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DKcnepuMeHTaTbHBIMU METOAAMU U3YYEHO BIMSHUE U3MEHEHU I YPOBHS TUpeouaHbIX TopMoHOB (TT) Ha
pa3BuTHe U 1eUHUTUBHYI0 Mopdosoruio Bebepona anmapara (BA), MophohyHKIITMOHATBHOTO KOMILIEK-
ca, 00ecreunBaoIIeTro Tepeiady 3ByKOBOTO CUTHAJIA OT IJIaBaTeIbHOTO ITy3bIPsI K TAOMPUHTY BHYTPEHHETO
yXa, KapIioBbIX pbi0: Labeobarbus intermedius w Danio rerio. O6HapykeHbl pa3iauuusi B TT-peakTMBHOCTU
CKEJIETHBIX CTPYKTYp, BXoAs1Iux B coctaB BA. [Toka3zaHo, uto nusmeHeHus ypoBHs TI BBI3bIBAIOT reTepo-
XpPOHUU B pa3BuTUU BA, T.e. MPUBOIST K UBMEHEHUIO CPOKOB U TEMIIOB OHTOT€HETUYECKUX COOBITUI, YTO
oTpaxaeTcst Ha Ie(pUHUTUBHOUN MOPGOJIOTUU KaK OTAEIbHBIX CTPYKTYD, Tak U BA B 1ie1oM. OGHapyXeHbI
paznuuus B TT-peakKTUBHOCTU CKEJIETHBIX CTPYKTYp, Bxonsdinux B coctaB BA. KpoMe Toro, ooHapyxxeHa
BHYTPHU- U MEXBUI0Bast U3MEHYMBOCTb T -peakTMBHOCTH.

Knrouesvie crosa: BebepoB anmnapart, TAPEOUIHBIE TOPMOHBI, KAPITOBBIE PHIOBI, TETEPOXPOHU.
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BBEAEHUE

BaxHelM OTJIUYUTEbHBIM aHAaTOMUYECKUM
npuzHakoM pbi0 HagoTpsiga Otophysi (Ostariophysi;
Teleostei) sBmsierca Hanuuue BebepoBa armmapata
(BA) — crnoxHoro Mopdo(hyHKIIMOHAJILHOTO KOM-
rieKca, ooecrieynBaoIero rnepeaayy 3ByKOBOro Cur-
Hajla OT IJIaBaTeJIbHOTO Iy3bIpsl K JAOUPUHTY BHYT-
PEHHETO yXa 1 TO3BOJISIONIET0 3HAYMTEIbHO paciiiu-
pUTb JAuana3oH BoCIpUHMMAaeMmbix 4vacTtoT (Bird,
Hernandez, 2007). Tunuunblii BA KapmoBbIX pbHIO
(Cyprinidae; Cypriniformes), cTpoeHue KOTOpPOTro
MPU3HAETCsI MHOTUMM aBTOpaMU Haubosee OJM3KUM
K mpeakoBoMmy cocTtosgsHuio (Rosen, Greenwood,
1970; Chardon, Vandewalle, 1996), BkittoyaeT B ce0Ost
MepBbIe YEThIPE MO3BOHKA U X MOAU(DUILIMPOBAHHBIE
aiieMeHThl. PYHKIIMOHAIBPHO BA MOXHO pa3mevTh
Ha IBe yacTu: pars auditum u pars sustentaculum. I'lep-
Basl YaCThb IMPEACTaBIISIET CO00I (DYHKIIMOHAIbHBIN Ka-
HaJl, COENUHSIIOIINUN TIepeaHIO KaMepy TllaBaTe/lb-
HOTO My3bIPsI C JTAOMPUHTOM BHYTPEHHETO yxa 1 odec-
NEUYMBAIOIINI  TIepenady 3BYKOBBIX  KOJIEOaHMIA.
Bropast yacTb oCylIeCTBIISIET MOIACPXKKY U 3allUTY
nepBoii. B cocraB pars auditum BxomsaT scaphium,
claustrum, intercalarium m tripus. K pars sustentaculum
OTHOCSTCS TeJ1a TO3BOHKOB, O0KOBBIC OTPOCTKU TIep-

BOTO M BTOPOTO TO3BOHKOB, HeBpaJIbHbIE TYyTHU TpPeE-
Thero U YeTBEPTOro MO3BOHKOB, pedpa 4eTBEpPTOTO
MO3BOHKA, OS suspensorium, ¥ HeBPaJbHBIA KOM-
miekc (HK) (Bird, Hernandez, 2007) (puc. 1). Oco-
OEHHOCTU CTPOEHUSI U OHTOoTeHe3a BA sBisitoTCS
00BbEKTaMU IIPUCTATBHOIO BHUMAaHUS MHOIMX MC-
clienoBarelieil U IIIMPOKO MCIOJIb3YIOTCS B CUCTEMa-
Tuke u ¢ungoreHuu Otophysi (Watson, 1939; Ra-
maswami, 1955; Rosen, Greenwood, 1970; Fink,
Fink, 1981; Boryuxkas, 1991; Coburn, Futey, 1996;
Sanger, McCune, 2002; Bird, Mabee, 2003; Grande,
de Pinna, 2004; Grande, Young, 2004; Hoffmann,
2006; Hoffmann, Britz, 2006; Bird, Hernandes, 2007;
Diogo, 2009).

Ywucno 1 cTereHb pa3BUTHSI MHOTHX CEpPUATbHBIX
CKEJIETHBIX DJIEMEHTOB PHIO, K KOTOPBIM MOXHO OT-
HECTU U CTPYKTYPHI BA, 3aBUCAT OT TEMITIOB M1 CPOKOB
nx oHToreHesa (Bockoboitnukosa, 2001; Shkil et al.,
2012), B 3HAYUTEIbHONI CTEIICHU OIpPEAeISIeMbIX SH-
JOKpUHHOI cuctemoil. Jlaxke HeboJiblle U3MEHe-
HUSI aKTUBHOCTU SHIOKPUHHBIX OCEHf MOTYT BBI3BI-
BaTh 3HAUWTEJbHbIE U3MEHEHUS X0Ja OHTOreHe3a U
MPUBOAUTh K CEPbe3HBIM MOP(MOJIOTUYECKUM TO-
cieactBusiM. [1pu 3ToM BakHelIass pojib B peryJisi-
LIMA OHTOTEHEe3a PbIO OTBOAUTCSI TUTIOTAIAMO-THUTIO-
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Puc. 1. Mopdosorus Bebeposa anmapata kaprioBsix psid (Cyprinidae) u ero sanemenToB (u3 Bird, Hernandez, 2007, c uame-

HEHUSMU).

¢uzapHo-tupeounHoit ocu (I'TTO) (Janz, 2000).
bbL10 yCTaHOBIEHO, YTO UBMEHEHUSI YPOBHS TUPEO-
naHbIX ropMoHOB (TT) Ha paHHUX 3Tarax pa3BUTHUS
PbIO BAMSIOT Ha TEMITBI U CPOKU MHOTUX OHTOT€HETU -
YeCKHUX MPOIIECCOB, B TOM YMCJIE, HAa Pa3BUTUE CKeJle-
Ta. BpeMeHHbIE XapaKTepUCTUKU Pa3BUTUSL MHOTHUX
CKEeJIETHBIX CTPYKTYpP (KOCTU ueperia, YellyiiHbIi Mo-
KPOB, IJIOTOYHbIE 3yObl U T.I.) HAXOASTCS MO KOH-
tponem I'TTO (CmupHoB u nap., 2006; Shkil et al.,
2010; JI€BuH, 2011; Shkil et al., 2012). OgHaKo BIUsI-
Hue n3meHeHunit akruBHoctu I'TTO Ha xon pa3zBuTHUs
sneMeHTOB BA He n3yvaiock. B ¢cBsI31 ¢ 3TUM, 1Ie/1bIO
HacTosIIIel pabOThI SIBJISIETCS U3yUYeHUE BIAUSIHUS 13-
MmeHeHui1 ypoBHs TT Ha pazButue BA KapIioBBIX pbIO.

MATEPHUAJIBI 1 METObI

B kauectBe 0OBEKTOB HMCCeNOBaHUSI ObUIM MC-
MOJIb30BaHbI TIPEJCTABUTEM IBYX MOJICEMENCTB Kap-
noBbIX pbi0 (Cyprinidae): KpynHbIli appuKaHCKUIA
ycau, Labeobarbus (=Barbus) intermedius sensu Banis-
ter, 1973 (Barbinae), u mojyiocatsliit nanuo, Danio rerio
(Danioninae).

OnonoTBOpeHHasl UKpa ycaueil Oblja mojaydyeHa
OT IUKWX IPOU3BOIUTEIICH, BEUIOBJICHHEIX BO BPEeMSs
HepecTa B npuTokax o3. Tana (D¢wmonus) B 2007—
2011 rr. bosiee moaApPOOHO METOABI TTOJTYYEHUS U T10-
claeaylolle MHKyOallMy UKpPbI, a TAKXKe O0LI1E YCI0-
BUS COACPKAHUS JIMYMHOK W MOJIOAM ycadyeil M3JI0-
JKeHBI B nipeabiayimx padorax (Ikuas u ap., 2010;

OHTOTEHE3 Ne 6

TOM 45 2014

Smirnov et al., 2012). ITonxyyeHue 1 BbIpalliluBaHUE
notoMcTBa D. rerio TIPOBOOMIOCH COTJIACHO OOIIe-
MIPUHSITBIM JJIS JAHHOTO BUAa MeTonukam, Zebrafish
Protocol (http://www.zfin.org).

st oneHKM BaUsStHUS n3MeHeHus ypoBHs TT Ha
pazButue BA nkpy, a 3aTeM JJMYMHOK U MOJIOJb 000-
UX BUAOB COAEPKAJIU B HECKOJBKUX TOPMOHATBbHBIX
pexuMax: 1) KOHTpoJb (4rcTasi Boaa); 2) IOBbBIIIIESH-
HBII ypoBeHBb T, mocTuraeMsIil 3a cueT JOOaBICHUS
B BOJy IIEJIOUHOTO pacTBopa 3,5,3'-TpuiloaTUpOHM -
Ha, T; (Sigma, USA) no xoHueHTpauuu 1 HI/MmIi;
3) noHMKeHHBI ypoBeHb TI, mocturaemsblii 1o0aB-
JIeHUeM B BOJYy TOHTporeHa — THUOMOYEBUHBI
(NH,CSNH,, TOCT 6344-73) mo KOHIIEHTpaluu
0.02%. KoHIleHTpalluM aKTUBHBIX BEIIECTB OBbLIN
nonoOpaHbl onbITHBIM ItyTem (Shkil et al., 2012).
OcTanbHble YCI0BUSI CoAepKaHUs PbIO ObUIM OIMHA-
KOBBIMMU.

ExemHeBHO W3 KaXIOW SKCIEpUMEHTATHBHOMN
rpyniel GUKCUPOBaAIOCh 5 1 Gojee ocobeit B 10%
BOIHOM pacTBope dopmannHa. CKeJleTHbIE CTPYKTY-
PHI 3a(MKCUPOBAHHBIX PHIO OKpaIlIBaI O€CKICIIOT-
HBIM METOJIOM, TIOCJI€ Yero IperapaThl IMPOCBETISIIN
(Walker, Kimmel, 2007). ITpocBeTiieHHBIC TOTaJbHbIE
mnpenaparbsl pel0 oOpadaTeiBaii 1 hoTorpadrpoBaiu
C TIOMOIIBIO CTepeoMUKpOcKoIToB Leica MS5 1 Olym-
pus SZX 7 ¢ nmpucoenMHeHHON UdppoBoi (poToka-
mepoit Canon 7D.

Bo Bcex aKkcnieprMeHTATBHBIX TPYITIaX OIpeaessi-
JINCh CPOKM M MOCJEA0BATEIbHOCTh OHTOTEHETHYE-
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HOpMa
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13 15 17 19 21 23 25 27 7

8 1
A0 7 9 11
©asupop3anun 3
6asunopsanuu 4
OKOCTEHEHMUE TEJI MO3BOHKOB
Gasunop3anu 1
6a3unop3anuu 2
6asMBEHTpAINM 3
GasuBeHTpaIuu 4
HeBpaJIbHbIE TIyTH 3
HeBpaJibHbIE 1yTH 4
cyrnpaHeBpaus 2
Jiyru scaphium
intercalarium
cyrnpaHeBpaus 3
concha scaphii
tripus
0s suspensorium
©OKOBbIE OTPOCTKHU 2
pe6pa 4
XpSILEBoii claustrum
60KOBbIE OTPOCTKH 1
KOCTHBbII claustrum
cynpagop3anmu 3
cynpanop3anuu 4
OKOCTEHEHME Cynpanop3anin 4
OKOCTEHEHME CYNpaaop3ainu 3
JIOp3aj1IbHOE OKOCTEHEHME CyNpaHeBpaIuu 3
JIOp3ajIbHOE OKOCTEHEHME CYIpaHeBpaIuu 2
OKOCTEHEHHe Iop3abHOro orpoctka HK
BEHTPATbHOE OKOCTCHEHHUE CYTTPAaHEBPAIUM 2
BEHTPAJIbHOC OKOCTECHEHUE CylpaHEBpaIuun 3

MNOBbILIEHHbIN YypoBeHb TT

8 10 12 14 16 18 20 22 24 26
9 11 13 15 17 19 21 23 25 27 7
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MOHWXXEHHBbIN ypoBeHb TT

8 10 12 14 16 18 20 22 24 26
9 11 13 15 17 19 21 23 25 27...30...43...

Puc. 2. [TocaenoBaTe IbHOCTU OHTOTEHETUYECKUX COOBITUI B (hopmMupoBanuu BebepoBa annapara L. infermedius B pa3TAYHBIX

TOPMOHAJIBHBIX pEXKMUMax.

cKkMux coObITh B pa3sutuu BA. Ilox oHTOreHeTnye-
CKMM COOBITHMEM B HacToslleil paboTe MOHUMAETCS:
MOSIBJICHUE XpsIlla — OKpallUBaHWE TKAHU ajblia-
HoM cuHuM (Alcian Blue, Sigma, USA); nossieHue
KocTu (occupuKalivs) — oKpalllMBaHe TKaHU ajlui-
3apuHOM KpacHBIM (Alizarin Red, Sigma, USA)
(Walker, Kimmel, 2007). BpemeHeM nosiBI€HUS CKe-
JIETHOM CTPYKTYPbl CYUTAETCI MOMEHT, C KOTOPOTO
OHa IIPUCYTCTBYET Y BCEX PbIO B UCCIIEAYEMOI DKCITE-
PUMEHTAILHOI TpymIie. YYUThIBasi, 4YTO (pUKCAIUS
MpenaparoB OCYIIECTBISIACH €XXKEeIHEBHO, IJISI CpaB-
HEHUS CPOKOB U TEMITOB OHTOreHe3a BA B pasHBIX
TOPMOHAJIBHBIX PEXMMAaX UCOIb3YeTCS YMCIIO THEM,
MpOoLIeAIINX C MOMEHTa OIUIONOTBOpeHus (o). B
TEKCTE YIIOTPEOSIIOTCS 0003HaAYeHUS 271eMeHTOB BA
M WX YacTeil, IpuHsTHe B cTaThsax Hoffmann, Britz
(2006) u Bird, Hernandez (2007). Ilog TepMuHOM
“IIOKpOBHOE OKOCTEHEeHHe” Moapa3yMeBaeTCs JItO-
060e OKOCTEHEHME, HE UMEIOIIIee XPSIIEBOrO MpeIIie-
CTBEHHUKA.

CpaBHEHHE YaCTOT BCTPEUaeMOCTU OTKIIOHEHUI
OT HOpPMAaJIbHOTO pa3BUTUSI BA B aKCIIepUMEHTAIBHBIX
TPYyMIIax MPOBOAWIOCH C MCTIOb30BAaHUEM KPUTECPHS
Z, TPUMEHSIEMOTO JUTS aHAJIM3a Pa3IuIuii MEXIy IO-
JISIMU B KpYITHBIX BhioopKax (IT1an1r, 1999). Beero Ob1-
110 o6paboTrano 6osee 1500 ocobeit L. intermedius, 110-
JIyICHHBIX B PE3yJIbTaTe IATH CKPEITMBAHUI, M OKO-
o 800 ocobeit D. rerio, TIOJIydEeHHBIX B pe3yJibraTe
IIECTH CKPEITNBAHMIA.

PE3VIJIBTATBI

Peakyus cmpykmyp, 6xo0auux 6 cocmae pars auditum,
Ha uzmernenue ypoeus TT

Scaphium sBJIsSIETCS KOMIUJIEKCHOM CTPYKTYpPOI,
cocTose u3 MOAUMUIIMPOBAHHON HEBpaJIbHOM
JIyTY TIEPBOTO TTO3BOHKA Y MOKPOBHOTO OKOCTEHEHUS —
pakoBuHBI ckacduyma (concha scaphii). PasButue

scaphium B HOpMaJIbHBIX YCIOBUSIX Yy D. rerio mpouc-
XOJIUT TI0 CLIEHApUIO, paHee TOAPOOHO OMMCAaHHOMY
(Bird, Mabee, 2003; Grande, Young, 2004). Hamm
HaOJTIOICHMS B I1€JI0M COBITAAIOT C STUMM OITMCAHU-
amu (puc. 3). I[MociemoBaTebHOCTh OHTOTEHETUYE-
CKUX COOBITUI B pa3BUTUU scaphium y L. intermedius
cxonHa ¢ TakoBoii y D. rerio (puc. 2, 3).

ITpu BeIpalBaHUM ycayeil B pa3IMYHbBIX TOPMO-
HaJIBHBIX peXUMax He ObIJI0 0OGHAPY:KEHO 3HAYMMBIX
M3MEHEHUN CPOKOB OHTOTEHETHYECKUX COOBITUN W
TEMIIOB pa3BUTHUS scaphium u ero AeUHUTUBHOMN
Mopdoaoruu. Y OaHUO OTINYUS OT HOPMAJILHOTO
pa3BUTHA scaphium ObUTM OOHapyXKXEHBI JIMIIb 1O,
JneicTBUeM ToBbIIeHHOro ypoBHs TT. Habmogamoch
IpexaeBpeMeHHOe OKOCTEHEHE JIEMEHTOB scaphium
(puc. 3) u B psne ciaydaeB Hemopa3BuTue concha
scaphii.

Claustrum, Tak Xe Kak M scaphium, SIBIsSeTCS
KOMILIEKCHOM CTpyKTypoii. PasButue claustrum Ha-
YMHAETCs C MOSBICHUST HEOOJIIIIOTO Xpsillia, pacIio-
JIOXKEHHOT0 aHTepoBeHTpalibHee xpsiieit HK. 3atem
nepel XpAIeBbIM claustrum BO3HUKAET MOKPOBHOE
OKOCTeHEHMEe — KOCTHBIN claustrum, BO B3pOCIOM
COCTOSIHUM YaCTUYHO pacroiaraloiiiiics moja Bepx-
Helt yacThio concha scaphii. [omMoorus u mponcxox-
JIeHUe JacTeil claustrum ocTaroTcsl TUCKYCCUOHHBIM
BompocoM (Grande, Young, 2004; Hoffmann, 2006;
Diogo, 2009).

Y L. intermedius Tipu NMOBBIILIECHHOM ypoBHe TT'
CPOKU (HOPMUPOBAHUS XPSIIEBOIO W KOCTHOTO
claustrum He u3mensirorcsa (puc. 2). Ilpu neduimre
TT xpsiieBoil M KOCTHBIM claustrum MNOSIBISIIOTCS
3HAYUTEIBHO IT03Ke, YeM B HopMe (pHC. 2), OJHAKO,
3TU OTKJIOHEHUSI OT HOPMAJIBHOTO Pa3BUTUSI HE OTpa-
KaroTcs Ha AePUHUTUBHON MOPQOJIOTUH CTPYKTYPHI.

VY D. rerio ioa n1eiicTBMEeM MOBBIIIIEHHOTO YPOBHS
TT xpsmeBoii claustrum He popmupyercst. KocTHbIN
claustrum mosiByisieTcs: paHbliie, 4eM B HopMme (puc. 3).
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HOpMa

10 12 14 16 18 20 22 24 26
AT10 11 13 15 17 19 21 23 25 27..33
OKOCTEHEHHE TeJl TI03BOHKOB
Gasunopsanuu 4
Gasunop3anu 3
6azumop3anuu |
Gasunop3anu 2
0a3uBeHTpaInu 3
GasuBeHTpauu 4
cyrnpaHeBpaus 2
HeBpaJIbHbIE 1yTH 4
HEBPAJIbHBIC AYTHU 3
jyru scaphium
intercalarium
cyrnpaHeBpaius 3
tripus
0s suspensorium
©OOKOBbIE OTPOCTKHU 2
concha scaphii
XpsilLeBoii claustrum
cynpagop3aiuu 3
cynpagop3anuu 4
pebpa 4
KOCTHBIH claustrum
OOKOBBIE OTPOCTKH |
OKOCTEHEHHUE Cyrnpagop3anuu 4
OKOCTEHEHME CyMpagop3ainm 3
JI0p3aJIbHOE OKOCTEHEHHE CYTpaHeBpaIny 2
JIOp3aJIbHOE OKOCTEHEHME CyIpaHeBpaiuu 3
BEHTPAJIbHOE OKOCTEHEHHE CyIPaHeBpaIuu 2
OKOCTEHEHHMe JIop3aibHOro orpoctka HK

MOBbILIEHHbIN YpoBeHb TT
6 8 10 12 14 16 18 20 22 24

BEHTPAJIbHOE OKOCTCHEHME CyIpaHeBpaiuu 3

MOHVKEHHBI ypoBeHb TT

8 10 12 14 16 18 20 22 24 ..30...36
9 11 13 15 17 19 21 23 25 37...

9 11 13 15 17 19 21 23 25

Puc. 3. [TocnenoBaTeIbHOCT OHTOTEHETUYECKHX COOBITHI B hopMupoBaHuu BebGepoBa anmapara D. rerio B pa3IM4HbIX TOp-
MOHAJIBHBIX PeXHUMaX (CBETJIO-CEPhIM LIBETOM OTMEUYEHBI T€ COOBITHSI, KOTOPbIE MIPOUCXOMST HE Y BCeX 0cobeii, CPOK MX Ha-
CTYIUJICHUS OTIpeIesIeH 110 IIEPBOMY OOHAPYKEHUIO; BOIIPOCUTEILHBIMU 3HAKAMU OTMEUEHBI T€ COOBITUST, KOTOPbIE HEBO3MOX-

HO OBbLIO OTC/IEAUTh U3-3a Ae(hopMallui CTPYKTYPhI).

B psine ciyyaeB KOCTHBIN claustrum He JOCTUTaeT
CBOMX HOPMAJBHBIX Pa3MEpOB M CIMBAETCS C BEpX-
Heit yacThlo scaphium (ta6u. 1, puc. 4). depunur TT'
HE BbI3bIBAaeT 3HAYUMBbIX U3MEHEHU 1 CPOKOB MOSIBJIe-
HWsI, TEMITOB OHTOTeHEe3a M Ae(PUHUTUBHOM MOpdo-
JIOTUM JAHHOM CTPYKTYPHI.

Intercalarium SABJISIETCS BUIOU3MEHEHHOM
HEBPAJIbHOM Iyroii BTOPOro I03BOHKA. OH COCTOUT
U3 TPeX OTPOCTKOB — BOCXOJSIIIETO, COYJICHOBHOIO 1
Hucxomsamero (Grande, Young, 2004) (puc. 1, 5a).
PasButue intercalarium HadYuWHAeTCd C MOSIBIEHUS
XpsIlIeBOi 0a3uaop3ayium 2, Oyayliero CoOYJeHOBHO-
ro orpocTKa. bazmumop3anus Takke gaeT Hayaio Xpsi-

1IIEBOMY BOCXOJISIILIEMY OTPOCTKY, KOTOPBIM 3aTeM OC-
cuduumpyercs. B Mecte oTX0XIeHUsT BOCXOASIIETO
OTPOCTKA OT 0a3UAOP3aIMU ITOSIBIISIETCSI IOKPOBHOE
OKOCTEHEeHME, pa3pacTampllieecs B HUCXOASIIUNA OT-
POCTOK, AVICTaTbHBII KOHEIl KOTOPOTO PACTIOIOXKEH B
JIMTaMEHTE, COeIUHSIIoNEeM scaphium u tripus. OmHO-
BPEMEHHO C IIOSIBJIeHUEM MEeMOpPaHHOIO OKOCTEHE-
HUS HaUMHaeTCsd occurKaus 0a3uaop3ainm 2.

VY ycaueit cpokM IOSIBJICHUSI XPSIIIEBO Oa3uaop-
3aJIMM 2 B pa3HbIX TOPMOHAJIBHBIX PEXXMMaXx IIOYTH HE
paznuuaiorcs (puc. 2). OgHaKoO U3MEHEHME YPOBHSI
TT MoxeT MpUBOAUTH K U3MEHEHUSIM B 1e(OPUHUTHUB-
HoUl Mopdosioruu intercalarium (ta6na. 1). Tak, mo-

YacToThl BCTpEUaeMOCTH OTKJIOHEHU OT HOpMaJIbHOTO pa3BUTUSI CTPYKTYp BebGepoBa anrmapara B 9KcrnepruMeHTaTbHBIX
rpynmnax (N = 50, ocobu B Bo3pacTe 25 AI10 U cTapille, pa3Imdus MeXXIy HOPMOI M APYTUMU TOPMOHAJIBHBIMU peXXMaMU
craTucTU4ecku 3HauyuMbl — p < 0.001; * — ypoBeHb 3HaUUMOCTH p < 0.02; **— ypoBeHb 3HaUUMOCTH p < 0.002)

L. intermedius D. rerio
IMpusnak
HopMa 9KCIIEPUMEHT HOpMa 9KCIIEPUMEHT

TloBbiieHHBIN ypoBeHb TT
OTcyTcTBHE Cynpagop3ainii TPETheTro IMTO3BOHKA 0.00 0.86 0.00 0.96
OTcyTcTBHE Cynpagop3ainii YeTBEPTOTo IMTO3BOHKA 0.00 0.86 0.00 1.00
Penykius intercalarium 0.00 0.14* 0.00 0.88
Cnusinue claustrum ¢ gyroit scaphium 0.00 0.00 0.00 0.56
OtcyTcTBUE OOKOBOTO OTpocTKa 1 0.00 0.00 0.00 0.40
OTcyTCTBUE CylIpaHeBpaInuu 2 0.00 0.00 0.00 0.24
OrcyTcTBUE HEBPAJIBHBIX AYT TPETHETO IMTO3BOHKA 0.00 0.00 0.00 0.50
OTCyTCTBYE HEBPAJILHBIX YT YETBEPTOIO MO3BOHKA 0.00 0.00 0.00 0.22%*

Ilonmxennsrit ypoBeHb TT'
Paspacranue intercalarium 0.00 1.00 0.00 1.00
Hanuuue cynpagopaanuii y oyT ISITOTO ITO3BOHKA 0.00 0.00 0.24 0.98
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BBIIIICHHBIN ypoBeHb TI' MOXeT BBI3BIBAaTh HEIOpa3-
BUTHE Bocxopsilero orpoctka (Shkil et al., 2012), a
neuuut TI' BeI3BIBaET pa3pacTaHUE ITOKPOBHOIO
OKOCTEHEHUS MEXIY BOCXOMSIIMM W HUCXOISIIUM
oTrpocTkamMu. B pesynbrare intercalarium npuoopera-
€T TPEYroJabHYI0 (POpPMY, OTIIMUYHYIO OT HOPMATLHOM.

VY GonpmuHcTBa ocodbeit D. rerio mon neiicTBUEM
noBeIlIeHHOTO ypoBH: TI' 0azumop3anus 2 He TOsIB-
JIsIeTcs, U, KakK CJeACTBUE, He (DOPMUPYIOTCS BOCXO-
IS Y COYJICHOBHBIN OTpOCTKU. [1py 3TOM B jTrra-
MEHTE, COeIMHSIIONEM scaphium u tripus, Ha MecTe
JIMCTaJbHOTO KOHIIAa HUCXOJSIIEro OTpocTKa (op-
MUPYETCSI HeOOJIbIIIOE ITOKPOBHOE OKOCTCHEHUE
(tabm. 1, puc. 56). IlosgBieHHE 3TOro OKOCTEHEHMSI
MPOUCXOAUT paHbIIIe, YEM MOSIBIASIETCS HUCXOMSIIIUMA
OTPOCTOK Yy PbIO, BBIPAIIMBAEMbIX B HOPMAaJIbLHBIX
ycnoBusIx (puc. 3). B HeKOTOpBIX clIydasix y pbIO, pa3-
BUBABIIINXCS B YCJIOBUSIX MOBBIILIEHHOTO YpoBHS TT,
NPOUCXOMUT IMOJHAs yTpaTa intercalarium. depuour
TI' He TIpUBOOUT K M3MEHEHUIO CPOKOB ITOSIBICHUS
Oasuaop3anuM 2 U BOCXOISIIIEro oTpocTKa (puc. 3),
HO BBI3bIBACT pa3pacTaHUe MOKPOBHOIO OKOCTEHE-
HUSI MEXKIY BOCXOISIIUM Y HUCXOISIINM OTPOCTKA-
MU U/WIY pa3pacTaHrMe OKOCTEHEHUSI AUCTaJIbLHOIO
KOHIIA HUCXOMSIIEr0 OTPOCTKA B JJUTAMEHTE, YTO, B
UTOTe, OTpakaeTcs Ha Ie(PUHUTUBHON MOPQOJIOTUN
intercalarium (ta0J. 1, puc. 5B).

Tripus sIBIETCS KOMIUIEKCHOM CTPYKTYpO#i, CO-
CTOsIIEeN U3 XpsIIeBOM O0a3zMBEeHTpaauu 3, KOoTopas
o0Opa3yeT COWIEHOBHbIH U TpaHCcGhOpMaTOPHBIN
(KOHTaKTUPYIOIINI C TIJIaBaTeIbHBIM ITy3bIpeM) OT-
POCTKM, Y MOKPOBHOIO OKOCTEHEHUS, (POPMUPYIO-
11IETO TIePEeTHUN OTPOCTOK.

VY ycadeiil moBwIlIeHHBIN ypoBeHb TI' 3HaUMMO He
U3MEHSET CPOKU MOSIBJIEHWS1 0a3MBEHTPAIMU 1 Hava-
Ja (opMUpPOBaHUSI MTOKPOBHOTO OKOCTeHeHus. Jle-
¢unut TT npuBoauT K 60Jjiee Mo3aHeMY Hadany Ghop-
MUpoBaHUS tripus (puc. 2). ¥ 1aHNO MOBBIIICHHBIN
ypoBeHb TI' BBI3BIBaeT NMpexkaeBpeMeHHbBIC IO CpaB-
HEHHWIO C HOPMOI MosIBJIeHWe 6a3uBEHTpaauu 3 U oc-
cudukanuio tripus B ejtom (puc. 3). depumur TT He
OKa3bIBAET CYIIIECTBEHHOIO BIMSHUS Ha CPOKU Haya-
Jna ¢popMupoBaHus tripus. ¥ o00MX BUIOB UCCJIEIye-
MBIX pbIO U3MeHeHMs ypoBHS 11 He cKa3bIBarOTCS Ha
nedHUTUBHOM MOpdoTornu JaHHOTOo 3jieMeHTa BA.

Pearyus cmpykmyp, 8x00auux 6 cocmae pars
sustentaculum, na uzmenenue yposus TI'

Tema mo3BoHkoB. Hauano occupukanmm Tei Imo-
3BOHKOB — OJIHO M3 IE€PBBIX COOBITHII B OHTOTCHE3€E
BA ycaueit u nanuo (puc. 2, 3). Y ycaueit mpu moBbI-
IIIEHHOM W MOHMXEHHOM YpoBHsX TI' HaGmroganoch
He3HAuYMTeJIbHOE 3alla3ablBaHue Hadaia occuguKa-
LIMM TeJ ITI03BOHKOB OTHOCHUTEJIbHO HOPMAaJIbHOIO
pa3Butus (puc. 2). Y 1aHno, HaIIpOTUB, JTI000¢ U3Me-
HeHne ypoBHs TT mpuBomuT K paHHEMY Hadajly OC-
cudpukaum (puc. 3). OgHaKO 3TU M3MEHEHUS He

CKa3pIBaIOTCS Ha Je(UHUTHUBHON MOPdOJIOTHUM Ten
ITO3BOHKOB Yy O6OI/IX NCCJIEAYEMBIX BUIOB.

BokoBbie OTPOCTKH MEPBOro MO3BOHKA — HEOOJIb-
IIIMe KOCTHBIC BBIPOCTHI, PACIIOJIOXEHHbBIC MEpPIICH-
JUKYJISIPHO BEHTPO-J1aTepaibHOM MOBEPXHOCTH TeJia
no3BoHKa. [1pu pa3BuTum ycaueit B yCIIOBUSIX TIOBBI-
meHHoro ypoBHs TI' He ObLTO 0OOHaApyKEHO 3HAYM-
MBIX OTKJIOHEHU# OT HOPMbI BO BPEMEHMU TTOSIBJICHUS
U B 1e(OUMHUTUBHOU MOP(MOJIOTUN JaHHBIX CTPYKTYP.
IMox meiicTBHEeM ToTpOoreHa 6OKOBBIE OTPOCTKU T1O-
SIBJISIFOTCSI 3HAYUTEJIbHO TTO3Xe, YeM ITPpU HOpMAaJlb-
HOM pa3BUTUHU, YTO, OJHAKO, HE CKA3bIBAETCS Ha UX
IepruHUTUBHON Mopdoioruu (puc. 2).

YV OonbmnHCTBa 0cobeit D. rerio B YCIOBUSIX T10-
BBIIIIEHHOTO YpOBHS TT' 60KOBBIE OTPOCTKYU MEPBOTO
TIO3BOHKA HE TTOSBIISTIOTCS BOOOIIE MU TTOSIBIISTIOTCST
CYIIECTBEHHO IT03Xe, YeM MPU HOPMaJIbHOM pa3BU-
Tuu (Tabn. 1, puc. 3). 3amaszapiBaHue MOSIBJICHUS
JaHHBIX CTPYKTYp OoTMedeHO u Iipu gedunure TT
(puc. 3). OnHaKO 3T U3MEHEHMSI CPOKOB HE CKa3bl-
BalOTCs HA UX 1e(UHUTUBHOI MOP(OJIOTUM.

BokoBbIe OTPOCTKH BTOPOro MO3BOHKA — KOCTHBIE
BBIPOCTHI, PACTIONOXKEHHBIE Ha BEHTPO-JIaTepaTbHOM
MOBEPXHOCTU MO3BOHKA. ¥ 000MX BUAOB HE HAOJIO-
JIaeTCsl OTKIIOHEHWI OT HOPMaJTbHOTO Pa3BUTHS JaH-
HBIX CTPYKTYP IIPY COIEP>KaHUM PHIO B pa3HBIX TOp-
MOHAJIbBHbBIX peXMnMax, HECMOTpSA Ha HE3HAYUTCJIb-
Hble (bayKTyalluu BpeMEeHU TOSIBJIEHUS BTUX
2JIEMEHTOB (puc. 2, 3).

Os suspensorium 1 pedpa 4eTBEPTOro MO3BOHKA —
KOCTHBI€ 3JIEMEHTBI, OTXOSIIIIME OT OAHOTO Maparno-
¢u3a, MPON3BOIHOIO XPSIIEBOM Oa3sMBEHTpAIUN 4.
VY ycaueil TOBBIILIEHHBIN ypoBeHb 11 He BAMSIET Ha
CPOKM MOSIBJICHUSI JTaHHBIX CTPYKTYp. B TO e Bpems,
neduuut TT mpuBoanT K MX 60JIEe ITO3THEMY, B CpaB-
HEHUU C HOPMOI, MosIBJAEHUIO (puc. 2). Y 1aHuo mpu
noBbIlIeHHOM ypoBHe TT' HabmtomaeTcst mpexueBpe-
MEHHOe Havyajo (hbOpMUPOBAHUSI AAHHBIX CTPYKTYP, a
nedunut TT He BBI3BIBACT CYILIIECTBEHHBIX CIIBUTOB B
cpokax ux nosiBjieHus1 (puc. 3). U3MeHeHUsT ypOBHS
TI' He BaMIOT Ha Ae(UHUTUBHYIO MOP(MOIOTHIO 0S
suspensorium M pedep YeTBEpPTOro ITO3BOHKA PBIO
000ouX BUIIOB.

Hespaubnblii Komiieke (HK) u acconumpoBaHHblie
C HMM JYTM TPeTbero M 4erBeproro mo3sBoHkoB. HK
(opmupyeTcsi Hal CIMHHOMO3TOBBIM KaHajJloM Ha
YPOBHE MO3BOHKOB 2—4 U3 XPSIIEBBIX CylIpaHeBpa-
Jnii 2—3 1 MapHBIX XPSIIEBLIX CcyITpagop3ainit 3—4
(puc. 6a) (Hoffmann, Britz, 2006). 3arem B HK nosis-
JISIFOTCSI CEMb LIEHTPOB OCCU(pUKALIMU: BA — HA JOP-
3aJTbHOM TTOBEPXHOCTHU CyIIpaHeBpaanii 2 v 3; OMUH —
Ha BEHTPaJbHOM MOBEPXHOCTU CyMpaHeBpaiuu 3;
OCTaJIbHbIE LIEHTPHI CBSI3aHBI C MAPHBIMU CYIIPaIOpP-
sanusaMu 3 1 4. KpoMe Toro, B KOHTPOJIBHBIX TPYITTax
oboux BUOOB OTMEUYCHAa KaJIbIIMHAILINsI BeHTpaﬂbHOﬁ
MOBEPXHOCTU CYIpPaHEBpaAJIMU 2, KOTOpasi, BO3MOX-
HO, SIBJISIETCS HE3aBUCHUMBIM BOCBMBIM LIEHTPOM OC-
cudukauuu HK.
OHTOTEHE3 Ne 6
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Puc. 4. Dnementsl BeGeposa arnapata D. rerio npu noBbilieHHOM ypoBHe TT, Bo3pact 22 nno. O603HauyeHus:: Hi 3 — HEBpaJlb-
Hasl Iyra TPeThero MO3BOHKA, HIl 4 — HeBpaJbHasl Jyra YeTBepTOro MO3BOHKA.

V ycaueit ipy mmoBBIIIeHHOM ypoBHe TI' Haom10-
IaeTcsl TpeXmeBpeMeHHasT oCCUMUKAIIUS T0p3aTb-
HO YacTH cylnpaHeBpaiud 3 1 6oJiee TTo3aHee, YeM B
HOpMe, Hadajlo occudUKallny CyIpaHeBpanu 2
(puc. 2). 3a4acTyio He HOSBIISTIOTCS CYIIPagop3alnu,
acCOIMMPOBAaHHBIE C HEBPAILHBIMU TyTaMH TPETHETO
M YEeTBEPTOTO II03BOHKOB (Tabi. 1). DTo mpuBOIUT K
Hemopasputuio xpsmeBoro HK m K cokpamreHnio
YuciIa eHTpoB okocteHeHnss HK mo tpex/4deThipex,
CBSI3aHHBIX C CyIipaHeBpamusamu 2 u 3 (puc. 66). Tak-
Ke u3MeHsiercsl (hoopMa Ayr TPEeThero M 4eTBEpTOro
MO3BOHKOB — OTCYTCTBYET XapaKTEepHOe pa3pacTaHue
OCHOBaHU 3Tux Ayr. B pesynabraTe, yeTBepTasi ayra
npuodperaeT AS(PUHUTUBHYIO MOPMOIOTUIO, CXOd-
HYIO C ISITOM Y TTOC/IeAYIOIIMMU HEBPAIbHBIMU JIyTa-
MU TTO3BOHOYHUKA.

B ycnosusix nepunura TT crpykrypsl HK pearu-
pPYIOT 3HAYUTEJbHOI 3aJep>KKOW BpeMEHM IOsIBJIe-
HUS ¥ Havasia occudukauuu (puc. 2). Y MHOTUX PbIO
nocJje (hopMUPOBaHUS CylTpaHeBpaInii 2—3 Ha YpOB-
He BTOPOro ITO3BOHKA TOSIBJISIIOTCSI TOMOJIHUTE/b-
Hble TTapHbIe XPSIIU, HECBA3aHHBIC C CyNpagop3ain-
smu 3 (puc. 68). [1Ipu aToMm cymnpanop3aiuu 3 ocra-
IOTCSI  HeIopa3BUTBIMU. Takke 3aMKCHUPOBaH
ciydaii oopazoBanus 3agHel yactu HK He u3 omHOro
Xpsillla — cynpaHeBpajivuu 3, KaKk Mpu HOPMaJIbHOM
pa3BUTHH, a U3 ABYX (puc. 6T). OmHAKO BCE BHINIEINE-
peYMC/IEeHHbIE U3MEHEHUS, BbI3BaHHbBIE AE(DUIIMTOM
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TT, He oKa3BIBAIOT CYIIIECTBEHHOTO BIWUSHUS Ha Ie-
¢uauTHBHYI0 Mopdonoruo HK ycaueii.

VY paHuo MoBBIILIEHHBIN ypoBeHb 11 MIpUBOAUT K
MHOTOYMCJIEHHBIM M3MEHEeHUsIM B oHToreHede HK
(Tabi. 1; puc. 3, 7a—B): y psima ocobeii He o0pa3yeTcs
cynpaHeBpanus 2 (puc. 7a); eciau MOSBIISTIOTCS 00e
CyIpaHeBpaJini, TO CYIIECTBEHHO paHBbIlle, YeM B
HopMe (puc. 70); 3a4acTyio He (POPMUPYIOTCS CyIIpa-
nop3aiuu 3—4 u cBsI3aHHbIE ¢ HUMU LIEHTPhI OCCU-
¢dukanuu (puc. 4); MOTYT OTCYTCTBOBAaTb HEBpaJib-
Hble OYyTd TPEeThero 1/WIn 4YeTBEPTOro IMO3BOHKOB;
VMHOT/IA MOSIBJISIOTCS HE3aBUCUMBbIE [TIOKPOBHBIE OKO-
CTEHEHUS Han 0a3suIop3ausIMU, KOTOPbIE MOTYT
(GopMUPOBATh HECBSI3aHHBIN ¢ HEBPAJIBHBIMU IyraMu
OCTHUCTBII OTPOCTOK Ha YPOBHE MMO3BOHKA 4 (puc. 7B).
OTH U3MEeHEHUSI NpUBOIAT K Hepopa3puTuio HK 1 x
COKpAIIEHWIO 4YHKCIa LIEHTPOB OCCU(DHUKALMU [0
TpeX/deThIpeX, a MHOTAA, B cliydae MOTepu CyIpa-
HeBpaJmu 2, 1 IByX. Havamo kanpumHAnuy cyrpa-
HeBpaJIMu 3 IpU MOBEIIIIECHHOM ypoBHe TT' caBuHyTO
Ha 0oJiee paHHUI CPOK, TOTAa KakK occu(UKaIus Cy-
MpaHeBpaIMM 2 TIPOUCXOIUT TMO3XKe, UeM B HOpMeE

(puc. 3).

Heduiur TT 3HaUMMO He BJIMSIET HA CPOKU MOSIB-
JeHust xpsiieBbix aemMeHToB HK, HO HabmomaeTcs
3HAYMTEJIbHOE 3aIla3blBAHNE OTHOCUTEIbHO HOPMBbI
HayvaJjia ux occucdukauuu (puc. 3). HecMoTpst Ha 31O,
HK dopmupyetrcss 6e3 BUTMMBIX HApYIIICHUA.
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Ilon neiicTBMEM TOMTpPOTreHa IIPOUCXOIUT PSI U3-
MEHEHUI U B pa3BUTUU cieayiomux 3a BA msitoro u
IIECTOTO MO3BOHKOB. TpagulIMOHHO I10JIaraimT, YTO Y
KapITOBBIX PBIO TTO3BOHKM, HE BXOASIIINE B cocTaB BA,
quieHbl cynpagopsanmii (Hoffmann, Britz, 2006).
OaHako, OOJBIIMHCTBO BbIpAIIEHHBIX MPU Ae(hULI-
Te TT ocoGeit D. rerio MEIOT XpsIlieBBIE CyIIpazop3a-
JIMY Ha TISITOM, 2 HEKOTOPbIE U Ha IIeCTOM MO3BOHKAX
(Tadi. 1). Dtu cynpamop3aauu B XOAe Pa3BUTUS MO-
TYT CJIMBAThCS HAJl CHUHHOMO3TOBEIM KaHAJIOM MEX-
nmy coboii u ¢ HK. ITpu aTom occudukaiiyist HeBpajib-
HBIX YT TISITOTO U IIECTOTO MO3BOHKOB pa3BUBaACTCS
TaK Xe, KaK M B HEBPaJIbHBIX Ayrax TPEThero 1 4eT-
BEPTOTO ITO3BOHKOB, BXOIAIINX B cocTaB BA. M3me-
HSIETCSI TaKXKe TMpolecc occruUuKalum Cynpaaop3a-
JIMiA 94eTBEPTOTO MO3BOHKA — OH MOXKET PacIipoCcTpa-
HSITBCSI HE TOJIBKO BIIEpPE 1 BBEPX, KaK B HOPME, HO U
B KayJaJbHOM HarpaBieHuu. B pesynbrate ¢opma
HEBPAJIbHBIX AYT YE€TBEPTOrO MO3BOHKA YITOAOOJISICTCS
¢dopme ayr TpeThero no3BoHKa (puc. 7t, 1). Heooxomnu-
MO OTMETUThb, YTO y 4YacTU OCOOEil KOHTPOJbHOI
rpynnbl D. rerio Takke OBLIM OTMEUEHBI XPSIIEBEIC
CyIIpagop3aJiiy Ha HEBPaJbHBIX Iyrax IISITOTO II0-
3BOHKa (Tabi1. 1). OmHaKo ciaydaeB CIUSHUS 3TUX CY-
npagop3ainii ¢ HK u m3MmeHeHuit occudukaumnu
HEBPAJIbHBIX AYT YETBEPTOrO M IISITOIO ITO3BOHKOB
OOHaApPY:KUTH HE y1aJI0Ch.

Kpome Toro, B eTUHUIHEBIX cirydasx y D. rerio, BbI-
pallleHHbIX B yCcaoBUsX aAeduuurta TI, nmosBisieTcs
HeOOJIbIION XpsIl Hafd 3amHelil yacTtbio HK Briepeau
OT OCTHCTOTO OTPOCTKa 4, TT0 POpMe M TTOJTOXKECHUIO
MOXOXXMWI Ha YacThb cylpaHeBpaiuu (puc. 7).

OBCYXIEHHME

IMonydyeHHbIe JaHHbIE CBUACTEIbCTBYIOT, UTO pars
sustentaculum sBisIeTcs 0OoJiee YyBCTBUTEIBLHOM K
n3MeHeHmto ypoBHs TT dacteio BA, yem pars auditum,
T.K. OCHOBHOM (pyHKIIMOHAJIbHBIN KaHaJ CBSI3U MEX-
Iy BHYTPEHHUM YXOM U IJIaBaTeJIbHBIM ITy3bIPEM CO-
XpaHsIeTCS y pPbI0 BO BCEX 9KCIIEPUMEHTAIbHBIX TPYII-
nax. IIpu aTomM B coctaB obeux yacrteit BA BxomsT
CTPYKTYpPHI, pasinyamlinyecs mo crereHu TI-peak-
TuBHOCTH sensu LLIknnb u CmupHoB (2009). Tena no-
3BOHKOB, OOKOBBIE OTPOCTKM BTOPOTO ITO3BOHKA, tri-
pus, 0s suspensorium U pedpa 4eTBEPTOro MO3BOHKA
HE IEMOHCTPUPYIOT BEIpAXKEHHOM peakIIny Ha N3Me-
HeHue ypoBHs TT' y oboux BunmoB. HeBpanbHbIe ayru 3
pearupyroT TOJIbKO Ha MOBbILIeHHE ypoBHS 1Ty 060-
MX BUOOB. BOKOBEIE OTPOCTKM IIEPBOIO ITO3BOHKA,
claustrum, scaphium pearupyloT Ha TNOBBIIICHUE
ypoBHs TT tonbko y nanuo. HK u intercalarium o60-
VX BUIOB B TOM WJIM MHOM CTEIIEHN OTBEYAIOT Ha JII0-
0oe oTkiioHeHue ypoBHS TI OT HOpMBEI.

XapakTep peakluuud CTPYKTYyp Ha W3MEHEHHue
YPOBHSI TOPMOHA TaKXe pasjinyaercs. Y psija dlie-
MeHTOB BA (Hampumep, cynpaHeBpaiuu 2—3, KOCT-
Has 9acTh claustrumy D. rerio) B OTBET Ha U3BMEHEHIE
YPOBHS TOPMOHA 3HAYMMO CIIBUTAIOTCSl CPOKMU TOSIB-
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JeHus (puc. 2, 3), 4To B HaJIbHEMIIIEM OTpaXkaeTcs Ha
nX Ae(UHUTUBHON MOpdoJoruu. Y Ipyrux — He
MPOUCXOANUT UBMEHEHU I CPOKOB MOSIBJIEHUS, HO U3-
MEHSIIOTCSI TEMITbl U TIPOJOIXKUTENbHOCTh Audde-
PEHLIMPOBKU. B yacTHOCTU, CpOKY MOsIBJIEHUST 0a3u-
nop3anuu 2 (ecau oHa ¢OpMUPYETCs) ONUHAKOBBI B
Pa3HbIX TOPMOHAIBHBIX PEXXUMaX, HO TEMIIbI U CPOKU
ee MaJIbHEIIIIero pa3BUTHSI, M TEMITBI 1 CPOKU pa3BU-
TUsI CBSI3aHHOTO C HEl U €€ TIPOU3BOIHBIMU TTOKPOB-
HOT'0 OKOCTE€HEHUSI, 10 BCeil BUIMMOCTU, UBMEHSIIOT-
cs1, 94TO OTpazkaeTcs Ha 1e(PUHUTHUBHON MopdoIorun
intercalarium (puc. 5).

HeobxomumMo OTMETHUTB, 4YTO pas3HbIC OTIEIbI
intercalarium mo-pa3HoMy pearupyioT Ha U3MEHEHUE
YpOBHsI TopMoHa. Pa3BuTue BOCXOASIIEro, couse-
HOBHOT'O OTPOCTKOB U NMPOKCHUMAJIbHOU 4acTU HHUC-
XOJISIIIIETO OTPOCTKA 3aBUCAT oT ypoBHs TI. B To ke
BpeMsl AWCTajbHasl 4acTb HUCXOJSIIEr0 OTPOCTKA,
CBsI3aHHas C JIUraMeHTOM, ¢opMHUpyeTcsl B pa3anu-
HbIX TOPMOHAJIBHBIX PEXMMax, Jaxe B OTCYTCTBUE
OCTaJIbHBIX YacTel intercalarium. BTo paznuuue B
TI-peakTUBHOCTM MOXET paccMaTpuBaTbCsl Kak
KOCBEHHOE CBUJIETEIBLCTBO B I10JIb3y PAHEE BbIIBUHY-
TO TUIOTE3bl O ABOMHOM IMPOUCXOXICHUU 3TOTO
ajieMeHTa BA — 13 BUIOU3MEHEHHON AYTM BTOPOTO
MO3BOHKA W M3 OKocTeHeHus1 naurameHTa (Diogo,
2009).

Taxcke OBLIO YCTAHOBIIEHO, YTO HEKOTOPEIE TOMO-
JIOTUYHBIC CTPYKTYpPHI, BXOAsIINE B cocTaB BA, ume-
0T pa3Hyo TT-peaktuBHOCTBL. Tak, y JaHWO OOKO-
BbIE€ OTPOCTKM TEPBOTro MO3BOHKA pearupyroT Ha Mo-
BBIIICHHBI ypoBeHb TI, y ycadyeidi — TOJIbKO Ha
nedpuuut TT. B To ke BpeMsi, 00KOBBIE OTPOCTKH BTO-
poro Mo3BOHKa 00OMX BUIOB CJab0O pearupyroT Ha
n3MeHeHus: ypoBHs TI. VY ycaueii pa3Butue mnpous-
BOIHOI HEBPaAJIbHOM JyTY MepBOro MO3BOHKA, scaphium,
He 3aBUCUT OT YpoBH TT, B OT/IMUME OT HEBPAJIbHBIX
JIyT IPYTUX [IO3BOHKOB, BXOASIIUX B cOcTaB BA.

3HauynTeIbHbIE UBMEHEHUSI CPOKOB 1 TEMIIOB pa3-
BUTUS OJHUX CTPYKTYP NPU OTHOCUTEIBHOM IOCTO-
SIHCTBE CPOKOB U TEMIIOB Pa3BUTHSI IPYTUX B pa3iny-
HbIX TOPMOHAJIBHBIX peXHUMax MPUBOIAT K U3MEHE-
HUIO  TIOC/IENOBaTEIbHOCTU  OHTOT€HETUYECKUX
cobriTuii B xone (opmupoBaHusi BA (puc. 2, 3).
IIpyumMepoM Takoro u3MeHEHMsI C TMOCIEACTBUSIMU
JU11 e(UHUTUBHOU MOPDOIOTUY SABISIETCS MPEXIe-
BpeMeHHOoe Hayaio ¢opmupoBaHusa HK — mosiBie-
HUEe cylpaHeBpauii 2 U 3 Mpu pa3BUTUU AAHUO B
YCJIOBUSIX MOBBIIIIEHHON KOHLIeHTpaumu TT.

Beiin oOHapyXeHbl MEXBUIOBBIC pa3iuyusl B
TI'peaktuBHOCT CTpYyKTYp BA. Tak, claustrum,
scaphium, OGOKOBBIE OTPOCTKH IIEPBOTO ITO3BOHKA,
cylnpaHeBpaiuu 2—3 y ycayeil He pearupymooT Ha Io-
BollieHUe ypoBHsS1 TI, B To Bpemsl Kak y AJaHUO 3TU
CTPYKTYpPbI OTBEYAIOT Ha IMOBbIIIIEHNE YPOBHS TOPMO-
Ha. HeBpanbHBbIe IyTH 4€TBEPTOIO MO3BOHKA Y JAHUO
pearupyroT Kak Ha MOBbIIIEHNE, TaK U Ha TIOHWXe-
Hue ypoBHs TT, Torna xkak y ycadeit peakiiysi HaOI10-
JIaeTCsI JIUIIb TTPU TTOBbIIIEHHOM ypoBHe TT.
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Puc. 5. Intercalarium D. rerio B pa3nMUHBIX TOPMOHATBHBIX pexkuMax. CeBa — TOTaIbHBIN Mpernapar, crpasa — intercalarium or-
JIEJTBHO. (a) KOHTPOJIb (B3pociiast 0co0b); (6) moBbIleHHbIN ypoBeHb TT (76 amno), (B) moHmkeHHbIH ypoBeHb TT (90 amo). O6o3Ha-
yeHMs: int — intercalarium, BO — BOCXOISIIIIMI OTPOCTOK, JIT — JIMTAMEHT, HO — HUCXOSIIINI OTPOCTOK, CO — COWIEHOBHBII OTPOCTOK.

B uenom, nns D. rerio XapakTepHa OoJjiee BbIpa-
KEHHasl peaklvsl Ha 9KCNepUMeHTallbHble U3MEHE-
HUSI YPOBHSI TOpMOHA. B yCIOBMSIX TOBBIIIEHHOTO
ypoBHs TT' y JaHMO IPOMCXOOUT PSifl CEPhe3HBIX OT-
KJIOHEHWI OT HOPMaJbHOTO pa3BUTUS (puc. 3).
IMpakTuyeckn Bce OHU CBSI3aHbI C HapYLICHUSMU
pa3BUTHSI XpSILLIEBbIX 27IeMeHTOB BA: cyrnpaHeBpannii
2—3, 6aszugop3anuu 2, XpsiieBoro claustrum u cy-
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pagop3ainii, KOTOpble BIOCIEACTBUM MPUBOIAT K
N3MEHEHUSIM Je(PUHUTUBHON MOP@OJIOTUN acCOLIM-
WPOBAHHBIX C HUMU KOCTHBIX 3JIeMeHTOB. OTCyT-
cTBUE Oa3umop3annii 2 mpyu NoBbIIeHHOM ypoBHe TT'
BJICYET 3HAYMTEIBHYIO peayKIuio intercalarium — co-
XpaHSIeTCsI TOJIbKO AUCTAIbHAsK 4YaCTh HUCXOISILIETO OT-
pOCTKa, HE CBsI3aHHasl C TeJOM IO3BOHKa (puc. 50).
I1pu oTcyTcTBUM XpsIieBoro claustrum, ero KocTHast
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Puc. 6. HeBpanbHbiil KoMITIeKe L. intermedius B pa3MAIHBIX TOPMOHAIBHBIX PEKUMaX: a) KOHTPOJIb (25 A110); 6) TOBBIIICHHBIN
ypoBeHb TT (34 11mo); B 1 T) moHMKeHHBIN ypoBeHb TT (22 1 17 ano, cooTBeTcTBeHHO). O003HAYEHMSI: BOCH 2 — BEHTPaJIbHOE
OKOCTEHEHHE CylpaHeBpaluu 2, BOCH 3 — BEHTpaJIbHOE OKOCTEHEHME CYIIPaHEeBPaIUM 3, TOCH 2 — IOP3aIbHOE OKOCTEHEHNE
CyMnpaHeBpaInu 2, 1OCH 3 — Nop3ajibHOE OKOCTEHEHUE CYTIpaHeBpaIuu 3, HI 3 — HeBpaJibHasl Jyra TPEThero No3BOHKa, HI 4 —
HeBpaJibHasl yra 4eTBEPTOro MO3BOHKA, C/I 2 — CYIpajop3alivsi BTOPOro MO3BOHKA, /1 3 — CyIpajop3aivs TPeThero Mo3BOHKa,
cI 4 — cyIpamop3alivs YeTBePTOTO IMO3BOHKA, CH 2 — CyIIpaHeBpaius 2, CH 3 — cylpaHeBpaius 3, ¥ — TOTOJHUTEIbHBIN XPsi-

meBoit 3auaTok HK.

JacTh pa3BUBAETCs paHbIlle, YeM B HopMe (puc. 3), u
4acTo IIpUpacTaeT K BepxHeil yacTu ayru scaphium
(puc. 4). OrcyTcTBUE Cympagop3aivii MPUBOAUT K
cunbHol penykuuu HK, a Takke MoxeT ObITb MpU-
YUHOUW HETOPa3BUTHUS COOTBETCTBYIOIIUX HEBPaThb-
HBIX ayT (puc. 4).

ITpu nedunmure TT nponecc opmupoBanuss BA
JIAaHUO MpOoTeKaeT 3HAYUTEIbHO A0JIbIlIe, YEM B HOP-
me (puc. 3). I1o Bceil BUIMMOCTU, U3MEHEHME TEM-
OB Pa3BUTUSI IPOUCXOAUT HE TOJIBLKO B BA, HO U B
MpuJIerallrx K HeMy TKaHsSIX U CTPYKTypax, 4TO MpU-
BOJIUT K TMOSIBJICHUIO HEXapaKTePHBIX JJIs1 3TOrO BUa
CKEJIETHBIX 3JIEMEHTOB: Cylipagop3aiuii 5—6 (puc. 71)

¥ HeOOJIBIIIOTO XPsIIiia Ha YPOBHE Y€TBEPTOTO ITO3BOH-
Ka (puc. 7n). ITocaenHuit MOXXHO TpaKTOBaTh KakK aTa-
BU3M YETBEpPTOl CympaHeBpajiuu, UCUE3HYBIIIEH, T10
MHEHHMIO HeKOTOphIX aBTOpoB (Bird, Mabee, 2003), B
XO7e PBOJIIOINN KapITOOOpa3HbBIX PHIO.

Peakius ycaueit Ha mameHeHue ypoBHs TI Beipa-
KeHa ciabee. IToBbllieHHBIN ypoBeHb T BhI3BIBAET
U3MEHEHUSI B MOCJIeA0BaTeJIbHOCTU OHTOTeHEeTUYe-
CKUX COOBbITUI JMINb B Xome dopmupoBanuss HK
(puc. 2). lop3aabHOe OKOCTEHEHUE CYIIpaHeBpaIuu 3
MPOMCXOAUT paHbllle, YeM B HOPME, 32 HUM ClieyeT
obOpazoBaHue gop3anbHOro orpoctka HK, 3a xoto-
PBIM C 3a/IEPKKOU MOSIBJISIETCS TOP3JIbHOE OKOCTE-
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Puc. 7. BapuaHTbl cTpoeHUsI HEBPaJbHOTO KOMIUIeKca D. rerio B pa3IMyHBIX TOPMOHAJIBbHBIX peXuMax: (a) MOBBbILLIEHHBIN
ypoBeHb TT (47 nno); (61) kontpossb (13 amno), (62) nossiieHHbIN ypoBeHb T (7 Ano); (B) moBbllIeHHbIN ypoBeHb TT
(20 amo), * — He3aBUCUMBbII OCTUCTBINf OTPOCTOK YETBEPTOrO MO3BOHKA; (T U 1) MOHUXEeHHBbI ypoBeHb TT (59 u 53 nno, co-
OTBETCTBEHHO), ¥ — IOMOJIHUTEIbHOE XpsillieBOoe 00pa3oBaHKe Ha YPOBHE YETBEPTOI0 MO3BOHKA. CII 5 — cymnpaaop3aius Isi-
TOTO TTO3BOHKA, ¢l 6 — Cynmpanop3aius NIecToro mo3BoHka. OcraabHble 0003HAUYCHUST KaK Ha PUCYHKE 6.

HeHue cynpaHeBpaiuu 2. Cynpagop3aiuu 3 U 4 He
00pa3yroTcs y OOJIbIIMHCTBA IK3EMIUISIPOB, BCJENI-
CTBHE YET0 COOTBETCTBYIOIIME AYT'M HE MPUOOpETatoT
xapakTepHoit st Hux popmel, 1 HK octaetcs crnb-
HO peayLIMpOBaHHBIM, TIPEACTaBIsIsA OO0 HeOOJIb-
1IYIO TUIACTUHKY HaJl CHUHHOMO3TOBbIM KaHaJIOM.

IIpu nedbuumre TT passutue BA ycaueii B 11eioM
MpoTeKaeT MeJIeHHee, YeM B HopMe. PaznuuHas
TIpeakTUBHOCTb CTPYKTYp TMPUBOAUT K Hapylle-
HUIO TIOCJIeIOBAaTEIbHOCTU OHTOT€HETUYECKUX CO-
obituit (puc. 2). HecMoTps Ha 310, Ae(MHUTUBHAS
MopoJsiorusi OOJILIIMHCTBA CTPYKTYp BA ycaueid,
BbIpallleHHbIX npu aeduiure TI, npakTryecku He
OTJIMYAETCs OT HOpMaJIbHOU. MI3MeHeHus1 OOHapyxe-
HbI B MopdoJioruu intercalarium, IMOKpOBHOE OKO-
CTEHEHME KOTOpPOIro pa3pacTaeTcsl 3HAYUTEeJIbHO
cujibHee, yeM B HopMe. KpoMe Toro, y psiga ocobeii
MOSIBJISIOTCSI HEXapaKTepHbIe JJ11 BU/ia MTapHble Xpsi-
IIIA BTOPOTO TIO3BOHKA, PACIIOJIOKEHHBIE HA YPOBHE
CyTpamop3aJInii MOCIeIYIOITNX TTO3BOHKOB (pHC. 6B).
OTU CTPYKTYPbl MOTYT paccMaTpuBaTbCs B KAYECTBE
aTaBM3Ma YTPAueHHBIX B XOJ€ 3BOJIOLMU CYIpaIop-
3aJluii BTOPOro Mo3BoHKa. OOHapyXeHHbIe TaKXKe
nopn nevicrBueM aeduumta TI gBa 3ayarka cyrpa-
HeBpayuu 3 (puc. 6r) MOIYyT CBUIETEJILCTBOBAThH B
MOJIb3Y TUTIOTE3bl O TOM, YTO 3TOT 3JEMEHT UCTOpUYE-
CKM MIMEJI JBE COCTaBJISIIOLIME: CylpaHeBpanuu 3 1 4
(Gayet, 1986).

Ananu3 Mop¢hOoJ0ruu MoJIOJU 000MX BUIOB MOKa-
3aJl, YTO JaxKe MOTOMKM, TTOJIydeHHbIE B pe3yJbTare
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OJIHOTO CKpEIIMBaHUsI, UMEIOT pazinyHyto TT-peak-
TUBHOCTB. YacTh pBIO IeMOHCTpUpPOBAIa SIPKYIO pe-
aKII1io Ha u3MeHeHue ypoBHs TT, T.e. y HUX ObLJIM OT-
MEUEeHbI TMPAKTUYECKN BCE BBILICTIEPEYNCIICHHbIE Ha-
PYILIEHS pa3BUTUS. Y OPYTUX PhIO ObUTH OOHAPYKEHBI
JIMIIIb HEKOTOPbIE OTKJIOHEHUSI OT HOPMAaJIbHOIO XOJa
oHTOoreHe3a. EqHM4YHbBIE 0COOU pa3BUBATUCH O€3 BU-
IVIMBIX HapYILIEHUIA.

BrlimienepeurcieHHble (pakThl CBUAETEIbCTBYIOT
B ITOJIB3Y TOTO, UYTO M3MeHeHMs ypoBHA TT BBI3BIBAIOT
reTEpOXPOHUM B pa3BUTUM BA, T.€. MPUBOIST K U3Me-
HEHUIO CPOKOB 1 TEMIIOB OHTOTEHETUYECKUX COOBI-
THI, 9TO OTpaxaeTcs Ha Te(MHUTUBHOU MOpPGhOII0-
TMU KaK OTAECJILHBIX CTPYKTYp, TaKk U BA B 11e10M
(Padbd, Kodmen, 1986). BombIIMHCTBO CTPYKTYp
BA, nsmeHs0OmMMX 1e(PMHUTUBHYIO MOP(OIOTUIO B
pe3yabraTe MHAYLIMPOBAHHBIX B OKCTIEPUMEHTE TeTe-
POXPOHUIA, IIUPOKO UCTIOIB3YIOTCS B CUCTEMATUKE U
¢dunorennu Otophysi (Watson, 1939; Ramaswami,
1955; Rosen, Greenwood, 1970; Fink, Fink, 1981;
Borynkag, 1991; Coburn, Futey, 1996; Sanger,
McCune, 2002; Bird, Mabee, 2003; Grande, de Pin-
na, 2004; Grande, Young, 2004; Hoffmann, 2006;
Hoffmann, Britz, 2006; Bird, Hernandes, 2007; Diogo,
2009). CxonctBo MOpGhOJIOTUU OTIAEJbHBIX CTPYKTYD
BA xaprioBwIx pbIO, BEIpAIIEHHBIX B pa3HBIX TOPMO-
HaJIbHBIX peXXUMax, C MOP(OIOTuei TeX ke CTPYKTYP
Npyrux mnpenctaButeneit Otophysi (xapalmHoo6pas-
Hble (Characiformes), comoo0pa3Hsie (Siluriformes),
ruMHOTOOOpa3Hble (Gymnotiformes)) mo3BoJjsieT
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MPEIITOJIOKUTh YIaCTHE TETEPOXPOHUIT B hOPMHUPO-
BaHUU pa3HooOpa3ust BA B npenenax Otophysi.
ABTOpHBI ncKpeHHe nTpu3HateabHbl C.B. CMupHO-
BY 3a BCECTOPOHHIOIO TTIOMOIIIh U TMOIAEPXKKY B XOJIe
WCCCIOBAaHUIM U TIPU HaNMWCaHWUM JaHHOW CTaThH.
ABTOpBI BBIpaXkaloT 6JarogapHOCTh KOOPIWHATOPY
CoBMmectHOU Poccuiicko-Ddmnorickoit Omoyornae-
ckoit akcneaunuu (JERBE) A.A. apxoBy, benaro
Abaucce u apyruM coTpynHukam Bahir-Dar Fishery
and Other Aquatic Life Research Center (9¢duormst)
3a MIOMOIIIb B OpTaHU3allMU Y POBEICHUU UCCIIEN0-
BaHMii. PaGoTa BBITIOTHEHA IIPU TTOIIEPKKe TPAHTOB
PODU 12-04-31923, 13-04-00031 n 14-04-00590.
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Effects of Thyroid Hormone Level Alterations on the Weberian Apparatus Ontogeny
of Cyprinids (Cyprinidae; Teleostei)

D. V. Kapitanova®? and F. N. Shkil*?

“Koltzov Institute of Developmental Biology RAS, Vavilova str., 26, Moscow, 119334 Russia
bSevertsov Institute of Ecology and Evolution RAS, Leninsky prosp., 33, Moscow, 119071 Russia
e-mail: daryakapitanova @gmail.com
Received January 22, 2014; in final form, May 29, 2014

Abstract— Effects of thyroid hormone (TH) level alterations on the development and definitive morphology
of the Weberian apparatus (WA, morphofunctional complex, providing transmission of sound signals from the
gas bladder to the labyrinth of inner ear) were experimentally assessed in cyprinid fishes (Labeobarbus inter-
medius and Danio rerio). Alterations of TH—Ievel were shown to lead to heterochronies, changes of timing
and rates of ontogeny events resulting in changes of definitive morphology of some structures as well as of the
WA as a whole. Differences in reaction of WA structures to the TH—level alterations, and inter— and intraspe-
cific variability of TH—responsiveness were revealed.

Keywords: Weberian apparatus, thyroid hormones, cyprinids, heterochronies
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