. intermedius

M3meHeHne teMrioB KpaHuoreHesa L. intermedius
JIOCTUTAJIOCh MYTEM U3MEHEHUSI B OpPraHUu3Me JINUM-
HOK YpOBHSI TUpeouaHbix ropmoHoB (TT'), BaxHeii-
ILIUX PETYISTOPOB OHTOreHE3a KOCTUCTBIX pbIO (Janz,
2000). PaHee HeogHOKpaTHO ObLIO MOKa3aHO, UYTO
MOBbIIIEHHBIH ypoBeHb TT' MpUBOAUT K Oosiee paH-
HeMy Havyajly u/WjIn yCKOPEHUIO TEMITOB MPOTEeKaHUS
MHOTUX OHTOT€HETMUYECKHX MPOILIECCOB, a AeULIUT
TI' — x ux 6ojiee Mo3gHEMY Havady U/WUJIM 3aMelie-
Huo (Yamano et al., 1991; Brown, 1997; de Jesus et al.,
1998; Hseu et al., 2002; Okada et al., 2005; Einarsdot-
tir et al., 2006; Blanton, Specker, 2007; Shkil et al., 2012).
B xone skcrneprMeHTOB MKpa, TOJydyeHHasi OT OTHOM
napsl IpousBoauTeneii L. intermedius, ObUta pa3neiieHa
Ha TpU TPYIIIbl, BbIpAIIMBAEMbIE B aKkBapuymax Ipu
pa3HbIX TOPMOHAIBHBIX pexuMmax: 1) KOHTpoJibHast

OHTOT'EHE3 Ne 5
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Puc. 3. Pacnipenenenue 108 ocobeit 6ombimx AdbprkaHcKux ycadeid B ipoctpaHcTBe | (ock abcnucce) u Il (ock opauHaT) oceit
OTHOCUTEJIbHOM Nepopmaiinu. YeiaoBHble 0003HaYeHus:: a — L. intermedius; 6 — L. brevicephalus; B — L. megastoma;t — L. cras-

sibarbis; n — L. truttiformis; e — L. platydorsus.

TpyIia; 2) Ipynmna ¢ YKOPeHHBIM KpaHWOTCHE30M,
cojep:KaBIlasicsl Ipy MMoBbIIIeHHOM ypoBHe TT (mpu
KOHUeHTpauuu 1 Hr/mi TpuiiontuponuHa (T;) B ak-
BapuyMHOM1 Bojie); U 3) rpyIina ¢ 3aMeIJIEHHBIM Kpa-
HUoreHe3oM, coaepxkasiuascsa B 0.04% BogHoM pac-
TBOPE TUOMOYEBUHEI, SIBJISIONICIACSI TOMTPOTEeHOM —
XAMWYECKUM areHTOM, MOJABJISIOIINM aKTUBHOCTH
cuHTe3a cooctBeHHBIX TI. OcTanbHbIC YCITIOBUSI CO-
JIepxXaHUs ObLIM ogrHaKOBBIMU. [1ogpoOHO MeToau-
Ka TpOBEeIeHMsI 3KCIIEpUMEHTa ObLla OIlCaHa B
npeaplayiux padorax Hameu rpynnbl (Ikuies v ap.,
2010; Smirnov et al., 2012). B Bo3pacte mojryropa-
IBYX JIET Mojoab Obu1a cpororpacduponana. CpaBHe-
HHEe (pOopMBI TOJOBBI PHIO, BBIPAIICHHBIX B Pa3HBIX
TOPMOHAJIBHBIX PeXUMaXx, MPOBOAWIOCH METOdaMU
reoMeTpruueckoit MopdomMeTpun no 8 MeTKam, OIu-
CBIBAIOIIIMM TOJIBKO I'€OMETPHIO TOJIOBBI (HOMEpa Me-
TOK: 1, 2—4, 13—16): 113 KOTOPHIX 5 SABJISIOTCS TOMOJIO-
TMYHBIMA 1 3 — TToJiyMeTKaMu (puc. 2). J11s1 cpaBHEHUS
ObITM McTtob30oBaHkbI: 10 ocobeit L. intermedius, BeIpa-
ILIEHHBIX B HOpMaJIbHBIX YCI0BUsIX; 11 ocobeii, BeIpa-
IIECHHBIX B YCJIOBUSIX MOBBLIIIEHHOTO ypoBHS TT;
9 ocobeit, comepKaBIINXCS B paCTBOPE TUOMOYEBH-
Hbl. Kpome Toro, 6bl10 MpoBeAeHO CpaBHEHUE (pop-
MBI TOJIOBBI L. intermedius, BbIpallleHHbIX B HOPMaJlb-
HBIX YCJIOBUSIX U B PacTBOPE TMOMOYEBUHBI, C (OP-
Moit TojioBbl MoJjionu L. megastoma (9 ocobei,
BO3pacT 2 roaa), BeIpalllcHHOI B HOPMAaJIbHBIX YCJIO-
Busx. OOpaboTKa Marepurana IIpOBOAMIACH TaK Xe,
KaK 1 IIpU CpaBHEHUHU (DOPMbI B3POCJIBbIX ycauyeu.

PE3VJIBTATHI
CpasHumenvHo-Moposoeuseckuil aHaius

Oco0eHHOCTH BHELITHEH MOPGOJIOTrUr UCTIOIb3Y-
JOTCS B KQUECTBE OCHOBHBIX IUATHOCTUYECKUX MPU-

OHTOT'EHE3 ToM 46 Ne 5 2015

3HAKOB IIpU OIIpele]IeHU BUIOBOM IPUHAMIEXKHO-
CTU TaHCKUX ycadeit. Ocoboe 3HauyeHue IIPU STOM
MpUuaaeTCsl TaKUM TIpU3HaKaM KakK ¢opMa TOJIOBBI U
tena (Nagelkerke, Sibbing, 2000). B HacTosmit Mo-
MEHT aKTUBHO Pa3BUBAETCSI HOBBIN ITOIXO/ K OITUCA-
HUIO U CpaBHEHUIO (POPMBI — FreoMeTpruUIecKast MOp-
dometpus (Mitteroecker, Gunz, 2009; http://life.bio.
sunysb.edu/morph). B ocHOBe maHHOTO IT0IX0MAA JIe-
XKUT MaTeMaTU4yeCcKoe IpeacTaBieHue opMbl (reo-
METPUU) peabHOro MOPGOJOTMYECKOro OOBEeKTa,
MHBAapUaHTHOE OTHOCUTEJILHO €TI0 pa3MepoOB, OPUCH-
TallMM Y TIOJIOXXKEHUSI B (PU3NUYECKOM IIPOCTPAHCTBE
(Bookstein, 1991; IlaBamHoB, Muxkemmna, 2002;
Zelditch et al., 2004; Klingenberg, 2010). ITepcnek-
TUBHOCTh TAHHOTO TMOAXOAA IJISI OLIEHKU MOpdomo-
TMYECKOTO pa3HOOOpa3us TAHCKUX ycadei Oblia Ipo-
neMoHcTpupoBaHa paHee (Reig et al., 1998). UmenHO
IMO3TOMY METOIBbl T€OMETPUYECKO MOphOMEeTpUn
OBbLIIM UCMIOJIb30BaHbI ITPU CPAaBHUTEIbHO-MOP(POJIO-
TMYECKOM aHaJiu3e B3POCJbIX ycauyeil, B3SATbIX U3
MPUPOIHBIX TTOMYJISILIUA.

B pesynbrare ycraHOBIeHO, YTO HamboJjiee MH-
GOpPMATUBHBIMU JJIST OMTUCAHUS Pa3]IMUnii B MOpdo-
JIOTUM uccienyeMbIx ocooeit ssastiorest I u 11 ocu ot-
HocuteabHoU nedpopmaniuu (OO/l), onmuchIBalolIe
72.32% W3MEHYUBOCTH HCCIAEAYEMBIX NPU3HAKOB.
AHanu3 auMarpaMMbl pacripefe/ieHUsl ycaueil B mpo-
crpaHctBe 1 u I OO/ mmokasaj, 4To peIOBI, OTHOCS -
muecs K L. intermedius, pacmiojlaraloTcsl B LIiEHTpaJlb-
Hoi 30He (puc. 3). PeIObI, onpeneinsieMbie Kak L. me-
gastoma n L. brevicephalus, o0pa3yloT Ha TuarpaMmme
JIBE€ XOPOIIIO pa3INUuMbIe TPYIIIbl. Tpy OCTaBIIMXCS
BUaa ycaueii: L. truttiformis, L. crassibarbis v L. platy-
dorsus oObEIUHSIOTCSI B OIMH KJIaCTep, B KOTOPOM
30HbI, 3aHUMAaeMble KaXKIOi IpyMIioi, 3HAYUTETbHO
MePeKPHIBAIOTCS MeXKIy co0oii. [1pr 3ToM OCHOBHOI

5%
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Puc. 4. ledopmaniuu TpaHchOpMallMOHHOM pelleTKu. a, 6, B U T — Touku B ripoctpaHcTse [ 1 I1 OO/1, 0603HaYeHHBIE KPYXK-

KOM Ha puc. 2.

BKJIaJ B pacmpeaeaeHre ocodeit B mpoctpaHcTse 1 u 11
OO/l BHOCAT pu3HaKHU (POPMBI TOJIOBEI, YTO XOPOIIIO
JIEMOHCTPUPYIOT AedopMallui TpaHChHOPMAILIMOH-
Hoit pemietku o M. 4. I[MasnmuHoBy 1 H.I. Mukemm-
Hoti (2002) (puc. 4).

Suavenus I m I OO/l 06T NCITONB30BaHBI TS
OpoBeIeHUsT OIHO(GAKTOPHOTO AUCIIEPCUOHHOIO
aHanu3a (Tadj. 1). B pesynbrare, ObLIM OOHAPYKEHBI
3HAYMMBIC Pa3IMYUsI MEXIYy CPaBHUBAacMbIMU I'PYII-
namu ycaueit (p < 0.001) mrst ooeux OO/I.

s onipenesieHUsI CTPYKTYPbl OTJIMUMI UCCIIEd0-
BaHHBIX BUIOB ycadell APYr OT ApyTa, ObLI IIPOBEIeH
aHaJIN3 NONAPHBIX OTJINYUI 110 UCCIIeayeMoii (hopMe
(reoMeTpuM OOBEKTOB, OTIpeeasieMoii 24 MeTKaMM)
C Y4ETOM MHOXECTBEHHOCTU CpaBHEHUI (post hoc

aHanu3) (tab:a. 2). Pe3ynbsraTel JaHHOTO aHaAJIM3a I10-
Kaszanu, 9to 1o I OO/] mpakTuyecku Bce BUABI 3HA-
YUMO OTJIMYAIOTCA OPYT OT ApPyra 3a VCKIIOYEHUEM
nByx nap: L. intermedius— L. truttiformis v L. crassibar-
bis—L. platydorsus. I1o cpenaum 3HayeHussM 11 OO/
L. intermedius He otnmyaercs ot L. crassibarbis, mo-
cnenHuit — ot L. platydorsus n L. megastoma, KOTo-
pBIe, B CBOIO odepenb, oOpasyrioT c L. truttiformis
Ipynity cxomHbix 1o 3HadyeHusM 11 OO/ BuaoB.

Cpa6Hle€/leblﬁ aHaau3 KpaHuoeenesa

ITprHUMas Bo BHUMaHUeE, YTO TeOMETPUS TOJI0BbI
dopMupyeTcs B XoAe pa3BUTHUS yepena (KpaHUOTe-
He3a), ObLI MPOBeIeH CPaBHUTEIbHbBIN aHAIU3 OHTO-

OHTOTEHE3
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Taoauma 1. Pesynbratsl o1HO(GAKTOPHOTO IMCIEPCUOHHOIO aHaIM3a ¢ He3aBUCUMBIM hakTopoM “Bua” 1 3aBUCUMBIMU
nepeMeHHBbIMH — 3HadYeHusiMU I u 11 oceit otHOCUTEeIBHOM nedpopmanuu (puc. 3)

I ock oTHOCUTENBHOM Aeopmarinu, RW1

D.FE SS MS F V4
Bun 5 0.1174 0.0235 74.0546 <(0.0001
Error 102 0.0324 0.0003
II ock oTHOCUTENBbHOM Aedopmarin, RW2
D.F SS MS F 4
Bun 5 0.0248 0.0049 33.0186 <(0.0001
Error 102 0.0153 0.00015

D.E — uncio cTeneHeii cBo6oasl, SS — cymMma KBaapatoB, MS — cpeanuii KBaapat, F — kpurepuii @uiiiepa, p — olileHKa BEpOSITHOCTH,

Error — ocraTouHast U3MEHUYNBOCTb.

Taomuna 2. Pe3ynbrathl post hoc ananusa cpennux 3HaueHuit I u 11 oceit oTHocuTeNbHOIM nedopMaruu (puc. 3) ¢ ToMo-
mibio kputepus Toioku (Tukey Honestly Significant Difference test); B ssueiikax TabJIMIIbI U'TOTOBbIE 3HAYEHUSI BEPOSITHO-

CTH C HOHpaBKOﬁ Ha MHOXECTBCHHBIC CPAaBHCHUA

I ock oTHOCUTENBHOI AeopMaL

Bun L. intermedius | L. crassibarbis | L. brevicephalus| L. platydorsus | L. megastoma | L. truttiformis
L. intermedius 0.0001 0.0222 0.0001 0.0001 0.4389
L. crassibarbis 0.0001 0.0001 0.9981 0.0001 0.0006
L. brevicephalus 0.0222 0.0001 0.0001 0.0001 0.0004
L. platydorsus 0.0001 0.9981 0.0001 0.0001 0.0009
L. megastoma 0.0001 0.0001 0.0001 0.0001 0.0001
L. truttiformis 0.4389 0.0006 0.0004 0.0009 0.0001

II ock oTHOCHUTEIBLHOI OeOopMaLIN

Bun L. intermedius | L. crassibarbis | L. brevicephalus| L. platydorsus | L. megastoma | L. truttiformis
L. intermedius 0.6629 0.0001 0.0039 0.0004 0.0007
L. crassibarbis 0.6629 0.0001 0.1496 0.0621 0.0414
L. brevicephalus 0.0001 0.0001 0.0001 0.0001 0.0001
L. platydorsus 0.0039 0.1496 0.0001 0.9999 0.9973
L. megastoma 0.0004 0.0621 0.0001 0.9999 0.9702
L. truttiformis 0.0007 0.0414 0.0001 0.9973 0.9702

reHe3a OCTeOKpaHMyMa ycaudeil. B pesynbraTte ycra-
HOBJICHO, YTO IIOCJIEA0BATEIbHOCTh MOSIBICHUSI KO-
creil B opMUpYIOIIEMCs yepere UCCIeAyeMbIX BUI0OB
3HAYMMO He pazandaercs. B To xe Bpemsi, ObL1M 0OHAa-
PYXEHBI pa3inyusi BO BpeMEHHOM PMCYHKE PaHHEro
KpaHuoreHesa (puc. 5). Kpanuorenes mpenmnosarae-
MOTO TIpeaKOBOTro Buna L. intermedius MOXHO pa3Je-
JINTh HA HECKOJIbKO TIePUOAO0B, PA3INYaAIOIINXCS T10
NUHAMUKe yBEJUUYECHUSI UMCIIa OKOCTeHEeHUIA: 1) mep-
BBIIf MUK OCTEeOreHe3a — MePUo aKTUBHOTO 06pa3o-
BaHMSI HOBBIX OKOCTeHeHuil (3—9 amo, neHb mociie
OIJIONOTBOPEHMUS); 2) CcTa3uc — IepUoid Korjaa, He-
CMOTPsI Ha pOCT ueperia, HOBbIe KOCTU HEe 00pa3yloT-
cs1 (10—16 nmo); 3) BTopoii MK OCcTeoreHe3a — CIeIy-

OHTOTEHE3 Ne 5
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TOIIMIA 32 CTA3MCOM MEePHOI AKTHBHOTO 0Opa30BaHUs
HOBBIX KocTel (17—23 nmo); u, HaKoHell, 4) IIepUuo,
MOCTEIIEHHOTO YBEJIMYCHUSI YKMcJia OKOCTEHEHUM B
yepere, MPOIOJIKAIOIIMICS 10 JOCTUXEHUST UX Jie-
¢unuTHBHOTO Yrcaa (75 nno) (Borisov et al., 2012).

Kpanuorene3 L. megastoma MOXHO moppasae-
JIUTh Ha T€ e Tepuobl, YTO U KpaHUOreHe3 L. inter-
medius. OMHaKO y JAHHOTO BHIA IIEPHOIT CTa3nca HACTy-
naet ro3nHee (12 amo), uem y L. intermedius v SIBIISIETCS
Oosiee TIPOAOITKUTENBHBIM (puc. 5). OcTeoKpaHUYM y
L. truttiformis, L. crassibarbis, L. platydorsus v L. brev-
icephalus pazBuBaercsa 0e3 mepuopa crazuca. Ilpu
5TOM JIMHAMMKAa MOSIBJICHUSI KOCTEeI yeperia CXoIHa y
MEepBbIX TpeX BUAOB U OTAW4YHa y L. brevicephalus
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Puc. 5. lunaMrKa KpaHUOTeHe3a UCCIIeyeMbIX BUIOB ycaueil: a — L. intermedius; 6 — L. brevicephalus; B — L. megastoma; t —
L. crassibarbis; n — L. truttiformis; e — L. platydorsus. N — 9uciio KocTeit, Ao — JHU MOCJe OTUIOJOTBOPEHUSI.

(puc. 5). Takum o6pa3oMm, y UCCIIeIyeMbIX BUIOB 00-
HapykeHa MeXBUAO0Basi U3MEHYMBOCTh BPEMEHHbBIX
XapaKTepUCTUK KpaHUOTeHe3a.

HHnoyyuposeanHole uzmeHenus 8DeMeHHbIX
xapakmepucmuk Kpanuocenesa L. intermedius

J17151 TOrO YTOOBI OIIPEAC/INTD, SIBJISIFOTCS JIX OOHAa-
PYXXEHHbIE pa3IuuMsi BO BDeMEHHBIX XapaKTepUCTU-
KaXx paHHETO KpaHMOIeHe3a MCCIEAyeMBIX BUIOB
NPUYNHON HAOIIOHAeMbIX Pa3IMUMil B Ne(PUHUTHUB-
HOI MOP(OJIOTUH UX TOJIOBBI, ObLIU MPOBEIECHbBI IKC-
MHEePUMEHTBI IO MCKYCCTBEHHOMY W3MEHEHUIO CPO-
KOB M TEMIIOB KpaHMWOI€HE3a IIPeariojiaracéMoro
npeakoBoro Buna L. intermedius myTeM U3MEHEHUS
ypoBH4 TI. B pesynbrate ycTaHOBJIEHO, UTO COAEP-
Xanwue L. intermedius ipu moBbIlIeHHOM ypoBHE TT
MPUBOAUT K MCYE3HOBEHMIO TEpUOIa CcTa3uca MU
YCKOPEHUIO KpaHNOTIeHe3a, B TO BpeMs KaK AeUIIUT
TT BBI3BIBaET 3aMeIJICHUE BTOPOIO ITMKAa OCTEOIeHE -
3a M MOCJICAYIONIEro pa3BUTUs Yepena (Smirnov et al.,
2012) (puc. 6).

HMckyccTBEeHHO MHAYIUPOBAaHHBIE W3MEHEHMUS
TeMMoB (h)OPMUPOBAHUSI OCTEOKpaHUYMa OTPa3uINCh
1 Ha neUHUTUBHOI Mopdoiioruu prid (puc. 7, 8).
CpaBHeHmre (pOpMBI TOJIOBBI MoJionu L. intermedius,
BBIpAIIICHHON B Pa3IMUYHBIX TOPMOHAJIBHBIX PEXU-
Max, METOJaMM FreOMEeTPUIECKOil MOp(hOMETPHUM I10-

Kazajo, 9to B rpocTpaHcTBe | 1 I OO/ ocodbm pas-
JIEJISTIOTCS Ha TPU Tpymnbl; 1) peiObl, BeIpallileHHbIE B
HOPMaJIbHBIX YCJIOBUSIX (KOHTpPOJIbHAsI TpyIIa);
2) pbIOBI, BHIpAIIEHHbBIC MPU ITOBBIIIICHHOM ypPOBHE
TT; 3) poiObI, BeipalieHHbIe pu aeduuute TT, BbI-
3BaHHOM TII0JIaBJIEHMEeM aKTMBHOCTU CHHTE3a COO-
crBeHHBIX TT 3a cueT mobaBiieHNsI B BOAY TONTpOTe-
Ha. Jledopmaliiu TpaHCGhOPMALIMOHHOM peIIeTKI
HaISITHO JEMOHCTPUPYIOT pa3inuus B hopMe roio-
Bbl JaHHBIX Tpynn (puc. 9). PesynbsraTel ogHodak-
TOPHOTO JMCIEPCUOHHOTO aHalIu3a MOKa3ajlu, 4YTO
IPYIIBI 0co0eil, BhIpallleHHBIX B pa3InUHbIX TOPMO-
HaJIbHBIX PeXMMaXx, 3HAUYMMO Pa3InyaroTcs T0 Cpeli-
HuM 3HayeHusM [ u I1 OO (p < 0.001) (Tabu. 3).

CpaBHeHue (popMbI TOJIOBBI B TpEX BHIOOPKaX MO-
JIomu ycaueii (Bo3pacT 2 roga): cubcoB L. infermedius,
BBbIpAlLLIEHHBIX B HOPMaJIbHBIX YCJIOBUSIX U B YCIIOBUSIX
nedunura TT, u L. megastoma, BbIpallleHHbIX B HOP-
MaJIbHBIX YCJIOBMSIX, BBISIBUJIO 3HAYMMbIE Pa3Inyus
no II OO/ mexny Bcemu BeIOOpKaMu. Kpome Toro,
OBLIV OOHAPYKEeHbI 3HAUYUMBbIE PA3TUYUS MEXKIY CUO-
camu L. intermedius, BRIpalllcHHBIMHA B KOHTPOJIbHOI
rpynne u npu gebunurte TI, mo IV OO (puc. 10,
Tab6J1. 4). Jlokanu3anus BLIOOPOK Ha Auarpamme pac-
npeneiieHust ocobeii B mpoctpaHcTse 11 u IV OO/
CBUJIETEJILCTBYET, UTO 1O Py MPU3HAKOB HEKOTO-
pbie ocobu L. intermedius, BbIpalllecHHBIEC B YCIOBUSIX
nedunura TI, mopdonornyecku Oojiee OJU3KU K

OHTOT'EHE3 Ne 5
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Puc. 6. [IlnHamMuKa KpaHHOTeHe3a CU0COB L. intermedius, BbIpallluBaeMbIX B pa3HbIX TOPMOHAJIBHBIX peXKUMaX: a — HOpMaJIbHOE
pa3BuTHe; 6 — pa3BUTHE pU MOoBbIIIIeHHOM ypoBHe TT;, B — pasButue nipu nedunure TI. N — dunciio Kocrteit, OO0 — IHU MOCTIe

OIVIOAOTBOPECHUS.

L. megastoma, 4eM K CBOUM CI/I6C8_M, BbIpallICHHbLIM B
HOPpMaJIbHBIX YCJIOBUAX.

OBCYXIEHUNE

CpaBHUTETEHO-MOP(POJIOTUIECKNIA aHAJIN3 B3POC-
JIBIX ycaueil Mokasaj, 4YTo Ha AuarpaMmme pacrpeacie-
HUst ocobeii B mpocTtpadcTse 1 u 11 OO/ rpyrma oco-
Oelf mpenaIogaracMoro NpeakoBoTo BUAa, L. interme-
dius, 3aHUMaeT LICHTPAIbHYIO MO3ULIIo (pUc. 3). BDTO
SIBJISIETCSI CBUAETEbCTBOM TOTO, YTO KOH(MUTYypalus
METOK, OMUCHIBAIONIMX MOPGhOJIOTHIO TaHHOTO BUA,
HaubOosee OIM3Ka K KOHCEHCYCHOI KOH(UTypalluu
paccMaTpuBaeMBIX BUIOB (puc. 4a), T.e. L. intermedius
uMeeT Hambojee “ycpegHEHHYI’ MOpQooruio.
Oco0u apyrux BuaoB ycaueid B ripoctpaHcTBe I u 11
OO/l 0O0beanHSIOTCS B TPYMIIbl, MOP(OIOTUsl KOTO-
PBIX CYIIECTBEHHO OTJIMYAETCS OT KOHCEHCYCHOM. B
WUTOTE, MOXHO BBIIEIUTH YeThIpe MOpGhOIOoTUIEeCKIE
rpynnsl: 1) rpynna L. intermedius; 2) rpynna L. me-
gastoma; 3) rpynna L. brevicephalus; n 4) xnacrep,
oObenuHsIONIMN rpyrmbl L. truttiformis, L. crassibarbis
u L. platydorsus (puc. 3).

Hedopmanmu TpaHCcHOpMALIMOHHON pelIeTKU
HaTJISIMHO JEMOHCTPUPYIOT, YTO OCHOBHEIE MOpP(dO-
JIOTUYECKHE PAa3TUINSI ITUX TPYII CBSI3aHBI C Pas3in-
YyUsSIMU B (popMe TOJOBEI (pucC. 4), KOTOpPBIE oNpene-
JISTIOTCST  OCOOCHHOCTAMM KpaHWOreHe3a. B xomde

OHTOTEHE3 Ne 5
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CPaBHUTEJILHOIO aHAJIN3a Y UCCIIeIyeMbIX BUIOB ObI-
JI OGHAPYKEHBI Pa3IN4KsI BO BpeMEHHBIX XapaKTepy-
CTUKAaxX pa3BUTUS dyepena (puc. 5). MOXHO BBIIEIUTH
YyeThIpe BapuaHTa KpaHuoreHesa: 1) “IpeakoBblii”
CBOMCTBEHHBII MpeaIiojgaraeMoMy IpeaKOBOMY BUIIY
L. intermedius; 2) 3aMeII€HHBII OTHOCUTEIBHO “IIpel-
KOBOI'0”, CBOMCTBEHHBI L. megastoma; 3) yCKOPEHHBII
OTHOCHUTEJIBHO “TIPEIKOBOIO”, XapaKTepHBIN s
L. brevicephalus, n 4) codeTaroluii IIepUOIbI, KakK
YCKOpEeHUsI, TaK M 3aMeUIeHUs] OTHOCUTEJIbHOTO
“npeakoBoro”, HabmoxaeMsblii y L. truttiformis, L. cras-
sibarbisu L. platydorsus.

CoBnageHne 00HapyXE€HHBIX BApUaHTOB BPEMEH-
HBIX XapaKTepUCTUK KpaHMOTeHe3a C BBIIICIIEPEeUC-
JIECHHBIMIX MOpPQOJIOTUYECKUMM TIPYyHIIaMU ycadeit
BPSII JIU SBJIsieTCs cirydaiiHbIM. CKopee, OHO YKa3bI-
BaeT Ha BEPOSTHOE y4acTHE M3MEHEHUI TEMIIOB U
CPOKOB KpaHMOIreHe3a B (popMupoBaHUM MOPQOJIO-
TMYECKUX PA3INIYMi MEXIY MCCIEAYeMbIMU BUAAMU
ycaueil. JlaHHOe MpenrnoJioXKeHUe ITOATBEepPXKIAeTCs
9KCNepuMeHTaIbHO. MCKycCTBEHHO BBI3BaHHOE 3a-
MeJIeHe KpaHuoreHesa L. intermedius (puc. 6) rpu-
BOJIUT K M3MEHEeHUIo0 (opMbl dyepena (puc. 7, 9) u
dopMUpPOBaHUIO MOPGOJOTrUM TOJIOBBI, CXOTHOM C
MopdosioTheil ToJIOBbl HEKOTOPBIX XUIIHBIX BUIOB
ycaueii (puc. 1, 4, 10). McKycCTBEHHO BBI3BaHHOE
YCKOpeHHMe KpaHWoreHe3a L. intermedius (puc. 6),
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Puc. 7. Mopdosorust ronoBsl 2-1eTHUX CUOCOB L. intermedius, BhIpallleHHBIX B Pa3HBIX TOPMOHAIBHBIX PEXMMaX: a — HOP-
MaJIbHOE pa3BUTHE; O — pa3BUTHE NIPU NOBbIIeHHOM ypoBHe TT; B — pa3Burtue nipu nedunure TT.

I

I
i
|

\
)
11

Puc. 8. Pactipenenenue ocobeit L. intermedius, BeIpallleHHBIX B pa3HBIX TOPMOHATBHBIX peXXUMax, B mpocTpaHcTBe | (och abc-

nucc) u Il (ock oparHaT) oceit OTHOCUTENIBHOI AehopMallii. a — KOHTPOJIbHAS I'PYyIIIa, O — IpyIina, BbIpallleHHasl B YCIOBUSX
noBellIeHHOTo YpoBHs TT, B — rpynma, BelpaiieHHas B ycnoBusix nepuunra TT.

MIPUBOIUT K “YKOpauyMBaHUIO” TOJIOBHI (puc. 7, 9), T.e.
(opMMpOBaHMIO NIPU3HAKA, SIBJISIIOIIETOCS OTHUM U3

KITIOYEBbIX TMAarHOCTUYCCKUX ITPU3HAKOB L. brevice-

Takmm 06pa3om, 3KCIEpUMEHTAIBHBIMI METOIA -
phalus (puc. 1, 4).

MM ITOJTy4eHO TIOATBEPXKICHNE, YTO U3BMEHEHUST Bpe-
MEHHBIX MTapaMeTPOB KpaHUOIeHe3a ycadyell mpuBoO-
ST K (hpOpMUPOBAHUIO PA3IUUUA B UX AePUHUTHB-

OHTOT'EHE3 Tom46 NeS 2015
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Puc. 9. Jedopmanuu TpaHchopMallmOHHOM pelieTKu. a, 6, U B — TouKM B poctpaHcTBe | u 11 OO/1, 0603HaYeHHBIE KPY>KKOM

Ha puc. 9.

Hoit  mopdosornn. CoOOTBETCTBEHHO, HaHHBIC
N3MECHCHUA TEMIIOB U CPOKOB OHTOT'€CHETNYCCKUX CO-
ObITUil gBsIIOTCS rerepoxponHusmMu (LlIMmanbrayseH,
1938; de Beer, 1940; Gould, 1977; Alberch, Alberch,
1981; Pa>dpd, Kodpman, 1986; McNamara, 2012). Pa-
Hee pOoJIb TeTEPOXPOHUIT B CHMIIATPUIECKOM BUA000-
pPa30BaHUM Y BBOJIOLUMU ITYyYKOB BUIAOB KOCTUCTBIX
pBIO paccMaTpuBajach psiaoM aBTopoB. Tak, rerepo-
XPOHUU CUMTAIOTCS OOHUM W3 OCHOBHBIX MEXaHU3-
MOB JUBEPreHIIMY CUMIOATpUIecKuX GopM 1 hOpMHU-
poBaHUs Iy4ykKoB BUIOB 1uxJoBbix (de Jong et al.,
2009; Parsons, Albertson, 2009; Parsons et al., 2014),
nococeBrix (Skulason et al., 1989; AnekceeB, 1994;
Turgeon et al., 1999; Ocunos, 2002; West-Eberhard,
2003; ITuuyruH, 2009), KomolIKOBBIX pbIiO (West-
Eberhard, 2003). YuacTtue reTrepoxXpoHUii mpeamnoia-
rajocb 1 B MOP(OJOTrNIECKON IUBepCUPUKALINHI
TaHCKUX ycaueii (Mina et al., 2001).

B OoOJIbIIMHCTBE BHILICIIEPEUNCIEHHBIX CIIydacB
IUBEPIeHIUST OIU3KOPOJACTBEHHBLIX (OpPM COMpO-
BOXJIAETCs afaliTUBHON paavaliueid 1 MU3MEHEHUEM
HE TOJIBKO MOP(POJIOrMYeCKMX, HO U MHOXKECTBA JIpy-
TMX XapaKTepUCTHUK, IIPUBOOLIIUX K W3MEHEHMUIO
6uosiorun u skojorun ¢opMm. CTpeMHUTEIBbHOE, C
SBOJIIOLIMOHHOM TOYKM 3peHusi, (GopMUpoBaHUE

CTOJIb 3HAYMMBbIX (DEHOTUMMUYECKUX Pa3Iuuuii Mpu
OTCYTCTBUU CYIIECTBEHHBIX TE€HETUUYECKUX Mepe-
ctpoek (Berrebi, Valushok, 1998; Turgeon et al., 1999;
Ocunos, 2002; Cunenena, 2010; de Graafetal., 2010)
MOXET OBbITh BbI3BAHO U3MEHEHUEM aKTUBHOCTH O/I-
HOT'O WJIM HECKOJILKUX PETYJISITOPHBIX (DaKTOPOB, 00-
JIaIAIoIIMX TIeHOTPOITHBIM 3 ¢dekToM. OmHUMU U3
HanboJjiee BEpPOSITHBIX KaHAWIATOB Ha POJIb TaKUX
CUTHaJIbHBIX (DaKTOPOB siBIsIIOTCSI TopMoHbI (Finch,
Rose, 1995).

[motanmamo-runoguzapHo-TupeonnHas ock (I'TTO)
0oJiee ApYryMX SHAOKPUHHBIX OCE MPETEHAYET Ha Be-
IYIIYI0 pOJib B CTPEMUTEIBLHOM CHUMMIATPUUYECKOM
BUI000pPAa30BaHUU KOCTUCTBIX pblO. OCOOEHHOCTHU
cTtpoeHus U pyHkunoHupoBanus I'TTO mo3BoasiorT
TpaHCJIUPOBaTh CUTHAJIbI, MOCTYMAMOIIUE U3 BHEIII-
Heil cpenbl, B TyMopaibHbie dakTopsl (TT), peryau-
pyIollIMe 3KCIPECCUI0 MHOXECTBA T€HOB-MUIIIEHEN,
U obecreuynBaTh TeM CaMbIM peakiiio TeHOMa Ha U3-
MeHeHUs BHelllHeil cpenbl. [Ipu 3ToM meioTpori-
HBI 3P deKT, okaspiBacMblii T1 Ha OHTOreHe3 1 K1 3-
HeAesATeIbHOCTh KOCTUCTBIX PhIO, TPYAHO Iiepeolie-
Huth (Janz, 2000). B wactHoctu, TI' ompenenstior
TEMITbl U CPOKU MPOTEKAHUSI MHOTUX OHTOT€HETUYE-
ckux npoueccoB (Yamano et al., 1991; Brown, 1997;

Taomuna 3. Pe3ynsraTthl 0ofHO()AKTOPHOTO AUCTIIEPCUOHHOTO aHan3a ¢ He3aBUCUMBIM ¢akTopoM “Ipymma” u 3aBUCHU-
MBIMU NiepeMeHHBbIMU — 3HaueHusMu I u 11 oceit oTHocuTenbpHOM nedopmanuu (puc. §)

1 ock oTHOCHTENTBHOI Hedopmanimu, RW1

D.FE SS MS F D
Tpymma 2 0.1226 0.0613 70.6376 <0.0001
Error 27 0.0234 0.0009

1I ock oTHOCUTENBEHOU HeopMarii, RW2

D.E SS MS F p
Ipynmna 2 0.0219 0.0109 6.3788 0.0054
Error 27 0.0465 0.0017

D.E —uucio crerneHeii cBoGobI, SS — cymMa KBanpatoB, MS — cpeaHuii kBaapat, F — kpurepuit @uiniepa, p — olleHKa BEpOSITHOCTH,

Error — ocraTouHasi UBMEHUYMBOCTb.
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27

Puc. 10. Pacripenenenue mosonu ycaueit B mpoctpaHcTBe 11 (och abcmmce) u IV (ock opanHAT) oceil OTHOCUTEIbHOM aedop-
Mauvu: a — L. intermedius, BbIpallleHHbIE B HOPMaJbHBIX YCIOBMSIX, 0 — L. intermedius, BpIpallleHHbIE B YCIOBUSX AebUIIMTA

TT, B — L. megastoma, BbIpallleHHbIE B HOPMAJIbHBIX YCJIOBHUSIX.

de Jesus et al., 1998; Hseu et al., 2002; Okada et al.,
2005; Einarsdottir et al., 2006; Blanton, Specker,
2007).

OKCNEePUMEHTAILHO MOKa3aHO, YTO U3MEHEHUs
ypoBHs1 TT IpUBOOST K U3MEHEHUIO BDEMEHHBIX Xa-
PaKTEpUCTHMK OHTOTeHEe3a, UTO 3a4acTylo OTpaXxaeTcs
Ha n1e(DMHUTUBHOI MOP(MOJIOTUU PhIO, T.€. BEI3BIBAIOT

Taomuua 4. Pe3ynbraThl post hoc aHanm3a CpeTHUX 3HaYe-
Huii 11 u IV oceii otHocuTenbHOI nedopmanuu (puc. 10) ¢
nomolbio kKputepusi Tetoku (Tukey Honestly Significant
Difference test); B siueiikax TaOJMIIBI UTOTOBbIE 3HAYCHUS
BEPOSITHOCTH C MOITPAaBKOM Ha MHOXECTBEHHbIC CPAaBHEHMUS

11 ock oTHOCUTENILHOM AeOopMaLIUU

rpymmna a 0 B
a 0.0058 0.0001
6 0.0058 0.0006
B 0.0001 0.0006
IV ocbk oTHOCUTENIBLHOI AehopMalluu
rpyrmmna a 0 B
a 0.0326 0.8745
6 0.0326 0.1022
B 0.8745 0.1022

a — L. intermedius, BeIpallleHHbIE B HOPMaJIbHBIX YCIOBHSIX, O —
L. intermedius, BbipaiieHHbIe B ycioBusix necduiira TT, B — L. me-

gastoma, BbIpallleHHbIE B HOPMaJIbHBIX YCIIOBUSIX.

rerepoxponuu (Shkil et al., 2012). B mociienHue roast
HaKarIuBaloTcsl (baKThl, YKa3bIBaloOIMEe Ha TO, YTO
MOJOOHBIM MeXaHU3M MOpP(OIOrnYecKoit AuBepCcr-
duKamM peaansyeTcsl y KOCTUCTBIX PhIO U B €cTe-
CTBCHHBLIX YCJIOBUSIX. TaK, NHIWBUAYaJIbHbBIC pa3Jin-
yusi B ypoBHe TT y nuunHok Kambanbl Paralichthys
olivaceus oOyCIOBIMBAIOT UX BHYTPUBUIOBYIO MOP-
dosornueckyro usmeHunBocTh (Okada et al., 2005).
MexXxBua0BbIE pa3iuuusl BO BpeMeH! Havajia (pyHK-
MUOHMPOBAHUS IIUTOBUAHOM XeJe3bl CIIOCOOCTBY-
JOT MEXBUIOBOM MOP(OJIOTNUECKON TUBESPTCHIINHN Y
ob1ukoB (Gobiidae) (Harada et al., 2003). IIpuueMm, B
o0oux ciyvasx paznuuus B aktuBHoctd I'TTO co-
MIPOBOXIAIOTCS HE TOJIbKO MHOTOYMCICHHBIMU pa3-
JINYUSIMUA B MOP(OJIOTUU pa3HBIX CUCTEM U OPTaHOB,
HO Y pa3IMYUSIMU B 9KOJIOTUU JaHHBIX BUIOB.

Kpome Toro, mojiydeHbl JaHHBIC, YKa3bIBAIOIIUE
Ha yuactue I'TTO B agantuBHOIT paguanuu. Tak, ObI-
JI1 OOHAPYKEHBI TEHETUIECKU IeTEPMUHUPOBAHHbBIE
paznnuusa B aktuBHocTu I'TTO mexnmy MOpCKMMU U
MPECHOBOAHBIMU (OpMaMU TPEXUIJION KOJIOLIKHU
(Kitano et al., 2010; Laudet, 2010). ITpu sTOoM Ha-
OJroJaeMble  MEXXKIY SKOJOTMYECKUMH (opMaMu
MopdosoTUYEeCKUEe pa3nudus CBSI3aHbI C TTOJUMOP-
¢uzmoM reHa Eda, onpenensioniero GyHKIIMOHUPO-
BaHue EFda-xackana (ectodysplasin pathway) (Colosi-
mo et al., 2005). DkcriepuMeHTaIbHBIMU METOdAMU
OBUIO IOKA3aHO, YTO JAaHHBIA KacKad yd4acTBYeT B
Pa3BUTHUU PsIa CKEIETHBIX CTPYKTYP KOCTHUCTHIX PBIO
(Harris et al., 2008). ITpumeuyaTeabHO, 4TO MOpdOJI0-
rM4ecKre MOCJIeACTBUS U3MEHEHUI (DYHKIIMOHUPO-
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BaHMS TaHHOT'O KacKaaa CXOXU ¢ MOP(HOJIOTMYECKU -
MU MOCJEACTBUSAMU, HAOIIOOAEMBIMU Y KapIIOBBIX
pb10, Tipu n3meHeHuu ypoBHs TT (Shkil et al., 2012).
BeposTHO, CcXOACTBO MOP(POIOrMYECKMX IOCIIEI-
CTBUIT OOBSICHSIETCS TeM, 4TO TeH Fda siBisieTcs Te-
HoM-MuiieHblo TT-3aBucumoro Wht-kackana (Wht
pathway) (Miller et al., 2001; Durmowicz et al., 2002;
Mullholand et al., 2005; Wang et al., 2007), u ero ak-
TUBHOCTb, TAKUM 00pa30M, MOKET KOHTPOJMPOBATh-
ca ITTO.

Kpowme toro, TT'-3aBucuMocTb reHOB Wnt v bmp 4
(Ishizuya-Oka et al., 2006; Lassova et al., 2009) mo3-
BOJISIET TIPEANOJIOXUTh, UYTO TE€TEePOXPOHHAsI 3KC-
npeccus TaHHbBIX TEHOB, SIBJSIONIASCS OJHUM U3 M-
XaHU3MOB aJanTUBHOW paarualnuy U (OpMUPOBAHUS
MopdosI0ornyecKkoro paszHoodpa3usi cUMMOaTpuye-
ckux hopMm AdpukaHckux muxiaua (Albertson et al.,
2005; Parsons, Albertson, 2009; Parsons et al., 2014),
cBs13aHbI ¢ m3MeHeHrsIMU akTuBHOCTY I TTO. B mmos3y
JIAHHOW TMIIOTE3bl CBUJETEJILCTBYET CXOJICTBO OHTOIE-
HeTUYeCKHUX 3(M(EKTOB, BbI3BAHHBIX W3MECHEHUSIMU
CPOKOB U YPOBHSI 3KCIPEeCCUM JAHHBIX T'€HOB, U UX
MOP(DOJIOTMYECKUX ITOCIEACTBUI Y ADPUKAHCKIX IINX~
JIWJ C OHTOTeHEeTUYeCKUMU 3 ekTamu u Mopdosio-
TMYECKUMU MOCJCACTBUSIMU, BBI3BAHHBIMU M3MEHe-
HusiMu ypoBHs TT'y TaHCKuUX ycadeli. B o6oumx ciaydasx
MPOUCXOJUT U3MEHEHNE BPEMEHHBIX XapaKTepUCTUK
KpaHUOTreHe3a (M3MEeHEHUE CPOKOB U TEMITOB (hopMu-
pOBaHUSI OKOCTEHEHUIA), MPUBOIIEe K UBMEHEHUSIM
Je(UHUTUBHON (POPMBI OTIETBbHBIX KOCTEH dyepena u
TOJIOBBI B LIEJIOM.

Takum o6pa3oM, CylLECTBYIOLIUIA MAaCCUB JaHHBIX
CBUAETEILCTBYET, YTO OOHUM M3 MEXaHU3MOB B3PHIB-
HOTO CHUMITaTPUIECKOTO BUO0O0OpAa30BaHMsI, HAOJIO-
JIa€MOTrO0 B ITy4KaxX BUAOB KOCTUCTHIX PBIO, SIBISIOTCS
rerepoxpoHun. IIpu 3ToM ¢ OONBIIONM q0JIeiT BEpOsIT-
HOCTHY MOXHO IIPEAIIOI0XKHUT, YTO OMHOM U3 IPUINH
BO3HUKHOBCHUA OaHHBIX FCTepOXpOHI/Iﬁ ABJISICTCS
n3MeHYMBOCTh akTuBHOcTU [TTO, mosBonsionias
OBICTPBIMUA TEMIIAMM JOCTUTAThb 3HAYUTEJIBHOTO
MOP@OJIOrMYEeCKOTo pa3zHooOpa3us Ha ¢oHe He3Ha-
YUTEJIbHBIX TeHETUYECKNX N3MEHEHUIA.
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Species flock of Lake Tana (Ethiopia) large African barbs (Labeobarbus; Cyprinidae; Teleostei) was studied
as a model system for investigating ontogenetic mechanisms of the explosive morphological divergence often
accompanying sympatric speciation in bony fishes. Comparative morphological analysis carried out with the
use of geometric morphometric techniques revealed quantitative differences in the head shapes of species un-
der study. Comparative analysis of skull development revealed significant interspecies differences in the tem-
poral characteristics of craniogenesis in these species. These two lines of evidence suggest that heterochronies
in craniogenesis underlie divergence in the head shapes of adult Tana barbs. This prediction was verified via
experimental changes of temporal characteristics of craniogenesis in L. intermedius, a putative ancestor for
the Lake Tana species flock. For this aim, timing and rate of skull development were changed by artificial ma-
nipulation of thyroid hormone levels. In sum, it was shown that it is heterochronies that underlie an explosive
morphological divergence of the Lake Tana barbs species flock. Our findings together with those reported in
the literature suggest variability in the activity of the hypothalamic-pituitary-thyroid axis to contribute to

these heterochronies.

Keywords: species flock, morphological divergence, heterochronies, thyroid hormones, geometric mor-

phometry, Labeobarbus, Cyprinidae
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