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FMYTATUOH S-TPAHC®DEPAS3DI Y Pblb
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UHCcTUTYT Bronorum Kapenbckoro Hay4yHoro ueHTpa PAH

FnytatnoH S-TpaHcdepasbl (GST) SBAAIOTCA HEOTbEMIIEMbLIM U YPE3BbIYANHO BaX-
HbIM KOMNOHEHTOM CUCTEMbI BMOTPaHCHOpPMaLMM KCEHOBUOTUKOB, BO MHOIFOM Ornpe-
[enss cnocobHOCTb OPraHN3MOB BbIXMBATL B YC/IOBMSX BbICOKOM M3MEHUYMBOCTU DU-
3MKO-XMMUYECKNX MapaMeTpoB oKpyxawLen cpegpl. NpeacraButenm atoro cemen-
cTBa GepMeHTOB 0O6HApPYXMBAIOTCH Y BCeX obuTalowmx Ha 3emne BUAOB, 32 UCKIIO-
YeHnemM aHalapoOHbIX BaKTeEPUn 1 BUPYCOB, U MOFYT pacCcMaTpuBaTbCAa Kak MOOEsb
aBonounmM 6enkoBbIXx Makpomonekyn. OaHako 3HAYUTENIbHbIE TPYOHOCTU BO3HUKAIOT
NpW NOMbITKE BbIICHEHUST GUNOreHETUYECKMX OTHOLIEHUI rIyTaTuoH S-TpaHcdepas y
pbI6 (3BOMIOLUMOHHO Boslee APEeBHUX, YEM MIIEKOMNMUTAOWME) B CBA3M C UX HeJocTa-
TOYHOWM M3Y4eHHOCThI0. B paHHOM 0630pe MpuBOAUTCA MMELWAACa B nutepartype
MHGpOopMaLMs O B3aMMOCBS3N CTPYKTYPbl U QYHKUMKW FIyTaTUoH S-TpaHcdepas pbib.
CpaBHUTENbHbIM aHANN3 UMEIOLLMXCSA AaHHbIX MO3BOASIET CAENATb BbIBOA 006 OTAMYN-
ax GST pbl6 oT GST mnekonuTaloLmX.

Kniodyesble cnosa: rnyTaTmoH S-TpaHchepasbl; 39H3MMOJIOrnS;
pbIObI.

E. V. Borvinskaya, L. P. Smirnov, N. N. Nemova. GLUTATHIONE
S-TRANSFERASES IN FISH (MINIREVIEW)

Glutathione S-transferases (GST) deactivate many toxins, and are thus largely
responsible for the organism’s capacity to adapt to the environment. Enzymes of this
family can be found in all organisms, excluding anaerobic bacteria and viruses. These
proteins can be regarded as a model of the molecular evolution of biopolymers. Some
difficulties arise however in fish GST classification, because information about these
ancient water organisms is insufficient. This minireview consolidates data about GST in
fish and the relations between their molecular structure and function. A comparative
analysis has revealed a significant difference between the biochemical properties of
mammalian and fish GST.
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BogHble opraHn3mMbl NOABEPXEHbI  BO3OENCT-
BUIO MPUCYTCTBYIOLLIMX B BOAOEMAX Pa3sHOOOpPa3HbIX
YyXXepoaHbIX coeauHeHnn. OOHUM N3 BaXKHEMLLINX
KOMMOHEHTOB CUCTEeMbl AeTtokcukaummn (¢asbl
OunoTpaHchopmMaummn) B KneTke ABASIOTCS ryTaTu-
OH S-TpaHcdepasbl (E.C.2.5.1.18). OHn npencTaBs-
NS0T coBOM 3BOJIIOLMOHHO OPEBHEE CynepceMen-
CTBO (pE€PMEHTOB, MHOIOYNCIIEHHbIE NpeacTaBuTe-
JIN KOTOPOro BCTPEeYaloTcs y Bcex 6e3 UCKYEeHUs
3yKapuoT, a Takke Yy adpoOHbiXx OakTepui
[Angelucci et al., 2000; Névoa-Valifias et al., 2002].
3Ha4YMMOCTb 3TUX SH3MMOB NOATBEPXOAETCH U TEM,
YTO UX O0Nst COCTaBNsAeT He MeHee 1 % oT obuwiero
konuyectea Hernka knetkm [Salinas, Wong, 1999].

maBHas 3apgadva, pewaemasa rayTaTUoH
S-TpaHcdepazamn (GST), — 3TO 3aWMUTa KNETKM
OT XMMWNYECKN MHOYUMPOBAHHOIO CTpecca, Bbl-
3blIBAEMOro rmapodpobHbIMKU KCEHOBMOTUKAMMU,
KOTOpPbI BNEYET Ppa3HOro poga UUTto- U reHOTOK-
cnyeckne adpdekTbl. PepMeHTbl KaTannsnpyoT
[Ee3aKTMBaLMIO YyXXEPOOHbIX COEANHEHNI, KOTO-
pas pocTuvraeTcs nyTeMm aTtakum Cynbprunapuib-
HoW rpynnow rnytatmoHa (GSH) anektpodunb-
HbiXx cybcTpaTtoB [Armstrong, 1997]. O6pa3oBaB-
wurecsa GS-rngpodobHble KOHbOraTbl ABASIOTCS
BOOOPACTBOPUMbBIMU N BbIBOOATCH U3 XUBOTHOM
KNeTKn C nomoLlbio MembpaHocBa3aHHOro ATP-
3aBMCMMOr0 Hacoca C nocreaylwmm npespa-
LLEHEM B NPOM3BOAHbLIE MEPKANTYPOBOMN KNCNO-
Thl, yoansemMmble N3 opraHn3ama C Xenybto N Mo-
yon [Mathews, van Holde, 1990]. B knetke Kpo-
Me 4YyXepodHblx BeulecTB cybcTpatamn GST
Takke aBAAIOTCHA NPOAYKTbl MEPEKNCHOIrO OKUC-
NIeHns NUNnugoB WM  SHAOOMEHHbLIE COEANHEHUS
C MYTar€HHbIMM U TePaTOreHHbIMN CBONCTBAMMU,
Takme, HanpuMep, Kak Npon3BoaHbIE CTEPOUNAOB
(acTpaguon-17f, aTUHMN3CTPAAVON U A4p.).

LLUnpoyainiiaa cybcTpaTHas cneumpuyHoOCTb,
ABNAIOLWAACA BaxHenwmnmM ceoncteom GST, onpe-
nenseTr ux ONOXMMUNYECKYID 3HAYMMOCTb KakK YHU-
BepcasibHbIX MEPEXBATYNKOB 9K30reHHbIX TOKCMHOB,
B TOM 4YMCJ1e BCEBO3MOXHbIX CUHTETUYECKUX coeau-
HEeHWI (nekapcTB, repbunumaos, NECTUUMOOB, aHTU-
6noTukoB 1 gp.) [Jakoby, Ziegler, 1990; Sheehan et
al., 2001]. 9tum pepmeHTam npucyLm Takme PyHk-
UMN, Kak yoaneHue akTUBHbIX GOpPM Kucnopoda um
pereHepaums cepocogepxawmux 6enkos (nocnen-
CTBUS OKUCIINTENIbHOIO CTPECCa), a Takke peakumu,
He acCouMMPOBaHHbIE C AeTokcukauuen. Kpome
Toro, GST mrpatoT rnaBHyO PoJib B OCYLLIECTBNIEHUN
B XXMBOTHbIX KJIETKaX Tak Ha3blBAEMbIX NraHONHO-
Noao6HbIX PYHKLUMA, TO €CTb HeKaTaIMTUYECKOM
CBA3bIBAHUM U TPAHCMNOPTE 3HOOrEHHbIX rnapodoo-
HbIX CyOCTPaTOB, TakMX Kak cTepouabl, OUIUPYyOuH,
rem, >enyHole conm [Salinas, Wong, 1999,
Blanchette et al., 2007]. Ho, BO3MOXHO, Hanbonee
BaXXHOM NUraHaMHONoa00OHOM (pyHKUMEN ABNSAETCH

y4acTue B NIOKaJIbHOM CUHTE3e NnpocTarfiaHayuHOB U
nemnkoTpmeHos [Salinas, Wong, 1999].

Y 60nblUMHCTBA OPraHnN3MoOB OObLIYHO MPUCYT-
CTBYET uenbin Habop nsopepmeHtTo GST ¢ pas-
JINYHBIMN  KaTaIMTUYECKUMU CBOWCTBaAMU, NpuU-
CMOCOOIEHHbIX K BbIMOJHEHNIO PA3NINYHbIX PYHK-
UM B KNeTKe. YXe Ha paHHMX 3Tanax U3ydyeHus
Hanbonee ogHopoaHble rpynnsbl GST ctanu obbe-
OMHATBL B TaK Ha3blBaeMble «KJlacCbl», 0O03Ha4ae-
Mble OykBamn rpedeckoro andasuta. B HacTos-
Lee BpemMs y MIEKOMUTAIOLNX BbIAENEHbl U Oxa-
pakTepu3oBaHbl cneayowme knacceol GST — a, M,
@, 0, {, 6 N ®, @ TaKKe MUTOXOHAPWASIbHBIN K KNACC
[Higgins, Hayes, 2011]. B pononHeHue K aToMy
HekoTopble crneunduyeckme knaccbl GST 6binun
onucaHbl y Apyrux TakCOHOB, Hanpumep, P knacc
y GakTepui, A, ¢ U T KNaccol y pacteHun, 8, e n U
Knacc y HaCeKOMbIX, a TakxXe p Knacc, cneumduy-
HbI ans pblb [Sheehan et al., 2001; Konishi et al.,
2005a]. N3BecTHO Kak MUHUMYM 16 reHoB, Koan-
PYIOLWVX LMTO30bHbIE N30 opMbl GST, 1 Kak Mu-
HUMYM 6 reHoB — meMbpaHocBsa3aHHble [Strange
et al., 2001]. Bo3HMKHOBEHME TaKoro pasHoobpa-
3ma Gopm depmMeHTa oTpaxaeT 3BOMOUMIO 3a-
LWMTHBIX CUCTEM OPraHM3mMoB B xoae $opMmnpoBa-
HUS caMblX Pa3NNYHbIX CTpATernin Npun agantaumn
K USMEHSIOLLMMCS YCITOBUAM Cpeapl.

Knaccudukaums rnytatTuoH S-TpaHcdepas -—
370 npogosixalowmincs npouecc. OHa GasvpyeTcs
Ha psOe KpUTepmes, Taknx Kak onpeaeneHne amm-
HOKMCNTIOTHOW MNOCNenoBaTeflbHOCTU Oenka U HyK-
NeoTMaHOM MocneooBaTeNnbHOCTU reHa, cybcTpar-
HOM cneundUIHOCTU, UMMYHOJIOMMYECKUX CBOWNCTB,
XapakTepucTuka TPETUYHON N YeTBEPTUYHOWN CTPYK-
Typ 6enka. MNoaBnsaTca HOBbIE AaHHbIE O B3aNMO-
CBS3M MeXAay CTPYKTypon (pepMeHTa 1 ero QyHKUn-
e, N0OSTOMY CYLLEeCTBOBaBLUNE paHee 4YeTkue rpa-
HUUbI Mexay Krnaccamu npeacrtaBnatoTcs Oonee
pa3mbiTeiMu [Blanchette et al., 2007]. Cutyauus,
korpoa oTkpbiBaloT HOBYO GST co cBolcTBamu, no
OOHON KNaccu@UKauMoOHHOM MeToauKe npuHagne-
XalwymMy OgHOMY KJlaccy, a no Apyron Metoauke —
apyromy, He peakocTb. Mpexae BCero aTo CBA3aHO
C OTCYTCTBMEM YETKUX CTaHOApTOB ANs knaccndu-
kaumn GST. C ogHOW CTOPOHBI, MOMbITKW Knaccupu-
LUMpoBaTb FNyTaTUOH TpaHcdepasbl Mo KPUTEPULO
cybcTpaTHOM cneundmnYHOCTX AaloT KpaHe NpoTu-
BOPEUMBLIE PE3YNbTAThl U3-3a HN3KOW CENIEKTUBHO-
CTU W NepekpbiBaloLLIenca cybcTpaTHOM u3bupa-
TeNIbHOCTW OTAENbHbIX U30dopM. C apyron cTopo-
Hbl, CPaBHEHNE MEPBUYHBbIX AMWHOKUCIOTHbIX MO-
cnepoBaTeNlbHOCTEN 6enka n CTPYKTypbl KOAMPYIO-
LLEro reHa Nno3BoJISIET CYANUTb O GUIOrEHETUHECKOM
POACTBE OTAENbHbIX TpaHcdepas, OAHAKO He OaeT
[ocTaTo4HoM nHdopmaLmm 0b 3BONOLLMN BUOIOTrN-
yeckon dyHkuumm 6enka. Tak, 3ameHa OAHOM aMMHO-
KWCNOTbl B akKTUBHOM LEHTPE MOXET NpuUBOOUTb
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K BOSHMKHOBEHMIO N30OpM pepmeHTa, MeTabonun-
3UPYIOLLIMX pasnnyHble TUMbI cybcTpaToB
[Ketterman et al., 2001]. lNMockonbky OAaBneHue ec-
TECTBEHHOrO OTOOPA HaMpPaB/IEHO HE Ha CTPYKTYPY,
a Ha pyHKUMIO BENKOBOM MONEKYbI, TO Habnoaae-
Moe pa3Hoobpasue dopm pepmeHTa U pasnnyHble
CKOpPOCTN 06pazoBaHuUst 3TUX GOPM Yy OTAESNbHbIX
TakCOHOB OPraHnM3MOB He MOryT ObiTb OOBACHEHbI
06e3 aHanns3a pasaMunin KaTamMTUYEeCcKuUX napameT-
poB oTaenbHbIX knaccos GST.

PaboTbl MO BCECTOPOHHEMY aHanu3dy, Mo3BO-
NAOLWEMY BbISIBUTb 3aBUCUMOCTb CTPYKTYPbl W
PYHKUMN OTAENbHbIX FNyTaTUOH S-TpaHcdepas, Ha
OAHHbI MOMEHT BbINOJIHEHLI B OCHOBHOM ans GST
MfiekonuTaloWyX 1 4YenoBeka. B cBolo ovepenp,
rIyTaTmMoH TpaHcdepadbl BOAHLIX OPraHM3MoB,
B TOM 4KcCe pbiO, CTOSALLMX Ha Bonee HN3KOW CTyne-
HW SBOJIIOLIMOHHOM JECTHULUbI, YEM Ha3EMHbIE
NMO3BOHOYHbIE, 40 CUX MOP OCTAIOTCS CnabonsyyeH-
HbIMW. [leTanbHble XapakTepPUCTMKM Dbl nonyye-
Hbl MWL ans Manon yactu GST pbib [Leaver et al.,
1993; Martinez-Lara et al., 2002; Angelucci et al.,
2000; Pérez-Lopez et al., 2000; Pham et al., 2002;
Konishi et al., 2005a,6; Lee et al., 2006; Trute et al.,
2007; Carletti et al., 2008, Huang et al., 2008]. lNo-
pasno wupe cnmcok GST pblb, oxapakrepmn3oBaH-
HbIX JINLLIb YACTUYHO. TeM He MeHee Mo yXe UMelo-
LMCS AaHHbIM MOXHO caenaTtb BbiBOA, O TOM, 4YTO
GST pbl6 N0 MHOMMM OUOXMMWYECKMM CBOMCTBaM
3HaUUTENBLHO oTAn4YatoTcs oT GST MNEKONUTAIOLLMX.

OpHUMN 13 NEPBbLIX JOCTATOYHO NOAPOOHO Obl-
M oxapakTepu3oBaHbl GST 13 nevyeHn kambdarbl
Pleuronectes platessa [George, Buchanan, 1990;
George, Young, 1988; Leaver et al.,, 19983;
Martinez-Lara et al., 2002]. Bbbino nokasaHo, 4TO
6onbluasn yactb aktmeBHocTn GST B umMTO30n€ rena-
TOUMTOB CBSi3aHa C roOMOAMMEPHON MN30POPMOW
GST A 1 B MeHbLUEN CTENEHN C FOMOOVIMEPHOM
GST B. Ewe Hebonbluag 4acTb aKTUBHOCTU 0OOY-
CnoeseHa retepoanMepHbiM depmenHTtom GST AM
[George, Buchanan, 1990].

AHTUTENa K OCHOBHOW rNyTaTMOH S-TpaHcde-
pa3e nedeHn kambanbl GST A NepekpecTHO He
pearunpytoT ¢ GST a, M 1 T KNACCOB MaeKonuTato-
KX, Takke cnabol ABNSEeTCs akKTUBHOCTb 3TOM
dopMbI C BONLLLUNHCTBOM CyOCTPATOB, 3a UCKJIIO-
yeHnem CDNB n DCNB (cybcTtpatr GST p knacca
Mnekonutalwmx). MonekynsapHoe kKnoHnposaHue
n akcnpeccusa kKAHK, kogmpyiouiein n3aopepmMeHT,
C nocnenyoLymM aHaaM30M AaHHbIX O NepBUYHOMN
nocnenoBaTteNibHOCTM 0enka, MoNy4YeHHbIX ©3
aton kAHK, no3sonuno otHectn GST A ¢ knaccy
0, KOTOPbIN BCTPEYAETCS Y HACEKOMBbIX, PACTEHNN
n mnekonutalwmx [Leaver et al., 1993].

Fromonoru nsodopmel GST A kambanbl Obin 06-
HapyXeHbl He TOJIbKO y kambasoBbix (Pleuronectes
vetulus, Platichthys stellatus, Solea senegalensis),

HO 1 Yy APYrux pbiO, BKOYAS OOMbLLUEPOTOrO OKYHS
Micropterus salmoides, narpa Pagrus major, yrps
Anguilla anguilla, Tvnanuio Oreochromis niloticus,
naepaka Dicentrarchus labrax, MpamMOpPHOro puBy-
nyca Rivulus marmoratus, kedanb Mugil cephalus n
JI0COCEBBIX pbIO (Oncorhynchus kisutch,
Oncorhynchus tshawytscha). NoDeHTUYHOCTb aMu-
HOKWUC/OTHBIX NOCcnenoBaTesibHOCTE BO BCEX CIy-
yasix COCTaBnsieT He MeHee 64 %, 4To cBuaeTesNb-
cTByeT 0 60JIbLLOM KOHCEPBATMBHOCTM 3TOMO reHa
cpeau pbib. GST 0 pbI6 6onee 6AN3KN K HEKOTOPbLIM
GST pacteHnii (0o 24 % cxoacTBa aMUHOKUCNOT-
HbIX nocnepoBaTefnbHOCTEl 6enka), yem kK GST 0
MrekonuTalwyx (MAEHTUYHOCTbL NocsieaoBaTesib-
HocTeln He npesblwaeT 11-18 %) [Lee et al., 2006;
Carletti et al., 2008].

OcobeHHocThio GST 0 pbIb ABNSETCA TO, 4TO
OHW, B oTandme ot GST 0 mnekonuTalowmx, yaep-
XumBaloTcs adpPUHHbIM HOCUTENEM C UMMOBUIN3O-
BaHHbIM FNYTAaTUOHOM N METAb0NM3UPYIOT cybcTpaT
CDNB. Kpome Toro, KoHuium ¢ konneramm [Konishi
et al., 2005a] Ha npumepe n3odpopmbl GST R1-1 na-
rpa P. major nokasanu, 4to reH GST 0 pbi6 cocTomnt
N3 LLIECTN 3K30HOB, a HE M3 NATU, KaK Yy MIEKonu-
Talowmx. MoaToMy, NCXOAs N3 BbISIBIEHHbIX pasnn-
4ynin, MK BbINO NPEASIOXKEHO BbIAENNTL TPAHChEpPa-
3bl, romMonormnyHole mnzopopme GST A kambabl,
B OTAEJIbHBIA KNAcC, 0603HAYEHHbIA Kak Knacc p,
duNoreHeTM4eckn POACTBEHHbLIN Krnaccy 0 mneko-
NUTAIOLLNX, PACTEHNI N HACEKOMbIX, HO Noka obHa-
PYXEHHbIN Tonbko Yy pbld [Konishi et al., 2005a].
CnenyeT yTO4HUTb, 4TO BYKBOW p Takoke Oblia 0060-
3HadveHa GST, BblAeNEHHas U3 3PUTPOLIUTOB Me-
KOMUTAIOLLMX U NTUL, HO OHA HE MMEET OTHOLLEHUS
kK GST p pbl6 [Aydemir, Kavrayan, 2009].

NHTEpeCcHO, 4TO aMMHOKUCOTHas nocnenosa-
TenbHocTb GST y npencraBuTens ceMencTea kap-
noBbIx Danio rerio Ha 45 % naeHtnyHa GST 0 mne-
KonuTalowmx N MeHee 4em Ha 25 % — rpynne GST
pbl®, 0603Ha4YeHHbIX kak p. MopobHas GST 6blna
Taikke obHapyxeHa y kapna Cyprinus carpio. Taknm
06pa3oM, MOXOXe, HTO N3 N3YYEHHbIX PbI0 TONLKO Y
3TUX BUOOB OOHapyxeHa n3odopma, koTopasi Mo-
XeT 6bITb 0603HaYeHa kak nctuHHas GST 0 [Konishi
et al., 2005a; Fu, Xie, 2006; Lee et al., 2006].

BonbLioe konnyecTso paboT NOCBSALLEHO N3yye-
Huio GST nococesbix pbid [Ramage, Nimmo, 1984;
Ramage et al., 1986; Dominey et al., 1991; Pérez-
Lépez et al., 2000; Novoa-Valinas et al.,, 2002;
Donham et al., 2005; Trute et al., 2007]. CpaBHeHMe
MOSIHOM  aMUHOKMCAOTHOM NocnenoBaTeslbHOCTU
ocHoBHOM GST nedeHn kymxun Salmo trutta v pa-
ayxHon ¢openun Oncorhynchus mykiss BbIIBUNO,
4TO 3TOT HPEPMEHT MMEET OYEHb BOJIbLLIOE CXOOCTBO
¢ GST knacca n mnekonutatowmx [Dominey et al.,
1991]. B panbHeiiwem 6bi10 nokasaHo, 4to GST n
COCTaB/SIOT OCHOBHYIO 4acTb nyna rayTaTUoH
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TpaHchepas 1 'y apyrux nococesblx pbid: O. kisutch,
O. tshawytscha, S. salar, S. trutta [N6voa-Valifas
et al., 2002; Donham et al., 2005; Trute et al., 2007].
OpHako ¢ 3TMM He COornacyrloTca peaynbTaThl n3yye-
HUs cybcTpaTHol cneumduyHocTn GST, nony4veH-
Hble Pamugxem c coaBTopamm [Ramage et al.,
1986]. N3 aByx rpynn n3odopM, BbIOENEHHbLIX N3
neyeHn nococs S. salar, y OoHOWM NOMHOCTBLIO OTCYT-
cTBOBasna aktmBHocTb GST B npucyTcTBum EtA (cyo-
CTpaT @ Kjlacca MyekonuTalowmx) 1 Habnoganach
BblCOKasi akTMBHOCTb B npucytcteun DCNB, 1paHc-
4-peHnn-3-6yTeH-2-oHa (M Knacc) U p-HUTPOOEH-
3un xnopuaa (a, 4 Knaccol). B rpynne, roe Habnio-
Janacb akTUBHOCTb B NpUcyTcTBuUn EtA, Obina BbisSiB-
neHa Hebosbllas aKkTMBHOCTb B MPUCYTCTBUK
A5-aHapocTeH-3,17-amnoHa (a knacc) u 6pomMocCyrib-
dodTanemHa (M kKnacc), a TakKke BbICOKasi akTUB-
HOCTb B nNpucyTcTBUKM ¢ 1,2-3nokcn-3-(p-Hutpode-
Hokcu) nponaHa (M), DCNB (M) u p-HUTpPOBEH3nnN
xnopuga (a, ). lNpn aTOM aKTMBHOCTL B NPUCYTCT-
B DCNB BO BCex rpynnax 3HauuTeslbHO NpeBOC-
xoauna TakoByto ¢ EtA. Takum obpasom, obe rpyn-
Nbl U30PEPMEHTOB MO KaTaIMTUYECKMM CBONCTBaM
Oonblle HanoMuvHanM | Kacc MIeKoMnMUTatoLMX,
yem 7 knacc. B ceoto ovepens B pabote Hoeosi-Ba-
NnHbsica ¢ coaBTopamm [Névoa-Valifas et al., 2002]
nokasaHo, 4TO aKTMBHOCTb B NpucyTcTeum EtA cme-
cun aduHHO oumLleHHbiX GST M3 neyeHW nococs
S. salar v kymxu S. trutta B cpegHem B 7 pas npe-
BOCXOAMNa akTMBHOCTb B npucytctBum DCNB,
a B noykax — B 32 pasa. Takum ob6pa3om, AaHHbIe
0 cybcTpatHoi cneunduyHocT GST nococeBbIxX
pbI6 TPEBYIOT AAaNbHENLLIEr0 YTOYHEHUS.

Momurmo nococeBbix pbld GST T 0OHAPYXEHbI Y
kapnoBbix (C. carpio, D. rerio, Carassius auratus,
Hypophthalmichthys molitrix), kKaHanbHOro coMu-
ka . punctatus n yrpsi A. anguilla [Suzuki et al.,
2005; Fu, Xie, 2006; Liang et al., 2007; Carletti et
al., 2008]. 9T1 pepMeHTbI TakKe 0YeHb BIN3KM MO
cTpykType Kk GST @ mnekonutaloLmx, C NOEHTUNY-
HOCTbIO aMMWHOKMUCNIOTHOM NOCNefoBaTefibHOCTU
He MeHee 57 % [Carletti et al., 2008], yTo NO3BO-
nseT roBopuTb 06 3BONIIOLMOHHOW KOHCEPBATUB-
HOCTM 9TOro Knacca rnyTaTmoH TpaHcdepas.

JOBOMIBHO MHOrO BHUMaHUsi  ObINO yaeneHo
n3yyeHunto GST pbI6 cemMelicTBa KaproBblX, B CBA3W
C y4acTMem 3aTnux pepMeHTOB B 0OE3BPEXNBAHUN
MUKPOLIMCTUHOB (TOKCMHOB, NPOAYLIMPYEMBIX CU-
He-3e1eHbIMW BOAOPOCASIMU BO BPEMS «LIBETEHNS»
BopoemoB) [Cazenave et al., 2006]. Y 06bIKHOBEH-
Horo kapna C. carpio ObiM KIOHMPOBaHbLI Cpasy
[EeBsiTb FeHOB rNyTaTMOH TpaHcdepas, BKoYas o,
M, p, 0, 1 GST untozons, mutoxoHapuaneHyio GST
K U MukpocomanbHele mMGST1, mGST2 n mGST3
[Fu, Xie, 2006]. bbino nokaszaHo, 4TO y YCTOMYMBOIrO
K MUKPOUMCTUHY Tonctonobuka H. molitrix nocne
BBEOEHUS TOKCMHA YBEIMYMBAETCS 3KCnpeccus

n3odopmbl GST p n ocobeHHo GST a, TOoraa Kak y
4YyBCTBUTENLHOIO K AaHHOMy say 6enoro amypa
Ctenopharyngodon idellus akcnpeccust 3Tux n30-
dopm He nameHsetcs [Liang et al., 2007].

Cnenyet OTMETUTb, 4YTO B LUTMPYEMBIX pabo-
Tax No KaproBbiM pbi®aM B OCHOBHOM ObIsin UC-
Nosib30BaHbl MOJIEKY/ISPHO-rEHETMYECKNE METO-
obl aHanm3a GST, a nnpopmauus 0 PU3NKO-XU-
MUYECKNX 0COBEHHOCTAX 3TUX (PEepMeHTOB Mnpak-
TNUYECKN OTCYTCTBYET.

Momumo kapnoBbix pbl6 (C. auratus,
Aristichthys nobilis, Cirrhinus molitorella) GST a
knacca 6binm obHapyxeHbl y naspaka D. labrax
(DL-GST-8.2), narpa P. major (GST A1-1 n GST
A2-2), kaHanbHOro comwuka Ictalurus punctatus,
Tunanun O. niloticus, MpamMOpPHOro puBynyca
Rivulus marmoratus, kambansl P. platessa vn no-
coceBbix pbIO (O. kisutch, O. tshawytscha,
O. mykiss). Mpu 3TOM N0 CTPYKTYpPE OHU OOBOJIb-
HO 6am3km Kk GST e mMnekonuTalWMx U NTUL,
[George, Buchanan, 1990; Angelucci et al.,
2000; Pérez-Lopez et al., 2000; Donham et al.,
2005; Lee et al., 2006; Liao et al., 2006; Trute et
al., 2007].

MHTepecHO OTMETUTb, YTO MO YPOBHIO KOHCTUTY-
LIMOHASTbHOM 3KCMPECCHM y IococeobpasHbIX pbib, a
TakoKe Y OCeTpa 1 KaHaJIbHOro CoMMKa npeobnagatoT
GST knacca w, y kapnoobpasHbiX 1 Kapnolyboob-
pasHbix (Rivulus marmoratus) — GST knacca a, a y
OkyHeobpa3HbIX, kambanoobpasHbIX, a Takke yrps
OCHOBHasi nsodopma npeancrasneHa GST knacca p
[Lee et al., 2006; Liang et al., 2007]. B cBoto ove-
penb y Bcex pbld GST knacca g CoOCTaBAsioT Mys MU-
HOpHbIX Kn3odopm [George, Buchanan, 1990;
Pérez-Lépez et al., 2000; Donham et al., 2005; Fu,
Xie, 2006; Trute et al., 2007]. 310 MOXET yka3biBaTb
Ha 3BOJIIOLMOHHbLI OTOOP Y Pa3NNYHbLIX FPYMNN Pbio
oTAeNbHbIX 6enKoB, KOTOpblE MOryT 00YC/IOBNBATb
pasnun4yHble cTpaTerun 3almTbl OT OKUCIIUTESIbHOIO
CTpecca 1 BO3OENCTBUSA TOKCMHOB. Tak Kak HapoT-
psg, lNepkongHble (Percomorpha), Bkao4arowmmn
0OKyHeoOpasHbIx 1 kambanoobpa3sHbIX, ABNSETCs ca-
MOl GOJIbLLOI Tpynnoii cpegn KOCTUCTLIX PblO,
MOXHO MPeanosioXuTb, YTO UX YCMELIHOe BbIXNBa-
HME W pacrnpocTpaHeHne MOXeT OblTb CBA3aHO
B TOM 4uC/ie C NPeuMyLLEeCTBEHHON 3KCnpeccuen
GST p knacca [Liang et al., 2007].

OCcoB6eHHO MHTEPECHbI FNyTaTUOH TpaHcde-
pa3bl HEKOTOPLIX Pbl®, KOTOPbIE AEMOHCTPUPYIOT
CBOWCTBa HECKOosbKux kKnaccos. Hanpumep, GST
Kowaybero coma [. punctatus nonoXxXmTenbHO
pearnpyeT 0oA4HOBPEMEHHO C aHTUCLIBOPOTKaMMu
kK GST o n & knacca n orpaHM4eHHo ¢ g, a GST
MOPCKOro ga3blka P. vetulus — ¢ aHTUCbIBOPOTKA-
MW Kak M, Tak U T knacca [Gallagher et al., 1996].
Y yaBbium O. tshawytscha B 04HOM 13 NNKOB, MO-
NYYEHHbIX MPU PasfeneHnn ¢ NOMOLLbIO BbICOKO-
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3hPEKTUBHON XMAOKOCTHOW XpomaTorpapuu,
copepxanca 6enok, aMMHOKUCIOTHas nocneno-
BaTeNIbHOCTb OAHUX pparMeHTOB MOJIEKYSIbl KO-
TOPOro NOJIHOCTbLIO coBnagana ¢ TakoBbiMu GST
7 HEPKWN, a opyrux — ¢ pparmeHtamm GST a knac-
ca MblWen, Kypuubl 1 kambansl. [Mpu aTom 6enok
NpPosiIBUSI FOMOreHHOCTb Npu SDS-anekTpodope-
3e [Donham et al., 2005]. Mogo6Hble NpuUMepbI
MOryT CBUOETEeNbCTBOBATb B MOJIb3Y CYLLIECTBO-
BaHUS Yy 3BOJIOLUMOHHO APEBHUX TMAPOOUOHTOB
«MPOMEXYTOYHbIX» KnaccoB ¢depmeHTa. [eno B
TOM, 4YTO 3BOJIIOLUMOHHOE apeBo GST #o cux nop
[0 KOHUA He pacwndpoBaHo. He gCHO, B KakoM
nopsake knaccbl GST oTwennanucb oT obLLero
apxetuna. Hanpumep, Canunac, BoHr [Salinas,
Wong, 1999] mn ApmctpoHr [Armstrong, 1997]
nPeanoXunm Takon CueHapuin pasBUTUS COObI-
TUIA, NPU KOTOPOM OTLUEMSIEHNE OTAENbHbIX
knaccoB GST B x04€e 3BOJIIOLMM LU0 MOCTEMNEH-
HO, Yepe3 3Tanbl NPOMEXYTO4YHbIX GOpM (Hanpwu-
Mep, o/a/4/w, a/B/n, a/m unn a/M). Hannune ta-
kux GST MOXeT 0ObACHATb MPOTMBOPEYMBLIE
CBONCTBA, KOTOpPbIE AEMOHCTPUPYIOT TpaHcde-
pasbl HEKOTOPbLIX TMAPOONOHTOB.

CnepyeT noA4YepKHYTb, 4YTO YCTaHOBJIEHHOE
poacTeo uccnepyemort GST pblb ¢ TEM UK UHBIM
XOPOLLO OxapakTepm3oBaHHbIM knaccom GST
MJIEKOMUTAIOLLIMX HE O3HaYaeT cxoacTea ux Guo-
XMMUYECKMX CBONCTB. Tak, TpaHcdepasa naspaka
DL-GST-6.7, oTHeceHHas K Knaccy p Ha OCHOBe
CpaBHEHUS aMUHOKMCIIOTHOM MNocfenoBaTeslbHO-
cTun 6enka, obnagaet cnaboi akTUBHOCTLIO B NpU-
CYTCTBMU cneunduyHoro s aToro knacca cy6-
cTpaTta — p-HUTPOBEeH3UN xopuaa, Ho NPosSBAsSeT
3HAYUUTENbHO OO0JbLUYIO aKTUBHOCTb B MPUCYTCT-
BUW TPAHC-HOH-2-eHansa (M n a knacc), A5-agpo-
cTeH-3,17-amnoHa (o knacc) n EtA (e n m knacc).
B cBoto ovepenps apyras GST aT1oi pbiObl — DL-
GST-8.2, npuHagnexauwan Kk GST knacca a, XoTd
1 NposiBNsSieT cneundmnyeckyto akTMBHOCTb B Mpu-
CyTCTBUM cynbdpobpomdTanenHa, TeM He MeHee
He crnocobHa MeTabonmanpoBaTb A5-aapoOCTeH-
3,17-aMoH (a knacc) u B NATb pa3 akTMBHEE C
P-HUTPOBEH3NT  XJIOPUAOM MO CpPaBHEHUIO C
DL-GST-6.7 [Angelucci et al., 2000].

Cpean wunsodopm GST M3 nedvyeHU Kuxyya
O. kisutch npeobnagatoT GST knacca =n, Ha BTO-
poMm mecTe no cogepxaHuio — GST knacca p
[Trute et al., 2007]. Tem He MeHee aKTUBHOCTb
GST npu pobaBneHnn B MHKYBALMOHHYIO cpeay
pP-HUTPOOEH3MN xNopmpa (cybeTpar p knacca) B
6 pas Bblle, 4em Npu ucnonb3osaHum EtA (cy6-
ctpat ona GST knacca n). Kpome Toro, B rena-
TouMTax Kuxydya He OCYLLECTBISETCA peakuus
CBSI3bIBAHWUSA rNyTaTMOHa C NecTUUMOOoM aTpasu-
HOM, KOTOpbI aABnaeTca cybctpaTtom ana GST n
yenoBeka u rpbi3yHoB [Trute et al., 2007].

GST-B kambanbl cTpykTypHO cxogHa ¢ GST a
MJIEKOMUTAIOLMX, TaK KaK NEePEKPECTHO pearvpy-
eT ¢ aHtutenamun Kk GST o knacca, HanOEeHHON Y
kpbIC. Mpn aTom aktneBHocTb GST B ¢ cybeTparta-
MW o, Klacca A0BONbHO cnabas (Bkodas EtA n oT-
cytctBne GSH-nepokcmaoasHoOW akTUBHOCTM) Ha
¢dOHe 3aMeTHOM aKTUBHOCTU C CcybcTpaTtoM M
knacca DCNB [George, Buchanan, 1990].

Takum obpas3om, aHann3 nHgpopmauum o GST
pbl6 NO3BONSIET CAENATb BbIBOA, O TOM, YTO 9TU MNO-
3BOHOYHblE 06n1afalT A0CTAaTOYHO Pa3HOPOOHbLIM B
GYHKUMOHANBHOM OTHOLLIEHMM HAabopoM (epmMmeH-
ToB. HeMHorue paboTbl, NOCBSALLEHHbIE NOAPOOHO-
My M3ydeHnio GST pbiO, yka3biBalOT HA Hann4me y
HUX N30POPM LUMTO30bHbIX GST, Hanbonee 6113-
KX K Kkfiaccam a, M, ® U 0 mMaekonutaloLimx
[Gallagher et al.,1996; Liao et al., 2006; Landi,
2000; Pérez-Lépez et al., 2000; Dominey et
al.,1991; Fu, Xie, 2006]. Kpome TOro, HekoTopblie
GST koCTUCTbIX pbI6 MOryT GbiTb BblAESIEHBI B OT-
JeNbHbIA KNnacc p, POACTBEHHbIN Knaccy 6 mMneko-
nutatowmx [Konishi et al., 2005a; Fu, Xie, 2006].
HekoTopble AaHHble yKasbiBaloT Ha Hannyue y pblo
3BOJIIOLIMOHHO APEBHUX GopMm (pepmeHToB, obna-
JaloWmyx CBONCTBAMU «MPOMEXYTOYHbIX» KITACCOB
[Gallagher et al., 1996; Donham et al., 2005]. 9T10
CBUOETENbCTBYET O TOM, YTO BMA00OpasoBaHne n
OCBOEHME HOBbIX 9KOJIOMMYECKMX HULL COMPOBOX-
Janocb 3BosouUMENn GEepMEeHTAaTUBHOM CUCTEMbI
3almThl OT TOKCUMHOB. HakomnneHHble K HacTosLLe-
MYy MOMEHTY JaHHbIE CBMOETENLCTBYIOT O AJINTESb-
HOM 1N HE3ABMCUMOWN 3BOMIIOUMN Pa3fINYHbIX Kiac-
coB GST, KkoTopble CTPYKTYPHO Mano OTNn4atoTCs B
npenenax KpyrHbiX TaKCOHOB, TakMX Kak OTpsabl,
KflaceChbl M Aaxe LapcTea. Tem He MeHee psag, 6mo-
XUMUYECKUX CBOWCTB, Hanpumep cybcTpaTHas
cneumdunyHOCTb, BHYTPUY KJlacca MOryT UMETb 3Ha-
ynTenbHble Buagocneumduyeckme 0COBEHHOCTU,
4yTO, B YaCTHOCTM, HaAOMIOAAETCHA NPU CPABHEHUU
rNyTaTUoH TpaHcdepas pbid U MAEKOMUTAIOLLMIX.

PaboTta BbIMOSIHEHA NpPU NOAOEPXKE rpaHTa
MpeanpeHta PP «Bepyuiyme HayydHble LLKOSbI»
HLL 1642.2012.4; nporpammbl OBH PAH «buono-
rmyeckme pecypcbl Poccumn: oueHka COCTOSIHUS
1 dyHAaAMEeHTallbHble OCHOBbI MOHUTOPWHIa» Ha
2012-2014 rr.; rpaHta PODU N2 12-04-
31663 wmon_a; rpaHTa lNpe3ngeHta PO gna ro-
CyAAapCTBEHHOM MOAOEPXKN MONOAbLIX POCCUN-
CKMX Y4€eHbIX-KaHaMaaToB Hayk MK 666.2011.4.
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