Tpyabl Kapenbckoro Hay4yHoro ueHtpa PAH
N2 6.2018. C. 3-21
DOI: 10.17076/eb777

OB3OPHbIE CTATbMU

YK 597.5:591.147

HEKOTOPBIE ACNEKTbl CTEPOUAHOW PErY19LUU
Y KOCTUCTDbIX Pbib

H. J1. PeHpakosB

UHcTuTyT 6uonorum KapHL, PAH, ®UL «Kapenbcknii Hay4HbI LeHTp PAH»,
lNeTpos3aBosck, Poccusi

CTtepounaHble FOPMOHbI — BaXHbIE PErynsaTopbl GYHKLUMIA OpraHn3ma, CBSI3aHHbIX C pas-
MHOXEHWEM, CTPeccoM 1 Metabonmamom. B gaHHOM 0630pe npeacTaBfieHbl cBene-
HUS 0 NyTAX BUOCUHTE3a CTEPOUOHBIX TOPMOHOB Y NpeAcTaBMTeNeit knacca KOCTUCTbIX
pbl6 B CpaBHEHUM CO CTEPOUAOrEHE30M Yy MJIEKOMUTAOWMX (HA MPUMEpPe YenoBeka),
a Takxke ornMcaHa cuctema CTEPOUOHbIX PeuenTopoB, Npu aToM 6onee NoapobHO U3-
JIOXXEHbI CBEAEHUS O PeLEenLUN KOPTUKOCTEPOUAOR. PackpbiTe MUHEepPanoKOpPTUKOW-
HOW perynsunmn y pbib NpeacTaBieHo B UICTOPUYECKOM acnekTte. MNprBeaeHbl CBeAeHs
00 y4acTumn KOPTUKOCTEPOUI0B B OCMOPETYISALMN KOCTUCTBIX PbiB, MEXaHN3Mbl KOTOPO
3HAYUTENIbHO OT/IMYAIOTCA OT TaKOBbIX Y HA3€MHbIX MO3BOHOYHbIX. HecMOTps Ha 60Jb-
LLOE CXOACTBO B NyTsiX BUOCMHTE3a CTEPOUAHBIX FOPMOHOB Y PbI® 1 MAEKOMUTAIOLLNX,
NMEEeTCS1 HECKOJIbKO CYLLECTBEHHbIX Pasdnnyunii, a UMeHHO: 1) OTCYTCTBUE Y KOCTUCTbIX
pbI6 CNOCOOHOCTN K BUOCUHTESY anbA0CTEPOHA, 2) BO3MOXHOCTb CUHTE3a CTEPOMIOB,
nHayumpyowmx cos3peanme (CUC), y KOCTUCTbIX pblb 1 3) pasnmnuuns B nyTsax OUMOCUHTE-
3a aHOpPOreHoB.

KniouyeBble cnosa: CTepongHble TOPMOHbI; MTIOKOKOPTUKOMAbI; MNHEPAJTOKOPTUKO-
nabl; ctepongoreHes; ocMoperynaund; KopTmn3os,; aib4OCTEPOH.

N. L. Rendakov. SOME ASPECTS OF STEROID REGULATION IN TELEOSTS

Steroid hormones are essential regulators of the organism functions connected with
reproduction, stress and metabolism. The present review gives information on steroid
hormones biosynthesis pathways in members of the class Teleostei in comparison with
steroidogenesis in mammals (specifically humans), as well as on the system of steroid
receptors, the corticosteroid reception being presented in more detail. Uncovering
of the mineralocorticoid regulation in fish is described in retrospective. Generic know-
ledge is given on the involvement of corticosteroids in osmoregulation in teleosts, which
differs significantly from that in tetrapods. Despite the high similarity in the pathways
of steroid hormones biosynthesis in bony fishes and mammals, there are some essential
differences, i. e. 1) the inability of teleosts to synthesize aldosterone, 2) the ability of te-
leosts to synthesize maturation inducing steroids (MIS), and 3) differences in androgen

biosynthesis pathways.
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OGLiMe cBeAeHUs 0 CTEPOUAHbIX FOPMOHAaX

CtepongHbIi FOPMOH MOXHO ONpPenennTb Kak
BELLECTBO, SBMSIOLLEECS MPOU3BOAHLIM TeTpa-
LUMKIINYECKOrO YrneBogopoaa crepaHa (Uukno-
neHTaHneprugpodeHaHTpeHa) u obnagatouiee
BCEMW HEOOXOAMMbIMU MPU3HAKaAMKU FOPMOHA
(cuHTE3MpyeTCH Xene3ncTom TKaHbio, CEKPETUPY-
€TCS B KPOBb, BO3AENCTBYET HA TKAHN-MULLEHN).

1o dU3MKO-XMMUYECKMM CBOMCTBaAM CTEPOU-
Obl OTHOCATCS K NUNMAamM U MOryT OTHOCUTENbHO
cB0OOAHO NepemeLlaTbCs B npenenax KineTouHbIX
MemMOpaH 1 IMNNOHbIX Kanenb. TpaHcnopT cTe-
POUAHLIX MOJNEKYST B BOOOPACTBOPUMON dpakumnm
LMTO30A5 1 Nna3mbl KPOBU OCYLLLECTBASIETCA Che-
uManbHbiMK GenkaMmn-rnepeHocymkamm (anbbymm-
HOM, rNoBGYIMHOM, CBSI3blBAOLLMM MOJIOBbLIE FOpP-
MOHbI (FTCIT),  TPAHCKOPTUHOM).

HecmoTpst Ha To 4TO 6Gonbluas YacTb CTEPO-
MAOHbIX TOPMOHOB CBfI3aHa B OpPraHn3me C TpaHcC-
NOPTHbIMK Befikamu, NPUHATO CYMUTaTb, HYTO BAUS-
HVUE 3TUX FOPMOHOB Ha KJIETKN OpraHm3ma 3aBu-
CUT OT KOHLLEHTPaLMN CBOOOAHbIX (HECBA3aHHbIX)
ropmoHoB [Chun et al., 2014; Rove et al., 2014].
OTa KOoHUenuus nofay4mna Has3BaHue «rmnoTesbl
CcBOOOOHLIX rOpMOHOB» (“free hormone hypothe-
sis”). 'mnote3a cBOOOAHbLIX FOPMOHOB MoaBepra-
NlaCb COMHEHUIO, NMOCKObKY OblN0 NOKasaHo, YTo
HeKoTopble 3P@EKTLI MOJNI0BLIX CTEPOULOB MOTyT
ObITb OnocpenoBaHbl 3HAOUMTO30M 3TUX FOPMO-
HOB B CBSI3aHHOM ¢ 6enkamu Buae [Adams, 2005;
Hammes et al., 2005; Rosner, 2006; Willnow, Nyk-
jaer, 2006].

MoxHo Obl10 6bl OXMOATb, YTO CTEPOUOHbIE
FOPMOHbI, KaK U XONECTEPUH, U3 KOTOPOro OHU
NPONCXOAAT, [OOJKHbI  MPOYHO BCTPamMBaTbCS
B niasmaTtuyeckme membpaHbl, OQHAKO ASS HUX
nokasaHo cBo60HOE NepeMeLLeHNEe C OAHON CTO-
POHbI NNMMAHOro 6UCNOoS Ha APYron (Yero He Ha-
OnofaeTcs B Crydae XxonectepuHa), a Takxke 6bic-
Tpas anddy3mnsa ckBo3b MembpaHHble Gapbepbl
[Oren et al., 2004]. B nepeHoce cTepounaoB y pbid
yuacteyet ['CII" [Bobe et al., 2010], a TpaHckop-
TUH (KOPTUKOCTEPOUL,-CBA3bIBAIOLNIA TNOOYSNH,
KCrI') y pbl6 NpakTU4eCcKn He N3YHeEH.

Y pbi6, Kak 1 y Yenoseka, CTeEPOULHbIE TOPMO-
Hbl BbIMOJIHAIOT MHOXECTBO (PYHKLIMA, CBA3AHHbIX
C 9MOpuOoHaNbHbLIM pasBUTUEM, AeTepMuHaumnen
nona v nonoson guddepeHuMpoBkoi, meTabo-
M3MOM (B 0COBEHHOCTM C OOMEHOM [JOKO3bl
N MUHEpPasbHbIX BELLECTB), UMMYHHbIMW pPeEak-
LUMSIMU, OCMOPErynsaumnen, CyToO4YHbIMU pUTMamMu,
cCnapvBaHMEM, Pa3MHOXEHWEM W MNOBEAEHUEM

B uenom [Hsu et al., 2006; Tokarz et al., 2015]. OT-
CYTCTBME a[eKBAaTHOW FOPMOHANIbHOW MOAAEpPXKN
ATUX QYHKLUMNM NEXNUT B OCHOBE MHOMMX NaTOJI0rNii
[cm. 0630pbI Chaby, 2016; Collomp et al., 2016].

OddeKkTbl CTEPOMAOB AENAT B HACTOSLLEE Bpe-
Ms Ha ABe O0sibluve rpynnbl — FEEHOMHbIE N Here-
HOMHbIe [Delville, 1991; Paul, Purdy, 1992; Olsen,
Sapp, 1995; Wehling, 1995; Jiang et al., 2014;
Hammes, Davis, 2015]. B cny4ae paboTbl reHOM-
HbIX MEXaHNU3MOB, KOTOPbIE MOXHO Ha3BaTb knac-
CMYECKVMU, FOPMOHbI PErYNNPYIOT TPAHCKPUMALMIO
reHoB-muLeHen. duanonornyeckme M3MeHeHUs
npv 9TOM Pa3BUBAIOTCH OTHOCUTENIBHO MEANIEHHO,
B TEYEHME HECKOJIbKMX YACOB, N AENCTBUE FOPMO-
HOB MOXET MoAaBnsATbCH WUHIMOGUTOpaMnM TpaHC-
KPpUNuum n TpaHcnaumn. HereHomHble 3@ deKTbl
CTEPOUAHbIX TOPMOHOB HE CBSi3aHbl C BO3OENCT-
BMEM HA FrEeHEeTMYECKUI annapaT KNeTku, 4TO Nos-
BOJISET UM MPOSBNSATLCSA ropasno bbicTpee — B Te-
YeHue CeKyHA, UM MUHYT. MNpu 3TOM MHIMBUTOPBLI
TPAHCKPUMNUUWM N TPAHCASUUM HECMOCOOHbLI Mo-
naBuTb 91K addekThl [Brann et al., 1995; Falken-
stein et al., 2000; Norman et al., 2004; Jiang et al.,
2014]. YcTaHOBNEHO, YTO CTEPOUAOrEHE3 MOXET
npoTekatb M 3a NpegenamMm xene3 BHYTPEHHEN
cekpeLummn, B YaCTHOCTU, B FOJIOBHOM MO3re, KOXe
n agunoumTtax. Ctepongbl, cnocobHble oka3blBaTb
ObICTPble HEereHoMHble addekTbl Ha MO3I 1 NoBe-
OeHVe, Ha3blBalOT HEMPOAKTUBHBIMU, @ T€ U3 HUX,
KOTOPbIE CUHTE3NPYIOTCSH B MO3re de novo, — HeEW-
poctepougamu [Stoffel-Wagner, 2001; Dubrovsky,
2005; Follesa et al., 2006; Strous et al., 2006;
Mensah-Nyagan et al., 2008; Viero, Dayanithi,
2008; Carta et al., 2012; Schiller et al., 2014].

Llenb npeactaBneHHoro ob63opa — 0000WMTb
COBpEeMEeHHbIe JaHHble 0 BUOCUHTE3E N peuenuum
CTEPOUAHBIX TOPMOHOB, @ TakKXe U3N0XUTb CBe-
OeHns 06 y4acTum KopTM30s1a B OCMOpPErynsumm
y NpeacTaBuTenel knacca KocTUCTbIX pbld (Tele-
ostei).

Oco6eHHOCTU OMoCUHTEe3a CTEPOUAHbIX
rOPMOHOB Y KOCTUCTbIX PbiO

WccneposaHmns B 06n1acTn HEMPO3HOOKPUHO-
N0rMn, OCHOBOMOJIOXHUKAMM KOTOPOW SABASIIOTCS
npexne Bcero xeddpn Xappuc [Harris, 1948,
1972], a Takxe Hobenesckue naypeatbl Poxe 'mii-
mMeH [Guillemin, Rosenberg, 1955] n Qnapio LWan-
nn [Schally et al., 1971], no3BOAMAN BbIICHUTb, YTO
perynsaums MHOrMx MetabosMyeckmx U NnoBeneH-
YeCKMX peakumii OCyLLEeCTBASETCS NOCPEACTBOM
3HOOKPUHHBIX «ocer» [Raisman, 1997]. B aTn ocu
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BXOOAT rvnotanamyc, runodus v nepudepunyec-
KM€ SHOOKPUHHbBIE XENesbl.

Y KOCTUCTbIX Pbl® BUOCUMHTE3 CTEPOUAHbIX FOP-
MOHOB PErynMpyloT ABe OCU — «runotanamyc-rum-
Nnodun3-NHTEPPEHANOBAS TKaHb» U «rMNnoTanamMmyc-
runodpua-roHagpl» [Liley, Stacey, 1983; Nagaha-
ma, 1994; Liu et al., 2011; Lohr, Hammerschmidt,
2011; Tokarz et al., 2015; Ubuka, Parhar, 2018].
CtepongoreHes npoucxoauT nNpexzae BCero B ro-
HaZ4ax N MHTEPPEHANOBON TKaHW, @ TakXe B rofo-
BHOM mMoa3re [Alsop, Vijayan, 2009; Diotel et al.,
2011; Beitel et al., 2014; Yu et al., 2014; Petersen
et al., 2015]. MHTeppeHanoBas xene3ncrtas TkaHb
pbl6 YHKUMOHANBLHO FOMOJIOrMYHa HaAno4YeyHN-
kam mnekonutarowmx [Chai et al., 2003; Civinini,
Gallo, 2007]. OHa COCTOUT U3 TAXEN N KOHTNIOMe-
paToB CNeuuanM3MpoBaHHbIX KIETOK B FOJIOBHOM
Nno4Yyke KOCTUCTbIX pbI® M MOXET npeTeprneBaTb
nepuoamnyeckylo MNepecTponky un OOHOBNEHne
CTPYKTYPbl, 4TO NMOKa3aHO Ha NpUMEpPEe KOJOLLIKU
Tpexurnon (Gasterosteus aculeatus) [Civinini, Gal-
lo, 2007].

Y pblb, Kak 1 y MIEKonuTaloLWmx, BCe Kacchl
CTEPOUAHBLIX FOPMOHOB CMHTE3UPYIOTCA M3 06-
uero npegwecTBeHHMka — xonectepuHa [Miller,
Auchus, 2011; Miller, 2013; Tokarz et al., 2015].
Boo0bLe, xonectepuH MOXeT CMHTEe3MPOBaTbCS
MHOIMMU XUBOTHbIMU 1 pacTeHnamMmn [Tarkowska,
Strnad, 2016], ogHako MHTEPECHO, YTO HACEKO-
Mble HeCNoCOOHbI CMHTE3MPOBATbL XOIECTEPUH de
novo 1 JOMKHbI NOTPebNATb 9K30reHHble CTepo-
nabl onsa ero cuHtesa [Clark, Block, 1959; Huang
et al., 2008].

[MepBbln 3Tan cuHTE3a CTEepoMaoB COCTOUT
B OTLLLENSIEHMM BOKOBOW LLenu OT MOJIEKYJIbl XONec-
TepuHa 1 NPEBPALLEHNN €ro B NMPErHeHOsOoH. JT1a
peakumns katanudmpyetca pepmeHtom CYP11A1,
OTHOCSLLMMCS K CYnepCeMencTBy LMTOXPOMOB
P450 [Chung et al., 1986, 1997], n aBnaeTcsa CKo-
POCTb-IMMUTUPYIOLLEN Npu CUHTE3e BCEX CTe-
ponpgoB [Hsu et al., 2006], ogHako ee CKOpPOCTb
onpenensieTcs He ToNbko akTuBHOCTbIO CYP11A1,
HO TaKXe N CKOPOCTbIO OOCTaBKU XONecTtepuHa
OT JIMNUOHBIX Kanenek K BHyTPeHHel membpaHe
MuToxoHapuin [Shen et al., 2016]. JocTynHOCTb
xonectepuHa ans CYP11A1 3aBuCuKT, B 4YacCTHO-
CTU, OT CTEPOUAOrEHHOr0 OCTPOro PEryasTOPHO-
ro 6enka (steroidogenic acute regulatory protein,
StAR) [Bose et al., 2008; Levi et al., 2009; Miller,
Bose, 2011]. StAR nepeHocuT ruapodobHbIi Xo-
JNIeCTepuH Yepes3 BOAHYO cpefy MexmMeMOpaHHO-
ro NPOCTPaHCTBA MUTOXOHOPUI 1 TakuM 06pa3om
BNSIET HA CKOPOCTb-TMMUTUPYIOLLMIA 3Tan CTePO-
nooreHesa [Nematollahi et al., 2012].

[MperHeHonoH MOXET MMEeTb B OpraHu3Me ca-
MOCTOSATENIbHOE 3HAYEHME, MOCKONbKY OTHOCUTCS
K HenpoctepoungamMm [Marx et al., 2011], ogHako

yaile OH SBNSETCH MHTEPMEeOMaTtOM B CUHTE3Ee
opyrux crepomaos. NocpencTtsBoM pepMeHTaTmB-
HbIX MOAM®UKAUUA CTEPOULHOro aapa, To ecTb
npu pobaeneHnn/yoaneHnm  OYHKUMOHAbHbIX
rpynn, U3 NperHeHonoHa MoryT 6bITb CUHTE3MPO-
BaHbl NPeaCTaBUTENN BCEX CEMENCTB CTEPOMO0B
MO3BOHOYHBIX XMBOTHbIX, @ WMEHHO CTepouabl
nperHaHosoro (C, -cteponabl), aHOAPOCTaHOBOMO
(C,o-cTepouapl) 1 actpaHosoro (C,,-cTepovfpl)
cemencts [Tokarz et al., 2013b, 2015]. Cnenyet
0bpaTtnTb BHUMaHWe, 4TO CTPYKTypHas Kjiaccu-
dukaumsa cTepomaoB Mo KOMMYECTBY YrNepOaHbIX
aTOMOB M CTPOEHUIO MOJIEKYSbI HE BCErga COooT-
BETCTBYET PYHKLUMNOHAIBbHOW Kiaccuoukauum, 4To
0COOEHHO OTYET/IMBO MPOSIBASIETCA MNPU MOMbITKAX
pPasrpaHnyYmTb IOKOKOPTUKOMAbLI U MUHEpPAano-
KOpTUKOUAbI.

CHayana w©n3 nNperHeHoNoHa CUHTE3UPYIOTCS
NperHaHoBble CTEPOUAbI, KOTOPbIE MOMYT paccmar-
pvBaTtbCcA Kak npoussoaHblie C,,-cTepovaa npe-
rHana (pvic. 1). U3 C,,-cTeponaos B AasibHenLLEM
MOTYT ObITb CUHTE3MPOBaHbLI CTEPOULI C MEHBLLINM
4YNCNIOM YrnepoaHbIx atToMoB. K nperHaHoBbIM CTe-
pouaam OTHOCSTCH MPOreCTuHbl (FOPMOHbI AUYHN-
KOB, HanpumMmep, NPOrecTtepoH) U KOPTUKOCTEPOU-
Obl (TOPMOHbBI KOPbI HAAMOYEYHUKOB).

KopTtunkocTtepouapl, B CBOIO o4yepenb, nogpas-
0ensioT No GyHKUMN HA FNIOKOKOPTUKOUAbI U MU-
HepanokopTMkouapl. [MIOKOKOPTUKOUALI Perynu-
PYIOT rf1aBHbIM 00Pa30M YyrneBoAHbIr 1 6ENKOBbI
obMeH, MMHEPaNnoKOPTUKOUALI — BOAHO-COJIEBOM
obmeH. DTO pasgefieHMe BO MHOIMOM YCJIOBHO,
TakK Kak NpupoaHble roKOKOPTUKOMAbI MOryT 00-
nagatb M HEKOTOPOM MUHEPasioKOPTUKOUOHOW
akTUBHOCTbIO. Kpome TOro, y pbl® OTCYTCTBYET
anbgocTepoH [Bern, 1967; Gilmour, 2005], asns-
IOLLMACA OCHOBHbIM MWHEPANOKOPTUKOUAOM Ye-
noBeka 1, No0-BUANMOMY, OPYIMX MAEKOMNTAIOLLMX
[Mdller, 1995; Schiffer et al., 2015]. BmecTo anb-
[OCTepOHa MUHepPasoKOPTUKONAHOE [OeNCTBUE
y pbl® OCyLLeCTBNASeTCS rflaBHbIM 06pa3omM Kop-
TN30JIOM 4Yepe3 MIOKOKOPTUKOUOHbIE PELLENTOPbI
(GR) [Mommesen et al., 1999; McCormick et al.,
2008; Takahashi, Sakamoto, 2013], a ponb 11-ge-
3okcukopTukocTepoHa (JOK) kak MmHepanokop-
TMkouaa, KOTOpylo npeanofnarany B HEKOTOPbIX
paboTax [Gilmour, 2005; Sturm et al., 2005; Stolte
et al., 2008; Bernier et al., 2009], npencraenset-
cs coMmHuTenbHo [McCormick et al., 2008; Taka-
hashi, Sakamoto, 2013; Tokarz et al., 2015].

B roHapax 17-rmopokcunperHeHonoH n 17-rna-
POKCUMPOrecTepoH MOryT MeTabonmManpoBaTbCs
B MOJIOBbIE FOPMOHbI, MPUYEM XEHCKME MOSIOBbIE
ropMoHsl (C, -cTeponabl) 06pasyoTcs U3 My>XCKMX
(C,,-CTepomnaos) ¢ nomoluubio pepmeHTa apoma-
Tasbl, apomMaTmnsupytowen A-kKonbLo CTEPOULHON
Monekysnbl. OCHOBHbIM >EHCKVMM MOJI0OBbIM FOp-
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XonecTtepuH

C,4-cTepovapl (nperHaHoBbIe)

MperHeHonox

»[1porecTepoH

MporecTuHbl

» 11-[le30KCcMKOpTUKOCTEPOH —> KOPTUKOCTEPOH

KopTukoctepouab!

¥
170-OH-MNperHeHonoH ——— 17a-OH-lporectepoH

» 11-[e3okcukopTnaon —— KopTuson

170,20B-Aurngpokcu-4-nperHeH-3-oH

17a,20B,21-Tpuruapokcun-4-nperHeH-3-oH |

C,g-CTepounabl (3CTpaHoBbIE)

]
» AHOPOCTEHAWNOH

|[ » OCTPOH » OcTpaguon

C,q-CTEPOUADI
(aHppocTaHoBble)

4

11B-OH-AngpocTeHanoH — 11B3-OH-TecTocTepoH

\d
11-KeTtoaHgpoctepoH——>11-KeToTecTocTepoH

» TeCcToCTEepOH

Puc. 1. Cxema 6MOCHHTE3A CTEPOUAHBIX TOPMOHOB Y KOCTUCTbIX PblO

Fig. 1. Steroid hormones biosynthesis in teleosts

MOHOM, WX 3CTPOreHOM, KaK Yy MIEKOMUTAIOLLMX,
Tak 1y pbld sensetcs actpaamon. OCHOBHLIM aH-
AporeHoM y pblb aBnsieTca 11-keToTecTOCTEepPOH,
a He TeCTOCTEPOH M 5a-ANrnapoTeCTOCTEPOH,
kak y mnekonutarowux [Mindnich et al., 2005; Hsu
et al., 2006]. Myt cuHTE3a MOSIOBLIX CTEPOULOB
HauynHatoTcs NMbo C [ernppoanuaHapocTepoHa
(Ar2A), nnbo ¢ aHgpocTeHamoHa (puc. 1).

Bonblias 4actb reHoB cTepouaoreHesa Kio-
HMPOBAHA, a WX JKCMAPEeCcCUsi U3y4yeHa, OAHAKOo
CTeneHb W3Y4EHHOCTU CWUIbHO BapbupyeT B 3a-
BUCUMOCTU OT FeHa, BUAA U KOHKPETHbIX UCcre-
JoBaTtenbCkmx 3agad. Hanpumep, reHbl Takmx
umtoxpomoB P450 kak ¢epmeHTa, paclienns-
lowero OOKOBYIO Lenb XxonectepuHa (cypililatl),
17a-rupgpokcunasel (cypi17a) n apomarasbl (cy-
p19a1) Hanbonee M3y4eHbl, NOCKOJIbKY COOTBET-
CTBYIOLLME UM OENKM ABNSIOTCS TPEMS BadKHbIMU
perynaTtopHbIMn y4acTkamu ctepovaoreHesa [To-
karz et al., 2015].

Mpu cpaBHeHMU NMyTU BUOCUHTE3A CTEPOMOB
Yy KOCTUCTBIX pbl6 CO CTEPOUOOreHE30M Yy HenoBe-
ka [Miller, Auchus, 2011; Tokarz et al., 2015] o6pa-
LaeT Ha cebs BHUMaHne KOHCepPBaTU3M OCHOBHOW
4acTu 9TOro NyTW, OOHAKO MMEIOTCH Takxke 1 pas-
NN4KMA B TPEX BaXKHbIX HanpaeneHusx (Tabn.). Pas-
nnuusa cnepyowme: 1) HecnocoBHOCTb KOCTUC-
TbiX Pbl® K OUOCUHTE3Y anbaoCTepoHa, 2) CUHTE3
CTeponaoB, nHAayumpylowmx cospesaHune, (CUC)

Yy KOCTUCTBIX pbl6 1 3) pacxoxaeHue nyten 6uo-
CUHTE3a aHOPOreHos.

Y KOCTUCTLIX pbl6 KOPTUKOCTEPOH OObLIYHO SiB-
NIAeTCS KOHEYHbIM MPOAYKTOM B NyTW BUOCUHTE3A
(puc. 1), Torga Kak y 4enoBeka 3T0T FOPMOH MO-
XET CNYyXUTb MHTEPMEAMATOM B CUHTE3e anbAo-
CTepoHa. Y MAEKONUTAKLWMX anbAOCTEPOH CTU-
MynmpyeT peabcopbumio MOHOB HATpUS U Xnopa
B MOYEYHbIX KaHasbLiax, 4To CcrnocobCTBYET yaep-
XaHWIO BOAbl B OpraHuM3aMme, KpomMme TOro, aToT
FOPMOH aKTMBUPYET CEKPEeLMi0 WOHOB Kanus,
BOAOPOAA M aMMOHUS, BO3OENCTBYS HA MUHEpa-
nokoptukomgHein peuentop (MR) [Cooke et al.,
1988; Tokarz et al., 2015]. Peuentopbl MR 6blu
0BOHapyXeHbl Y KOCTUCTbIX Pbl®, HO Y HMX OHW ak-
TUBUPYIOTCHA KOpTn3onom [Sturm et al., 2005; Ber-
nier et al., 2009; Pippal et al., 2011]. ¥ KOCTUCTbIX
pbIb anbAOCTEPOH A0 CUX NOopP He Oblsl 0OHapyXeH
1, NO-BUANMOMY, Y HUX OTCYTCTBYeET [Bern, 1967;
Gilmour, 2005]; He yganocb 06HapyXuTb N pep-
MEHT, CUHTE3UPYIOLLUIA 3TOT rOpMOH [Jiang et al.,
1998; Baker, 2003; Gilmour, 2005; Bridgham,
2006; Scholz, Mayer, 2008]. Bonpoc o TOM, Ka-
KO€ BELLECTBO SIBNSIETCH €CTECTBEHHbIM (puU3uno-
norunyeckmmMm nuraHgom peudentopos MR y koc-
TUCTbLIX pblO, Noka ocTtaeTcs HepelleHHbIM [Gil-
mour, 2005; Prunet et al., 2006; McCormick et al.,
2008; Lohr, Hammerschmidt, 2011; Baker, Katsu,
20171].
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Pasnunumsa B GuocuHTese CTEPONAHBIX TOOMOHOB Y KOCTUCTbIX pbl6 nyenoseka

Differences in steroid hormones biosynthesis between teleosts and human

Koctuctblie pbiObl
Teleosts

Yenosek
Human

KopTtukocteponabl AnbOoOCTEPOH OTCYTCTBYET AnbOoCTEPOH nMeeTcst

Corticosteroids Aldosterone is missing Aldosterone is present

CTepounapl, HOoyumpyloLwme co3pesaHme | Mimetotcsa OTcyTCcTBYIOT

(CHC) Present Missing

Maturation inducing steroids (MIS)

AHOPOreHbI 11-KeToTtecTocTepoH TecToCTEPOH,

Androgens 11-Ketotestosterone 50-anMrnapoTecToCTEPOH
Testosterone,

5a-dihydrotestosterone

B 3BOMIOUMOHHOM MiaHe anbaoCTEPOH Brep-
Bble MOSABMSIETCHA Yy MpeacTtaBuTenen HagoTpsna
asosikogplwawmx (Dipnoi), oTHOCAWMXCS K Hag-
Knaccy nonacrtenepbix (Sarcopterygii) [Joss et al.,
1994; Rossier et al., 2016; Baker, Katsu, 2017].
[Bosikogbllwawme pbibbl  SBASIOTCA  Npeakamu
Hagknacca 4eTBepOoHOrnx (Ha3eMHbIX) MO3BOHOY-
HbIX (Tetrapoda) [Woolston, 2013].

YHuUKanbHOM 4epTon CcTepounporeHesa Koc-
TUCTbIX pbl6 saBNsSeTcs OUOCUMHTE3 CTepou-
0OB, WHOYUMPYIOLLMX CO3PEBaHME, a WMEHHO
170,20B-anrngpokcun-4-nperHeH-3-oxHa (17,20B-P
nnn DHP) " 170,20B,21-Tpurngpokcm-
4-nperHeH-3-oHa (20B-S) depmenHtom HSD20B
n3 17a-rmgpokcunporectepoHa mn 11-gesokcu-
KopTM3ona cooTeseTcTBeHHO. 17,20B3-P nencreyer
kak CNC B OCHOBHOM Yy NococeobpasHbIX, Kapro-
00pasHbiX, COMO0OOPa3HbIX N aTepUHOOOpPA3HBbIX,
Torga kak 20B-S asnsetca CUC y okyHeobpasHbIX
[Nagahama, Yamashita, 2008; Clelland, Peng,
2009; Tokarz et al., 2015]. 3Tn cTeponabl HAYLM-
PYIOT Y KOCTUCTbIX Pbl® CO3peBaHne ANLEKNETOK,
y 4YenoBeka OHW OTCYTCTBYIOT. Kpome TOro, reH,
oTBevawwmi 3a cuHted CUC, a nmeHHo hsd20b,
K HacTosilemMy BpeMeHu Obln 0BHapyXeH Nunllb
Y KOCTUCTbIX PbIO.

MMeloTca 3HauyMTeNbHbIE Pas3Nnynsg B CUHTE3E
aHAPOreHoOB Y KOCTUCTLIX pbl® 1 YenoBeka. JluraH-
OOM aHAporeHoBbIX peuentoposB (AR) y kocTuc-
ThiX pblb6 aBnsetca 11-keTtoTectocTepoH (11-KT)
[Kime, 1993; Borg, 1994; Lokman et al., 2002; Ols-
son et al., 2005; de Waal et al., 2008; Tokarz et al.,
2015], Toroa kak y 4enoBeka akTUBHbIMW aHApore-
HamMu cnyxaT TectocTepoH (T), a Takke 6onee ak-
TUBHbIN TOPMOH Sa-guruagpotectoctepoH (DHT)
[Mooradian et al., 1987; Luu-The, Labrie, 2010;
Luu-The, 2013]. 3710 pasnnyme CBSA3aHO C pasnn-
4ymeMm B NyTsaAxX 6UocuHTE3a. Y KOCTUCTbIX pbi6 11-KT
cuHTesnpyeTca 4Yepe3 11B-rnapokcmaHaoporeHsl.
OTn mMeTabonuTbl He BCTPeYaloTCs Yy 4enoBeka,
NOCKOJbKY MNyTb CUMHTE3a aHAPOreHOB 4enoBeka
B OCHOBHOM 3a[€eNCTBYET peakumm BOCCTaHOBIE-
HUs B nonoxeHusax 5a n 3a [Miller, Auchus, 2011].

Kpome Toro, y peli6 1 yenoseka pasnnyatoTcs xa-
pakTep aKcrnpeccun M cybcTpaTHble npeanoyTe-
HUS depMeHTOoB aToro nNyTu. Hanpumep, 17B-rng-
pokcuctepouanernaporeHasa 3-ro tmna y 4eno-
BEeKa 9KCMPEeCCUpyeTcs MOYTU  UCKIIOYUTENBHO
B andkax [Moeller, Adamski, 2009], Torga kak ee
OpTONOr Yy [OaHMo-pepuo aKkcrnpeccupyetcs 60-
nee wmpoko [Mindnich et al., 2005]. bbino noka-
3aHo, 4TO in vitro oba depmeHTa KaTtannampyoTt
npeBpalleHMe aHapoOCTEHAMOHA B TECTOCTEPOH
n 11-keTtoaHppocTeHamoHa B 11-keToTecTocTe-
POH, XOTS MocnegHss peakuusi He HabnopgaeTcs
y yenoseka in vivo. Hanpotus, pepmeHt HSD17B3
pbIOKN OaHNO-PeEpUo He crnocobeH npeBpalliaTb
aHAPOCTEPOH B aHOPOCTAHAMOI, TO €CTb HE OCY-
LEeCTBASET peakumio, KOTopas OCYLLEeCTBISeTCs
yenoseyeckum HSD17B3 [Mindnich et al., 2005].
Takoe CylLLeCTBEHHOE pasnuyve B obnactu 6uo-
XUMUN aHOPOreHOB Y KOCTUCTbIX pPbl® 1 YenoBeka,
Kak ucrnosns3osaHue 11-KT smecto T n DHT, moxeTt
ObITb MOABEPrHYTO COMHEHMIO, MOCKOJIbKY B Mias-
Me KPOBW 4YepHOro TosicTorosiosa (Pimephales
promelas) 6bin obHapyxeH DHT, koTopbli 06nanan
aHOpOreHHom akTMBHOCTbLIO [Margiotta-Casaluci,
Sumpter, 2011; Margiotta-Casaluci et al., 2013].
Mockonbky DHT 6bi1 06HapyXeH TOJIbKO Y BbiLLEY-
NOMSIHYTOro BMAa pblO, TO €ro pPosib y 3TOro BUAA,
a Takke B LIEJIOM Y KOCTUCTbIX pblb TpebyeT aanb-
Herwero naydyeHnsa [Martyniuk et al., 2013].

Y camMuoB pbi6, NPOSABASIOWMX POOAUTENIBCKOE
noBeaeHne, NPONUCXoaUT CHMXKEHWE ypoBHSa 11-KT
B nia3me KpOBW, KOrga nepuof yxaxmBaHus 3a
CaMKOW CMeHsieTcs cTaanein 3aboThl 0 NOTOMCTBE.
OTO XapakTepHO, HanpuMmep, OJs akaHTOXPOMMU-
ca nonuakaHtyca (Acanthochromis polyacanthus)
[Pankhurst et al., 1999], ceBepHoOi pblObLI-MU4Ma-
Ha (Porichthys notatus) [Knapp et al., 1999] n ko-
nowkn Tpexurnon (Gasterosteus aculeatus) [Pall
etal., 2002]. MIHTepecHO, 4TO 3Ta 3aKOHOMEPHOCTb
(CHMUXEHNe YpOBHS aHAPOreHOB MNpu nepexone
K 3a60Te 0 NOTOMCTBY) HabnOAeTCA N Y OPYyrnxX
No3BOHO4YHbIX — Yy NTuL, [Van Duyse et al., 2000]
n y yenoseka [Gettler et al., 2011]. MNpeanonara-
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€TCSl, YTO CHWXEHNE CKJIOHHOCTWU K PUCKY Mocne
POXAEHNS MOTOMCTBA SIBASIETCHA BbIFOAHOM 9BO-
NIOUMOHHON cTpaTeruen [Stein et al., 2016].

M3BecTHO, 4TO Hagknacc Jnydenepbix pbid
Actinopterygii (Kyoa Bkto4YaeTcs KjacC KOCTUC-
TbiX, Teleostei) npeTepnen NOMHOreHOMHYIO Oyn-
JNMKaumio, KOTOPOI He OblI0 Y HAa3eMHbIX MO3BO-
HouHbIX [Taylor et al., 2003; Meyer, Van de Peer,
2005; Tokarz et al., 2015]. OynanuupoBaHHbIE
reHbl MOTyT UMETb pasnnyHyto cyabby, Hanpumep,
MX 9KCNPEeCcCcuUss MOXET MNOAAaBAATbCS MyTauus-
MW, OHW MOFYT NMoABepratbCad HEeODYHKUMOHANN-
3aumun, nNpuobpeTtas HoBble MoJsie3Hble QYHKLUUN,
a Takke MOoXeT HabnaaTbCs COCYLLLECTBOBA-
HVE napbl FEHOB NPU ANBEPrEHUUN UX PEryAsaunmn
n akcnpeccun [Hughes, 1994; Conant, Wolfe,
2008; Glasauer, Neuhauss, 2014]. YTto kacaeTtc4
reHoB CcTepounaoreHesa y KOCTUCTbIX pbl®, TO He-
BO3MOXHO cKasaTb O Kakoh-TO obuien cyabbe
OyNAnNUMPOBAHHbIX KOMW 3TUX reHoB. Hanpumep,
Y PbIOKM JAHNO-PEepPUo MHOIVE OyNIULMPOBaHHbIE
reHbl ObUIN MOTEPSIHbI UAM UX 3KCMNPEeccus oka-
3anacb nogasneHHon [Busby et al., 2010; Tokarz
et al., 2013b], Torga kak y apyrux BugoB (Hanpu-
mMep, y Carassius auratus, Oncorhynchus mykiss,
Fugu rubripes) nmelTcst MHOXECTBEHHbIE (PYHK-
umoHaneHble konum [Maglich, 2003; Pittman et al.,
2013; Zhang et al., 2014]. lNpegnonaraercs, 41O
npuobpeteHne anddepeHUmMansHON perynsaummn
1 3KCnpeccun oynanumMpoBaHHbIX FEHOB B 3aBUCU-
MOCTW OT TUNa TKaHW 1 CTaANN PA3BUTUS SIBNSETCS
obLeli xapakTepmuCcTUKOM FreHOB CTepouaoreHesa
y KOCTUCTbIX pblO [Tokarz et al., 2015].

PeuenTtopbl cTEPOMAHBIX FOPMOHOB
Y KOCTUCTbIX PbIO

Y pbI6, Kak 1y OpYrmx NO3BOHOYHbIX XMBOTHbIX,
peuenTtopbl CTEPOUAHLIX FOPMOHOB noapasge-
NAI0TCA Ha ABa Tuna: «kKjlacCu4eckue» saepHble
1 MemMmbpaHHble, 00yC/OBMBaOLLIME HEFEHOMHbIE
addekTbl [Hammes, Levin, 2007; Thomas, 2012].
na anepHbIX peLenTopoB MHOMMX BUOOB KOCTUC-
ThiX Pbl® XOPOLLUO N3YYeHbl XapakTep 3KCNPeccun
N 0COBEHHOCTU CBsA3blBaHUSA nuraHnoB [Tokarz
et al., 2015]. Kak n B cny4ae reHoB HepMEHTOB
CTepounaoreHesa, y MHOMMX KOCTUCTbIX pbl® Ha-
onogaeTcs oynavkaums reHoB siaepHbIX peuenTo-
poB cTeponaoB. Kpome Toro, HEKOTOpbIE AAepHbIe
peuenTopbl UMEIT Crlanc-BapuaHThbl, 4TO 40MO0I-
HUTENIbHO YCNOXHSAET U HOMEHKNaTypy aTnx 6en-
KOB, 1 nccnegosaHue nx GUanonormiyeckomn ponu.

BblioensaioT nAaTb TUNOB S4EPHbIX PeLenTopoB
CTepPOMaHbIX FTOPMOHOB: nporectepoHosbie (PR),
rnokokopTukonaHele (GR), MMHEpPanoKopTMKoua-
Hble (MR), actporeHoBble (ER) 1 aHoporeHoBble

Bonbwion wvHTEpec npeacrtaBngeTr  BOMPOC
0 KOPTMKOCTEPOUOHOW peuenuum y pblbG, NOCKOIb-
Ky B 3TOM 00651acTV MMEIOTCS CYLLLECTBEHHbIE Pas3-
JINYNS B TOPMOHANbHOW perynsaumm peld 1 Mneko-
NUTAIOLLNX.

Y wmnekonutalowmx CTepouaHble TFOPMOHbI
KOpbl HAAMOYEYHUKOB AENATCS Ha ABa kriacca —
FMIOKOKOPTUKOMOBI U MUHEPanoKOPTUKOUAbI,
npuyem Kaxablh U3 KNaccoB MMeeT COOCTBEHHbIE
peuentopbl [Ducouret, 1995]. WccnepoBaHusa
KOPTUKOCTEPOMOOB Yy pbl® Mokasanu, 4To y 3Tux
XWUBOTHBIX TIOKOKOPTUKOWA, KOPTU30a obnagaeT
KaKk KO-, Tak U MUHEPANOKOPTUKOUAHOWN
aKkTMBHOCTbIO [Bern, Madsen, 1992; Sturm et al.,
2005]. Tak, 9TOT rOPMOH SBASIETCS KIIOYEBbLIM
dakTopom apantauum K Mmopckon soae [Pickford
et al.,, 1970; Foskett et al., 1983] n perynupyet
paboTy XJIOPUAHbLIX KNETOK (MOHOLMTOB) Mpw
agantaumm K npecHowm Boge [Flik, Perry, 1989; Lau-
rent, Perry, 1990].

Y MNEeKONUTAIOLLMX KOPTMU30J1 TOXE CBA3bIBAET-
csikak ¢ GR, Tak u ¢ MR n cnocobeH nHaoyumMpoBatb
TPAHCKPUMNUVOHHYIO aKkTUBHOCTb Yepes3 peuenTo-
pbl 060ux TUNoB. Kpome Toro, MR 06bI4HO NMeLoT
B 10 pa3 6onee BbICOKOE CPOACTBO K KOPTU30IY,
yem GR; no aTOM NpuyMHe OaHHble pPeLenTopsbl
M3HavanbHo ob6o3Hadvann kak GR Tuna | n Tnna i
cooTBeTCcTBEHHO [Krozowski, Funder, 1983; Reul
et al., 2000]. Nomumo kopTmzona MR moryT aktn-
BMPOBATLCS TaKXe MWHEPANOKOPTUKOMOOM anb-
noctepoHoM. OgHako, NOCKOJIbKY YPOBEHb KOPTU-
30na B nnadme Kposu 3HauutenbHo (B 100-1000
pas) Bbllle, 4eM YPOBEHb anbgocTepoHa [Farman,
1999], npegnonaraeTcs, 4TO B HOPMaJsbHbIX YCNO-
BUsAX MR fomkHbI OblTb MOCTOAHHO 3aHATLI KOPTU-
3o0noM. Cneuudunyeckass peakums Ha anbaocTe-
POH MOXET OCYLLECTBAATBCHA NNLIb HEKOTOPbLIMU
KneTkamu, KoTopble 00651afalnT MexaHu3amMamu,
OrpaHMyYMBaOLLIMMN OOCTYN KOPTM30/a K peuen-
TOopam. Hanpumep, B HEKOTOpPbIX kneTtkax MR Ko-
nokannsosaHbl ¢ depmeHToM 11B-rugpokcuctep
onppermngporeHason tmna 2 (HSD112b), koTopas
CENEKTUBHO NHAKTMBUPYET KOPTU30/ U KOPTUKOC-
TEepPOH, HO He anbaocTepoH [Funder et al., 1988].
CyLLecTByIOT 1 Apyrme MexaHu3Mbl MHAKTUBALNU
kopTusona [Cooke et al., 1988; Fuller et al., 2012].
lMpepnonaraeTcs, 4TO B TKaHsAX, B KOTOpbix MR
NPUCYTCTBYIOT 6€3 Nogo0HbLIX MEXAHU3MOB, OHU
OENCTBYIOT KaK BblCOKOA(P®UHHbIE peLenTopbl
kopTtmnadona [Greenwood et al., 2003; Tokarz et al.,
2013a].

Ponb kopT30ona B ocMoperynsauum
Y KOCTUCTbIX PbIO

CuuTaeTtcs, 4TO BCe npencTaBUTENN kacca
KOCTUCTLIX pbi® ABMSIOTCSA OCMO- M MOHOPEryns-

(AR).
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Fig. 2. Emergence of components of the aldosterone regulation in geological time after

[Rossier et al., 2015, with modifications]

TOopamu, TO €CTb OHW CMOCOOHbLI NMOAMEPXKMBATH
OT/IYME MOHHOIO COCTaBa U OCMONSPHOCTU BHE-
KNETOYHbIX XMOKOCTEN OpraHu3amMa OT MOHHOro
coCTaBa U OCMONAPHOCTU cpedbl. OCMONAPHOCTb
niasmMbl KPOBU KOCTUCTbIX pPblO noanepxmBaeT-
CSl Ha ypoOBHE OAHON TPEeTU OT TakOBOW MOPCKOW
Boabl [McCormick, 2001]. Y ocMO- 1 MOHOKOH-
dopmMepoB, K KOTOPbIM OTHOCATCH MOPCKNE MUK-
CUHbI, LleNnakaHToobpasHble N XpsLleBble pbibbl,
VMOHHbI COCTaB W/ OCMOJSIIPHOCTL MJia3Mbl
KpOBU ONM3KM K TakoBOW MoOpcKoin Boapl [Judd,
2012; Moyes, Schulte, 2014].

BonbwnHcTBo (95 %) BUAOB KOCTUCTbIX PbIO
OTHOCHTCSH K CTEHOra/IMHHbIM, T. €. CMOCOOHbLIM
XUTb MO0 B NpecHor Boae, NMdo B MOPCKON, TOr -
[a Kak OCTalbHble BUAbl SABASOTCS 3BPUraIVH-
HbIMW N UMEIOT BO3MOXHOCTb a4anTupoBaTbCs
K 60/1bLINM n3mMeHeHnsam coneHoctn [McCormick,
2001; Tokarz et al., 2015]. K aBpuranmHHbIM BU-
[aM OTHOCATCS pblObl, Hacensowme ycTbs pPek,
Hanpumep, NpeacTaBUTeNn oTpsaa kapnolyboo6-
pasHbie (Cyprinodontiformes), nnn murpumpyowme
Mexzay MPecHOW 1 CONeHOW BOL4OW B XO4€e CBOEro
€CTEeCTBEHHOIr0 XWM3HEHHOrO LMKa, Hanpumep,
aTNaHTUYECKNIA NOCOCh U NPOXOAHbIE BUObI OCET-
POBbIX.

B Mopckoli Bofe xabpbl KOCTUCTbIX pblb ak-
TUBHO 3KCKPETUPYIOT MOHbI, HTO HEOBX0AMMO ANs
KOMMEHCALMN NPUTOKA MOHOB U3 rMnepToHUYeC-

KO cpeabl N CB3AHO CO 3HAYUTESNIbHbIMU 3HEP-
reTmyeckMmm 3atpatamu. pecHoBoaHblE PbIObI,
HaNpPOTMB, NOrAOLWAIOT CONN U3 MEHEE OCMONSP-
HOW BogHOM cpedbl. B oboux cnydasx 6onblioe
KONMMYEeCTBO QHEpruu TpatuTCs Ha akTMBHOE ne-
pemMelleHe NOHOB, Npexae Bcero Ha padoTty Na*/
K*-AT®da3bl [De Renzis, Bornancin, 1984].

®dyHkumoHaneHas Na'/K*-ATdasa cocrtout
N3 OBYX OCHOBHbIX CyObeanHu, — a 1 B, KOTopble
HEeKOBANEHTHO CBA3aHbl B af-retepoaumep, y Ha-
3EeMHbIX MO3BOHOYHbIX 3TOT KOMMEKC AOMOJSHS-
eTcs y-cyobeauHuuen [Richards, 2003; Geering,
2008; Rossier et al., 2015]. y-CybveguHuua
(FXYD2) nosiBunacb Ha reOXpOHOIOrMYEeCKO LKa-
Jle OOHOBPEMEHHO C anbA0CTEPOHOM (pUC. 2), KO-
TopbIi perynupyeTt akcrnpeccuto Na'/K-ATdasbl
B MoYykax Ha3eMHbIX NO3BOHO4YHbIX [Rossier et al.,
2015]. B xabpax Mukmxm ObinnM OTKPbITbl TpW
pasnuyHble n3odopmbl al-cydbbeamHnupl — ala,
alb n alc [Richards, 2003; Madsen et al., 2009].
HanbHenwmne mnccnenoBaHmMs nokasasnm, YTO 3KC-
npeccus nsodopmbl ala Heobxoguma ans apan-
Taumm K MOpPCKOM Boae, a nuaodpopmel alb — k npe-
cHon [Bystriansky et al., 2007; Tipsmark et al.,
2011; Judd, 2012].

Mpy akknumMauum K NPecHom BOLE KOPTU3OI
MOBbILLAET 3KCMPECCUI0 NPEecHOBOOHOM n30¢pop-
Mbl Na*/K*-ATda3bl (NKAala) [Bernier et al.,
2009], 4To NPMBOAUT K YBENIMYEHUNIO MOrNOLLEHNS
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noHoB Hatpusa [Kumai et al., 2012]. Npwn akknnuma-
UMM K MOPCKOW BOAE MPOUCXOOUT YCUNIEHNE SKC-
KpeLMn MOHOB HaTpus 1 Xiopa anuTenMem xaobp;
aTOT 3dpdekT obecrneynBaeTcss COBMECTHbIM
OenCcTBMEM KOPTU30/a, COMATOTPONMHA U UHCY-
nnHonogobHoro dakrtopa pocta | [McCormick,
2001]. ObHapyXeHOo, 4TO Npu 3TOM KOPTU30JT NH-
OyunmpyeT aKkcnpeccuto Mopckon naogpopmel Na*/
K*-AT®das3bl (NKAa1b) [Bernier et al., 2009]. B kn-
LWeYHKE KOPTU30a WHAYUMPYET MOrfoLleHne
conu u BoAbl [Veillette et al., 1995].
MwuHepanokopTukongHaa @yHKUUS KOpTU3ona
y pbi® Obina o6HapyxxeHa 6onee 20 net Hasag, Tak,
Yy 3BpUrafMHHbIX BUOOB, aganTUPYIOLLMXCS K MOP-
CKOW BOLE, KOPTM30J1 NOBbILWAET akTUBHOCTb Na*/
K*-AT®da3sbl, a Takxke Na'/K*/Cl -koTpaHcnopTepa
(NKCC) B xabpax [Wood, Marshall, 1994]. Yuac-
Tne KOpTU30Ma U TNIOKOKOPTUKOUAHbBIX PELenTo-
POB B OCMOPErynaumMm noaTrBepaAnIOoChL UCCneao-
BaHNAMN, AEMOHCTPUPYIOLLMMMU, YTO aHTAroOHUCT
rIOKOKOPTUKOUAHBIX PELLEenTOpOB MUGENPUCTOH
(RU486) nopaBnseT agantauuio pbld K M3MeEHe-
HUIO coneHocTn Boapl [Veillette et al., 1995]. OT1un
pes3ynbTatbl He OTMEeHANN dakTa rAKOKOPTUKO-
WOHOroO OENCTBUS KOPTU30na, B YaCTHOCTU, €ro
ponn B ajanTtaumsax K CTPECCOBbIM BO3OENCT-
BUSIM, 4TO Mo3Bosmino Tomacy MomMMmceHy C co-
aBTOpaMu yTBEPXAATb, YTO KOPTU3O0S BbINOHAET
y pbl® U rNOKOKOPTUKOUAHbLIE, U MUHEPaNoKop-
TnkongHole ¢yHkumm [Mommsen et al.,, 1999].
B panbHenwem CtuBeHoMm MakKopMukom Obiio
YCTAHOBJMIEHO, YTO POJib KOPTU30S1a B OCMOPEry-
NAUMN 9BNSETCH OBOMCTBEHHOM, NOCKOJIbKY Y 9B-
puUrananHHbiX BMOOB OH y4yacTBYeT B aganTtauum
KaK K CONEHOM, Tak 1 K npecHor Boge. Cneundn-
yeckylo agantaumio B 3TUX cllydasx obecnedn-
BAlOT APYrne ropmMoHbl, @ UMEHHO FOPMOH pOCTa
M NPONaKkTuH, 3 deKkTbl KOTOPbIX AaHTArOHMCTUYHBI
[McCormick, 2001]. MNMpumepHO B 3TO BpeMS Ha-
YnHaeTcsa UMK paboT, NbiTalLWMXcs 060CHOBATb,
4yTo PUsuonornyecknm nuraHgom MR y kocTuc-
TbiX pbI6 MOXeT aABnAaTbcs 11-4e30KCUKOPTUKO-
ctepoH (AOK) [Gilmour, 2005; Sturm et al., 2005;
Prunet et al.,, 2006; Stolte et al., 2008; Bernier
et al., 2009]. OgHako aKCNEepUMEHThI in Vvivo no-
kasanu, 4to kak OK, Tak 1 MR B ocmoperynsaunm
pbl® urpalT MuUHUManbHyto ponb [McCormick
et al., 2008; Takahashi, Sakamoto, 2013]. Bonpoc
0 NoTeHuManbHOM nuraHge peuentopa MRy koc-
TUCTbIX PbIO, @ Takke 0 HeOOXOOUMOCTU CYLLECT-
BOBaHWS TakOro MraHaa He peLlleH A0 Cux nop
[Takahashi, Sakamoto, 2013; Tokarz et al., 2015;
Baker, Katsu, 2017]. Noka3aHo, 4TO aKcnpeccusa
MR pbI6 3HAYMTENBLHO BbILLE B MO3re, YeM B opra-
Hax, y4acTByOLMX B ocMmoperynaumn [Greenwood
et al., 2003; Sturm et al., 2005; Arterbery et al.,
2010]. BbickaszaHO npegnosioXeHue, 4TO pe-

uenTopbl MR y pbl6 MOryT 6bITb CBA3aHbl C pe-
rynauuernn noseneHunsa [Takahashi, Sakamoto,
2013].

B uenom MOXHO OTMETUTb, YTO MEXAHU3MbI,
NOCPEeACTBOM KOTOPbIX KOPTU30S BO3OENCTBYET
Ha Pas3nNnyHbIE acnekTbl OCMOPEryAsaLUNn, CIOXHbI
1, BEPOSTHO, 3aBUCAT OT BUAA pbl® 1 OT 3KONOrn-
yeckmx ycnosum [McCormick, 2001; Prunet et al.,
2006; Kumai et al., 2012]. CtepougHasg perynaums
BOJHO-3M1EKTPOSIMTHOrO 0OMEHA OCYLLLECTBNSETCS
Yy KOCTUCTLIX pblb KopTndonom n GR, a He MR n ero
npeaononoxutensHeiMm nuraHgom JOK [Tokarz
etal., 2015; Baker, Katsu, 2017].

3aknio4yeHue

MpuBeneHHbIN 0630p CBUAOETENLCTBYET O TOM,
4YTO B pasaene aHAOKPUHONOMMA pblb, NMOCBSALLEH-
HOM M3Y4EHUIO CTEPOUOHBLIX TOPMOHOB, HakomMae-
HO OO0JIbLLIOE KOJIMYECTBO CBEAEHMI Kak O caMunx
rOPMOHax N nX GYHKUMAX, TaKk N O reHax u dep-
MeHTax, HeobXxoaANMbIX oS BMOCMHTE3a 3TUX CO-
eanHeHnn. Ctepouapl PErynmpyloT 'y no3BOHOY-
HbIX MHOrve 6uonornyeckme npouecchl, cpeau
KOTOpPbIX 3MOpUOHaNbHOE pas3BUTME, MO0Bas
onddepeHUMpoBka, pa3aMHoXeHWe, MeTab0In3M,
LuMpKagHble PUTMbl, UMMYHHbIE 1 CTPECCOBbIE pe-
akunun. Bo3aMOXHOCTb perynsumnv BOOHO-COIEBOrO
obmeHa CTepouaHLIMU FOPMOHaMU MPU U3MEHe-
HUM CONIEHOCTU B 3HAYUTENIBHOW Mepe onpeaens-
eT aganTaumio peib 1 K gpyrum daktopam cpeapl,
HanpuMep, K M3MEHEHUIO TemMmnepaTypbl, MMMoK-
CUN 1 BO3OENCTBUIO NMOJIUIIOTAHTOB.

MoMMMO TEOpPEeTMYECKOro wuHTepeca wusy4e-
HMe OMoXUMUU N GU3NOJSIONUN CTEPOUOHON pe-
ryasaumm y pelb nmveeT 1 60JbLLIOE NpakTu4eckoe
3HayeHue. Tak, N3BECTHO, YTO KOCTUCTbIE PbIbHI,
HaxXo4siICb B MPUPOAHBIX UAU NCKYCCTBEHHbIX YCNO-
BUSIX, OOBOJIbHO YYBCTBUTE/bHbI K BELLECTBAM,
HapyLlalLWmM 3HOOKPUHHbIE dyHKUMK (endocrine
disrupting compounds, EDC). Bo3sgerictBmne
Ha opraHnam pbl6 NOJIIOTAHTOB CTEPOUAHON Npun-
pOApbl, COAEPXALLMXCS B CTOYHbIX BOOAX, MOXET
NPMBOAUTL K PasfNYHbiM 3HOOKPUHHBIM Hapy-
LWEHNIM, B YACTHOCTU, K GEMUHMNIALNN MYXCKNX
ocobell M MackysMHU3auMn XeHckux [Bjork-
blom et al., 2009]. Oco6eHHO BaXHO, 4TO, Oyay4n
00BLEKTOM MpoMbICHa, pbibbl NOTPEONATCS Yeno-
BEKOM, @ 9TO MOXET NPUBECTN K PACCTPONCTBAM
3HOOKPUHHOM CUCTEMBI yXe y YyenoBeka [Vos et al.,
2000; Liu et al., 2017]. Kpome Toro, n3yyeHume aH-
DOKPVHHBIX HapyLLIEHUI Y MOAENbHbIX BUAOB pbli®
(nanpumep, Danio rerio, Gasterosteus aculeatus)
nomoraeT MoJsly4uUTb CBEAEHUS O BAUSHUW MOSIO-
TaHTOB Ha Pa3BUTME NATONIOMNI B OPraHn3me 4e-
noseka. Bce aT0 genaet uccnenosaHns no aHO0-
KPUHOMOrnm pbld® 0COH6EHHO akTyabHbIMMU.
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