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BBEJEHUE

AKTYaJIbHOCTh TeMbl HCCICJOBAHMA MNPo0JeMbl UM  CTeNeHb ee
pa3padoranHocTH. MHOrHe BHIBI pbIO COBEPIIAIOT MHIPALMU, aHAIPOMHbIE (M3
BOJJOEMOB C MOPCKOHM BOJIOW B BOJOEMBI C IMPECHOW BOJOW) WM KaTaJpOMHBbIE (M3
BOJIOEMOB C IIPECHOM BOJIOM B BOJOEMBI ¢ MOPCKOM BOJI0M). CMeHa cpelibl 0OMTaHus,
CONPOBOXKJIAIOMIASICA M3MEHEHHEM OCMOTHUYHOCTH BOJbI SIBIISIIOTCS HEOTHEMJIEMOU
YacThlO0 JKU3HEHHOTO LHUKJIA 3THX BUAOB. B OOJBIIMHCTBE CIydyaeB MUTPALIMOHHOE
MOBEJICHUE CBA3aHO C pa3sMHOXKEHUEM; OT 3(P(EKTUBHOCTH H3MEHEHUS PETYJISIIUU
BOJIHO-COJICBOTO OaJlaHCa MOYET 3aBUCETh YCHEIIHOCTh PAa3MHOXKEHUS M YHCIEHHOCTh
nonyssiiuu. [Ipucnocobnenue opranusmMa K Tumno- Wik TUIEPOCMOTHYECKUM YCIOBHIM
peryJupyeTcsi TOPMOHAMH, ITPU 3TOM KIIFOUEBYIO POJIb B aJanTalliu PhIO K IPECHOM BOJIE
BO BpeMsI MHUTPAILlMU U3 MOPEH B peku urpaet nposaktud [Manzon, 2002; McCormick,
2001]. DddexTsl MpoTaKTHHA MOXHO pa3leUTh HAa JBE TPYIIBL ydacTHe B
MoJ/ACp>)KaHUM TOMEOCTa3a OpraHu3Ma W B PEryJisiuu pa3MHOXKeHUs. Bropas rpymra
3¢ (dexToB y MiIeKomUTAIONMX 00Jiee BhIpaKeHa, YEM TIepBasi, a Y HU3IIUX MO3BOHOYHBIX
MpEeBAIUPYET roMeocTaThuueckas GyHKIUS MPOJaKTHHA, B YACTHOCTH, PETYJISIIUS BOIHO-
coJyieBoro Oananca. Ha mpumepe pa3HbIX BUIOB TOKA3aHO, YTO MPOJIAKTUH CIIOCOOCTBYET
aJanTaiyy K TUIIOOCMOJISIPHON CpeJie M BBDKUBAHUIO PBIO, IEPEXOASAIINX U3 MOPCKOM
BOJIBI B TIPECHYIO BO BpeMsi HepecToBoii murpariu [Breves et al., 2016; Mohammed-Geba
etal., 2017; Prunet, Boeuf, Houdebine, 1985; Seale et al., 2014; Watanabe, Itoh, Kaneko,
2016; Yada, Takahashi, Hirano, 1991].

B nameit maGoparopum paspabarbiBaeTCs THIOTE3a O TOM, UYTO B YCJIOBHSIX
MATOJIOTHH TPOJIAKTHH MJIEKOMUTAIOIIUX CIOCOOCH MPOSBISATH CBOHW JBOJIOIUOHHO
JIpeBHUE (QYHKIMU, W H3y4aeTCsl OCMOpEryJaaTropHas (yHKIUsS TPOJIAKTUHA Y
miekonuTatomux. OMHAKO NI JIy4IIero MOHMMaHus (YHKIWUA, Ha KOTOPHIE CTOUT
oOpaiaTh BHUMaHUE, HEOOXO0IMMbI UCCIICIOBAHUS MPOJIaKTUHA Ha pblOaxX. BonbIIMHCTBO
Takux pabOT MPOBEICHO HA ABPUTATIMHHBIX Pbl0aXx, I/i€ INIACTUYHOCTh OCMOPETYJISIINY U
BO3MOXXHBIE BJIMSIHUS Ha HEE MPOJIAKTUHA CUJIBHO BBIPAXKEHBI, OJTHAKO Y ATUX BUJIOB
OTCYTCTBYET MOJIOBOE U POJIUTEIHCKOE TOBEACHHE, MOATOMY PbIO B MPEIIIECCTBYIOLIUX

HCCIICAOBAHUAX HC ACIIHUIIN 110 11O0JY, IToJlarad HACHTHYHOCTb MCXaHNU3MOB PEryJBsIluU y



;
CaMOK M CaMIIOB. Y MJIEKONUTAIOMIMX MPOJAKTHH UTPAET BaXHYIO POJIb B MOJIOBOM, U
pPOIUTENICKOM, B YAacCTHOCTH, OTIIOBCKOM, MoBenaeHuH. [lomoBoe moBeneHue poio,
MEHSIOIINX OKpac B OpayHbIil MEpUoj, MPH TOM TECHO COMPSDKEHO C y3HaBaHHEM
naptHépa W, B clydyae HaJM4Yds KOHKYPEHIIMHM 3a IOJOBOTO MapTHEpA, Takke B
pacrno3HaBaHHH 0CO0e-KOHKYpeHTOB. [103ToMy 00BEKT Hcce10BaHUS MPOJAKTHHA PBIO
IUIE KOPPEKTHOT'O aHajK3a SBOJIIONMU MPOJIAKTUHOBOM OCH JIOJMKEH COOTBETCTBOBATH
CJIEYIOIIUM KPUTEPHUSM: IBPUTATHHHOCTHIO M HATUYUEM SIPKO BBIPAKEHHOTO U XOPOIIO
OIpeEesieMOro OpayHoro Nepuo/ia, a TaKKe MoJ0BOro MoBeeHus. B kauecTBe Takoro
oObekTa Oblla BbIOpaHa Tpéxurias komromka Gasterosteus aculeatus, ma koTtopoii
MPECTaBISIETCS BO3MOXKHBIM HCCIIEZIOBaTh HE TOJBKO TOHKOCTH MPOJAKTHHOBOU
peryisiiiii BOJHO-COJIEBOro OajlaHca B OpayHbId NEpUO] M H3YUYUTh 3aBHCHUMOCTh
OCMOPETYISATOPHOW (YHKIIMKM OT TOja, HO W OILEHUTh BIMSHHE MPOJAKTHHA Ha
BOCHIpUSATHE OPAaYHOIN OKPACKH.

Kpome Toro, xosomika SBISETCS XOPOLIMM In VIVO-TECTOM Ha 3arpsi3HEHUE
OKpY)KaoIlel cpeapl aHTHAHAPOTEHAMH, W YTOYHEHHE €€ MPOJTAKTHHOBOH OCH B
IPAKTUYECKOM IJIaHEe BaXKHO JIJISl IEPCIEKTUB ONPEEIICHUS CBSA3U MPOJIAKTUHOBOM ocH
C OCTPOTEeHHOW W AaHJIPOTEHHOW aKTUBHOCTBIO, YTO MOXET YBEIHYUTh TOYHOCTH
UHTEPIPETUPOBAHUS pe3yibraTa nmojaoonoro tecta [Katsiadaki et al., 2006].

[IposakTHH BOBJIEYEH B PETYJISLMIO PENPOTyKTUBHBIX IIPOLIECCOB Y PHIO: CO3pEBAHUE
TOHa/I, CliepMaToreHe3, BUTEIUIOTEHE3, CTEPOUIOTeHe3. B Xo/1e penpoayKTHBHOTO Tieproa
YPOBEHb IIPOJIAKTHHA B KPOBHU PbIO MeHsieTcsl. Tak, Bo Bpemsi 3a00TbI O TIOTOMCTBE OTMEUEHO
TIOBBINICHUE YPOBHS MPOJAKTHHA Y CAMOK HEKOTOPBIX BUIOB PHIO MPH MHKYOAITUH UKPUHOK
Bo pty camku [Whittington, Wilson, 2013]. Bc€ 3To yka3siBaeT Ha TO, 4TO IMPOJIAKTHUH Y PBIO
TaKKe BBIMOJHSIET JIBE€ KIIOYEBbIC (DYHKIMM, OJHAKO paHEE B HCCIEIOBAHUSIX POJU
NPOJIAKTHHA B OCMOPETYJISILIMKA Y phIO 3TH (PYHKUMU HE pacCMAaTpUBAIM C YUYETOM IOJia
ocoOu. BBuay yudacTus NpoJaKTHHA B PETYIALMH PENPOAYKLUUH OCOOEHHOCTH €ro
OCMOPETYJISITOPHBIX 3((HEKTOB y CAMOK M CaMIIOB TAaK)K€ MOTYT Pa3jindyaThCsi, HO POJIU
NpPOJIAKTUHA B aJaNTalldd OCMOPETYJIATOPHBIX IPOLECCOB K IMOMYy M TEM CaMbiM B

MOATOTOBKE OPraHU3MOB PA3HOI'0 I10JI1a K Pa3MHOKCHUIO OCTa€TCs HeI/I3y‘-IeHHOI\/'I.
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B nocnenHue HECKOJBKO JIET NPOJAKTUHOBas OCh PbIO paccMaTpuUBAETCS
HCCIIEIOBATENIIMU HE TOJIBKO B KOHTEKCTE OCMOPETYJALMU, HO TAKKE B pEeAIM3ALUU
IpYruxX QyHKIUH, yKe MOKa3aHHbBIX IJIs MieKonuTaromux. OTIeIbHO MOKHO BBIIETUTh
paboTHI, Kacaromuecss PenpoayKTUBHON (GYHKIIMM TpoNakTHHA y pbl0. Ha maHHbIM
MOMEHT MOKa3aHa CBS3b MEX]y MPOJIAKTUHOBOM OCBIO PBIO U PENPOAYKIIMEH, OJTHAKO HU
y OCMOPETYJISITOPHOM, HU y PENpOAYKTUBHOM (PYHKIIMM MPOJAKTUHOBOM OCHU DPBHIO
MEXaHHU3MBbI OCTAIOTCS HE U3yYEeHHbIMU. bosee Toro, noaasistomniee OOIbIIMHCTBO PadoT
paccMaTpuBaet 3T JiBe GYyHKIUU MPOJTAKTUHOBOM OCH B OTpBIBE APYT OT Japyra. Tak, B
UCCIIEIOBAHUSIX TI0 U3YUECHHUIO OCMOPETYJISITOPHBIX BIUSIHUMN MPOJIaKTUHA KUBOTHBIX HE
JENsAT 1O TIOJOBOMY MPHU3HAKY, a PEnpoayKTHUBHbIE A((PEKThl MNpPONAKTUHA Y
ABPUTAIIMHHBIX PHIO U3YYalOT BHE YCIOBUM U3MEHEHUS COJIEHOCTH BOJIBI.

K MumieHsm nposiakTuHa Kak 0CMOPETYJIITOPHOT0 TOpMOHA pb10, oTHOCATC NCC-
oomennuk, Na'/K*'-ATdaza, NBC-0OMEHHUK B OCMOPErYJISITOPHBIX opraHax. s
MPOJIAKTUHA KaK PENpOIyKTUBHOTO TOPMOHA PhIO, MOKa3aHO €ro y4acThe B PU3UOJIOTUU
rOHAaJ, CBS3b CO CTEPOUIOIEHE30M, CTEPOUIHBIMH TOPMOHAMHU M POJIUTEIBCKUM
HOBEIeHHEM I HeOOJIBIIOro KommuecTBa BUaI0B poid [Boeuf et al., 1994; Breves et al.,
2013; Breves et al., 2017; Breves et al., 2020a; Cavaco et al., 2003; Eckert et al., 2001;
Ferlazzo et al., 2012; Gallis, Lasserre, Belloc, 1979; Lee et al., 2006; Leena, Oommen,
2000; Madsen, Nishioka, Bern, 1997; Madsen Steffen, Bern Howard, 1992; Noh, Lim,
Kim, 2013; Onuma et al., 2010; Rubin, Specker, 1992; Ruiter de et al., 1986; Seale et al.,
2019; Singh et al., 1988; Slijkhuis et al., 1984; Tacon et al., 2000; Tan et al., 1988; Weber,
Grau, 1999; Young et al., 1988].

B nanHol Hay4yHO-KBaJdM(UKAIIMOHHONW paboTe ObUIM M3y4YEHbl pa3auyus,
CBS3aHHBIC C TIOJIOM, B pEAIH3alldd OCMOPETYISITOPHON (DYHKIMHM TMPOJIAKTHHA Y
tpéxurioi komomku Gasterosteus aculeatus L. kak Buga, 00J1a1al0IMEro U MUAPOKOKH
IUIACTUYHOCTBIO  PEryJsilIMA  BOJHO-COJIEBOTO  OajlaHca, W IPOSBIISIFOIIETO
PENPOAYKTUBHOE U POJIUTENBCKOE TTOBEICHUE.

esabr0o 1aHHOI padoThHI ObLJIO UCCIEAOBAHNE POJIM NMPOJAKTUHA B aJanTaluu K
MIOJTy TIPOIIECCOB OCMOPETYJISIIIUU U IBETOBOTO 3pEHUS B OpadyHbIld MEpUOa TPEXUTION

kosmromku Gasterosteus aculeatus L. B Gpaunblii mepro.



3agaum padoTsl

1. OueHuTh TMHAMUKY U3MEHEHHUS 3JIEMEHTOB MTPOJIAKTUHOBOW OCH Y CAMOK H O~
CaMIIOB TPEXUIJION KOJIFOIIKH B XOJ€ MPECHOBOAHON aanTaluu:

la) olleHUTHh NWHAMHKY M3MEHEHUs SKCIPECCHU T'eHOB mposiaktuHa Pril, pri2 B
TKaHHU MO3Ta;

10) oOIEeHUTh W3MEHEHHE UYYBCTBUTEJIBHOCTH K MPOJAKTUHY (MO0 H3MEHEHUIO
9KCIPECCHH TEHOB PEIenTOpoB npojakTuHa prira, prirb) tkanm mosra, mouek, xadp u
KUIIIEYHUKA.

2. OueHuTh U3MEHEHHE OCMOPETYIATOPHON (PYHKIIMH *Ka0p U KUIIEYHUKA 0co0ei
TPEXUTIION KOJIIOIIKY B XOJ€ MPECHOBOJIHON aIaNlTAIlUU M yYAaCTHE B HEW NMPOJAKTHHA!

2a) y caMOK U 0-CamIlOB OLIEHUTh H3MEHEHHE SKCIPECCHUM TE€HOB HOHHBIX
tpancnopTépoB (o-cyorenuuui; Na'/K*-ATdaser atplal, atpla?, atpla3; NKCC-
oomennuka nkccla, nkcc2; NCC-tpancnoptépa ncc; NHE-tpancnoptépor nhe2, nhe3;
ECAC-tpancnoptépa ecac);

20) y caMOK U 0-CaMIIOB U3YUYUTh KOPPEJSIIIUU MEXKIY IKCIIPECCUE T€HOB MOHHBIX
TPaHCIOPTEPOB U IKCIPECCHEN I'€HOB NPOJAKTUHOBBIX PELEITOPOB;

2B) y 0- U (®-CaMUOB M3yYWUTh BIUSHHUE DK30T€HHOTO OBEYHErO IMPOJIAKTHHA HA
HKCIIPECCUIO T€HOB HOHHBIX TPAHCIIOPTEPOB B YCIOBUAX MOPCKOU BOJIBI.

3. U3yunTh ydacTtvie NpoiakTUHA B PETYJSLHMU LIBETOBOTO 3PEHUS Y CAMOK U O-
CaMIIOB TPEXUTIION KOJFOIIKH:

3a) OlLICHUTh M3MEHEHHE SKCIIPECCHU TeHOB OMCHHOB (SWS1, sws2, rh2, Iws) B
CETYATKE B MOJIENIM IPECHOBOJHOM a/lalTalllu;

30) OLEHUTb H3MEHEHUE SKCIPECCUU TI'€HOB OICHMHOB NpU aJMHUHUCTPALUU
HK30T€HHOTO MPOJAKTHHA B YCIOBHUIX MOPCKOM BOJIBI.

4. CpaBHHTh YPOBHHU JKCIIPECCHU IeHOB TposiaktuHOBOHM ocu pril, pri2, prira,
prirb B Mo3re camMII0OB B HEPECTOBOM MEPHO/IC U BO BPEMSI IEMOHCTPAIIUU POJAUTEIBLCKOTO
MOBEACHUS.

Hayuynas HoBM3Ha wuccjieqoBaHusi. B Hacrosimieit paGoTe BIepBbie ObBLIO
MIPOBEICHO MCCIEAOBAHUE TOJIOBBIX Pa3IMYMi U3MEHEHHS 3JIEMEHTOB MPOJIaKTUHOBOMN
OCH TPEXUIJION KOJIOUIKU MPH aJlantauuu oco0el K mpecHou Boje. Briepsoie st priO
ObUIO TIOKa3aHO, BIEpPBbIE A pbIO, YTO MPOJAKTUHOBAs OCh TMOJA BIUSHUEM
IIPECHOBOIHOM aJanTalyuy y CaMIiloB U caMOK Moauduuupyercs no-paznomy. [lomydenst
IPUOPUTETHBIE JIaHHBIE O HEOJUMHAKOBOM y CaMUOB M CaMOK HW3MEHEHUU
OCMOPETYISATOPHON (PYHKIIMU >Ka0p M KUIIEUHHUKA MPU MPECHOBOAHON amantaiuuu. Jiis

KOJIIOUIEK JIOKA3aHO PA3JIMYHOE H3MEHEHUE OCMOPETyJIATOpHOM (GyHKUUU Ka0p u
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KHUIIIEYHUKA Y O- ¥ O-CAMIOB IOJ] BIUSHUEM HK30T€HHOT'O MpoJiakKTUHA. TakKe BIepBbIe
OBLJIO TTOKA3aHO, YTO OJTHUM U3 3((PEKTOB MPOTAKTUHA SBISETCS U3BMEHEHUE SKCIIPECCUH
I€HOB OINICMHOB B ceTuaTke. TakuMm 00pa3oM, BbISIBJIEHA HOBasi (PYHKIMS MPOJAKTUHA Y
pBIO — ajanTanys MBETOBOTO 3pEHUS IIPH TIEpexoie 0coOel B MPECHYIO BOAY — TAKXKE T10-
pPa3HOMY peau3yIoLascs y CaMIIOB U CAMOK TPEXUTIION KOITIOUIKH.

Teopernueckasi 1 MPAKTHYECKAA 3HAYUMOCTH padoThl. [lomydyeHHbIE TaHHbBIE
MO3BOJIAIOT PACHIMPUTh COBPEMEHHBIE 3HAHUS O IMPOJAKTUHOBOM OCH Yy HU3IIUX
MTO3BOHOYHBIX M €€ HBOJIOLMHU. B3auMOCBSI3b OCMOpPETrYJIATOPHOM U PENPOAYKTUBHOU
GYHKIHNA MPOJIAKTHHA y PHIO CTIOCOOCTBYET JIydIlIeMy MTOHUMAHUIO B3aUMOCBSI3U ITUX
GyHKUMNA y MIIEKOTUTAIOLIUX.

[Tonmy4yeHHble pe3ysibTaThl B JaJIbHEWINIEM, BO3MOXKHO, OYyJIyT NPUMEHHUMBI B
aKBaKyJIbType. By1ydn H0CTaTOYHO MPOCTHIM U HEJIOPOTUM B COACPKAHUU OOBEKTOM,
TpéXurias KOJIONIKAa MMEET TMEepPCIeKTUBY CTaTh MOJEIbHBIM OOBEKTOM IS
MIPOMBICJIOBBIX BHJIOB PbIO, B HM3yYCHHUU MPUMEHEHUS TOPMOHAIBHOM Tepamnuu B
akBakyJbType. [ToCKOJIbKY I TIpOJIaKTHHA y PBIO MOKa3aH MMMYHOMOJYJISITOPHBIN
3¢ (dexT, ero NpuMEeHeHre B aKBaKyJIbTYPE MOKET BBIXOJUTH 32 PAMKH «KJIACCHUECKUX))
(GyHKIMH perysiuu BOIHO-coJieBoro OamaHnca u penpoaykiuu [Paredes et al., 2013;
Yada et al., 1999].

MeTom0J10T4sI M METOBI HCcIe0BaHus. B pabote mpoBoIMIOCE MOJETMPOBAHUE
MIPECHOBOHOM aJanTallid Ha CaMKaxX M CaMIlax TPEXUIIION KOJIOMIKK B PEIPOTyKTUBHBIM
nepuon. Komroriek otnasiuBainu B bemoM Mope Bo BpeMst HepecTa, pa3aesisuid BBIOOPKU TI0
MOJTy OCOOEH, MOCIIe YeTO OMBITHBIE TPYIIIBI IEPEHOCUIIN B aKBAPUYMBI C TIPECHON BOJIOH;
KOHTPOJIBHBIE IPYIIIBI COJEPKAIN B aKBAPUYMax ¢ MOPCKOW BOAoM. [yt MmonenupoBanus
s deKTa SK30reHHOr0 MPOJIAKTHHA B YCIOBUSX MOPCKOM BOJIBI OCOOSIM, COJEPKABIIUMCS B
aKBapuymMax C MOPCKOW BOJIOM, JeNadud BHYTPUOPIOIIMHHBIE WHBEKIUMU OBEYbETO
MIPOJIAKTHUHA OJTWH Pa3 B CYTKU B TEUCHUE TPEX CYTOK; KOHTPOJIHHBIM IPYTIIIaM BBOIIIHN (HH3.
pactBop. [[1st cpaBHEHUST caMIIOB BO BpeMsi HepecTa U B (ha3e pOAUTENHCKOTO MOBEIACHUS
TKaHU (PUKCUPOBAIIM CPa3y MOCIIE OTJIOBA OCOOECH.

Y ocoOeii u3mepsiin MOpGOMETPUIECKHE TTapaMeTphl, coepkaHre HOHOB Na* u
K" B minasmMe KpoBH METOIAOM aTOMHO-a0COPOIIMOHHOW CHEKTPOMETPHUHM, a TaKKe
AKCIIPECCHIO0 T€HOB MHTEpeca B TKaHsIX ¢ ucnoiab3oBanrueM Metoaa OT-ITLP B peansHOM
BPEMEHHU.

OcCHOBHBIE M0JI02KeHN S, BBIHOCHMbI€ HA 3aIIIUTY

1. IIponaktiHOBasi och camok M camioB G. aculeatus momudunupyrTcs mo-

pa3HOMYy MpHU aJanTally OpraHu3Mma K npecHoi Boje. Ilpu aToM mposakTHHIIOOOHBIN
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ropMoH Prli2 moxer mMmerh Ooibllice 3HAYCHWE I OpraHW3Ma CaMIIOB TPEXHUTIION
KOJIFOILIKHU, HEXKEITU CaMOK.

2. OcmoperynstopHas (yHkius camMok u camioB G. aculeatus wmensercs
HEOJMHAKOBO MPH aIANTALMH K PECHON BOJAE U CBS3aHA C MPOJIAKTUHOBOM OCBIO KaAK Y
CaMOK, TaK U y CaMIIOB.

3. ¥V camok G. aculeatus »sieMeHTH TpPOJIAKTUHOBOH OCH CBSI3aHBI C
OCMOPETYJISIIUEN CUIIBHEE, UYEM Y CAMIIOB.

4. BroisiBieHa HoBas (PyHKIUSI MpOJaKkTWHA Uil PhI0 — aJanTaiud LBETOBOIO
spernss G. aculeatus mpu mepexonie B MPECHYIO BOAY — peali3alyisi KOTOPOU TaKKe
3aBUCHUT OT I10JIa OCOOEH.

5. Iloka3aHa kiro4eBasi poJib MPOJIAKTUHOBOTO perenTopa b B Mo3re y camiioB G.
aculeatus B cTUMYJISILIMK POAUTEIHCKOTO MOBEACHUS.

CreneHb 10CTOBEPHOCTH Pe3yJIbTATOB HccaeaoBaHmMid. [loryyeHHbIE B paMKax
BBITIOJTHEHUS PAa0OTHI JaHHbBIE CTATUCTUYECKHU JTOCTOBEPHBI U BOCIPOU3BOIMMbI. Habop
UCIIOJIB3YEMbIX AKCIIEPUMEHTAIBHBIX METOAUK ONTUMAJICH JIJIs PEIIECHUS MMOCTABICHHBIX
3amay. O030p nuTepaTypbl W OOCYXKJEHHE TOJTOTOBIEHB C HCIOJb30BaHUEM
COBPEMEHHOU U aKTYaJIbHOM JIUTEPATYPHI.

Anpodanus MaTepuasioB Auccepranuu. Pe3ynbTaTel JTaHHOW THCCEPTALIMOHHOM
pabotel ObuM mpeAcTaBieHbl Ha OQuUHHAAUATOM  MEXKIYHAPOAHOW  HAay4HO-
npakTU4eckod  koHbepeHunn «BbICOKME  TEXHOJIOTHMH, (PyHIaMeHTadbHbIE U
NpUKIaJAHbIC UccheoBanus B ¢usnosioruu u meaunune» (Cankr-IlerepOypr, Poccus,
2016); na Interdisciplinary Approaches in Fish Skeletal Biology (IAFSB) 5th Conference
(TaBupa, Amnbrapse, Ilopryramus, 2018); ma Il monoaexHou mIkone-KoHGEPEHITUN
«MoJekysipHbIe MEXaHU3MBbI peryisiuu (bU3UO0IOTHYECKUX byHKIII
(3Benuropojckas ouosiorndeckas cranius, Poccust, 2019); na VI Coe3ne dusznonoron
CHI' (Iaromsic, Poccus, 2019); na JlomonocoBckux utenusix 2021 (MockBa, Poccus,
2021); ma X MexayHapoIHON HAy4HO-TIpaKTUYECKONW KoH(pepeHuun «Mopckue
uccinenoBanus u oopazoBanne. MARESEDU-2021» (MockBa, Poccus, 2021); na 1V
Bcepoccuiickoit MosofexxHOW 1IKoie-KoHpepeHIun «MoJeKyIspHble MeXaHU3Mbl
perynsiuu Qpu3noJorudeckux (QpyHKiu» (3BEHUTOpOoJCKas OMOJIOTHYECKas CTaHIIUS,
Poccus, 2023); ma XII MexnyHapoaHoil HAYyYHO-TIPAKTHYECKON KOH(MEPEHITNU
«Mopckue uccnenoBanust u odpazosanne — MARESEDU 2023» (Mocksa, Poccus,
2023); na koHpepeHunu «JloCTHKEeHNS U TEPCHIEKTUBbI PyHIaMEHTAIBHON (PU3NOIOTUH:
K crojieTuro Kadeapsl ¢u3nosoruy 4enoeka U KuUBOTHBIX MI'Y» (Mocksa, Poccus,

2024). HuccepranuoHHas pabota anpooupopaHa 17 wurons 2025 roma Ha 3acelaHUM
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Kadeapsl GU3NOIOTUN YETIOBEKA M )KUBOTHBIX OMOJIOTHYecKoro dakynbTeTa MI'Y nmenu
M. B. JlomoHnoCOBa.

[yoankamuu. [To MaTepuanam auccepTalnuu OmyOJIMKOBAaHO 4 TeYaTHBIX padoT:
4 crarteil B MEPUOJUYECKUX H3JIaHUSIX, WUHACKCUPYEMBIX aHaIMTUYECKUMU Oazamu
Scopus, Web of Science, RSCI u pekoMeH0BaHHBIX JIJIsl 3AIUTH B TUCCEPTAITIOHHOM
coBete MI'Y.03.06 o cnenmmansHOCTH 1.5.5. dU3Hogorusa 4yejoBeka U >KUBOTHBIX, U 5
TE3UCOB B COOpPHUKAX JIOKJIAJOB MEXKIYHAPOIAHBIX M BCEPOCCHUMCKHUX HAayYHBIX
KOH(EpEeHIIHUH.

JInunbiii BkJIax asropa. Jluunbeii Brian couckarens [lasmoon H. C.
MPUCYTCTBYET Ha KaXJAOM 3Tarle BBITIOJHEHUS AUCCEPTAIMOHHON pabOThI U 3aKJIF0YAETCS
B TUTAHUPOBAHUU U TOJTOTOBKE HKCIIEPUMEHTOB, OTJIOBE 0COOEH TPEXUTIION KOJIIOIIKH,
MIPOBEICHUH JKCIIEPUMEHTOB, 3a00pe M (UKcaluu Marepuaia, MPOBEICHUH aTOMHO-
abcopormonnoii cnekrpomerpun U OT-IILP B peasbHOM BpeMeHH, CTaTUCTHYCCKOU
00paboTKe [1aHHBIX, HAMMCAHWUU TE3UCOB JOKJIAJOB U CTaTei, MNpeCcTaBICHUU
pE3yNbTaTOB PadOTH HA KOH(EPEHIUSAX.

CTpykrypa U 00beM auccepramum. JluccepranvonHas paboTa COCTOUT U3
BBEJICHMsI, 0030pa JTUTEPATyphl, MAaTEPUATIOB U METOJOB HCCIICOBAHUSA, MOJIYYCHHBIX
PE3yNbTaTOB U UX OOCYXKJEHUs, 3aKJIFOYCHHS, BBIBOJIOB M CIKCKA JUTepaTypbl. PaboTa
u3noxkeHa Ha 152 crpanunax, cogepkut 43 pucynka u 18 tabmui. Cnucok muTupyeMoit

JUTEpaATyphl BKIIOYAET 283 UCTOYHUKA, U3 HUX 276 HA HHOCTPAHHOM SI3bIKE.



13
1. OB30P JIMTEPATYPBI

1.1. BuoJiorust Tpéxurioii komomku Gasterosteus aculeatus L.

Tpéxurnas komromka Gasterosteus aculeatus, L. (ceMeiCTBO KOJIIOIIKOBBIC
Gasterosteidae, otpsin xomromkooOpasHeie Gasterosteiformes, undpakitacc KocTucTbie
Teleostei, monkiacc srygeriepsie Actinopterygii, kiacc koctabie Osteichthyes, Haakiace peiObI
Pisces) — By pbIO, IIMPOKO PACPOCTpaHEHHBIN B OacceitHax ceBepHOi yacTi CeBepHOrO
JlenosToro, Atiantaeckoro u Tuxoro okeaHoB. B eBponerickor yactn Poccun tpéxurias
KOJIroIKa pacnpocrpaneHa ot Konbckoro noxyoctposa u HoBoit 3emin 1o YEpHOTrO Mops; a
Taoke B Oacceiine bapeniieBa, benoro, banruiickoro, YepHoro mopeii 1 Tuxoro okeana, cM.

Pucynoxk 1 [Bell, Foster, 1994; 3toranos, 1991; Pemernukos u nip., 2003].

)

Pucynok 1 — Apean oouranus Tpéxurioi komomku Gasterosteus aculeatus L.
(o [PemretnukoB u ap., 2003])

/"b
&

[To OTHOILIEHUIO K YCIOBUSM COJIEHOCTU BOJABI PHIOBI JEISATCS HA CTEHOTAIMHHBIX
Y 3BpUTATUHHBIX. CTEHOTaIMHHBIE PHIObI MPAKTUYECKH HE CIIOCOOHBI aAaTUPOBATHCS K
KOJICOAHUSIM COJIEHOCTH BOJBI M CUUTAIOTCS JUMOO MPECHOBOJIHBIMH, JIMOO MOPCKUMU
BugamMu. Bunbl, cnocoOHbIE ananTUpOBaThCA K CHIJIBHBIM HM3MEHEHHSIM COJIEHOCTH,
HA3bIBAIOTCS ABPUTATMHHBIMHU, U CPEIM BCEX BUIOB KOCTUTHIX PHIO MX KOJIMYECTBO HE

npesbiiaer 3—5% [Davenport, 1985]. Tpéxurnas KoJIOIIKa SBISETCS 3BPUTAITUMHHBIM
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BUJIOM PBIO: OHU KMBYT U B IPECHOU, U B MOPCKOM BOJIE, MPEANOYNTASI TUXOE TCUCHUE,
CTOSTUYIO MU cllaborporounyro Boay [Takvam et al., 2021; Taugbel et al., 2014].

[To sKonorMyecKkoMy MPHU3HAKY pa3InyaloT TpU (GOpPMbI KOJIOUIEK: MOPCKYIO,
MPECHOBOJHYIO U MPOXO0AHYI0. Mopckas popma oOuTaeT B mpuOpeKHOM 30HE MOpeH 1
pa3MHOXKaeTCs Ha MeEJIKOBOAbe (cojeHOCTh 10 20-25 %o). B Poccun ocobu manHOM
dbopmbl B ocHOBHOM obOuTaroT B Kanpanakiickom 3anuBe bemoro mops, a Takxke B
bapennieBom u UepHom MOpsiX, T1ie BEAYT Melarudeckuii 00pa3 sKU3HU, YXOAs TOBOJIBHO
JIaJIEKO B OTKpbITOE Mope [3roranos, 1991].

[IpoxoaHble KOJIOIIKK >KUBYT B MOpE, HO B BECEHHE-JIETHUM MEpUOJ]
Pa3MHOXAIOTCSI B TIPECHBIX BOJAAaX, BBIXOJA B pydbH, peku win o3épa. [locne Hepecra
B3pOCJble 0COOM THOHYT WJIM YXOJSAT OOpaTHO B MOpPE U 3UMYIOT Haja OOJBIIMMHU
rnyounamu. Mopckas U mpoxoaHass (QopMbl MOTYT MEPEeXOAUTh JPyr B Jpyra.
[IpecHOBOIHBIE KOJIIOIIKHY JKUBYT U PA3MHOKAIOTCS B IPECHBIX BOJIaX, HE BBIXOS B MODE,
JIa’K€ €CJIM MTPECHOBOHBIN BOJIOEM HE M30JIUPOBaH OT Hero [3roraHos, 1991].

Kousroniku nmuTaroTcsi 300TUIAHKTOHOM M O€HTOCOM, MpUuéM OEHTOC MpeodiaaaeT
(IMYUHKHA HACEKOMBIX, TIPEK/IE BCETO MEJIKUE JTMUMHKU XUPOHOMHUI U JIP.), 3aPOCIEBHIM
MJJAHKTOHOM, BBICHIMMH PaKOOOpa3HbIMU, MOJUIFOCKAMH, COOCTBEHHOM HWKpOM U
PaCTUTENBHOCTHI0. MOJIOb KOJIIOIIKHU MOTPEOIIEeT MPEUMYIIECTBEHHO SMUOCHTUYECKUX
BECJIOHOTMX U BETBUCTOYCHIX paykoB [3roraHos, 1991].

Komromka Beniet craiftHblii 00pa3 )KM3HU, BHYTPH CTail HA0JIF01aeTCs KOHKYPEHIUS
3a muIry. B3pocibie 0coOu 3a4acTyto AepkKaTcsi Cpeu pacTUTEILHOCTH; MOJIOb YacToO
MOJHUMAETCS U K TTIOBEPXHOCTHU BOJBI. boJsiee KpyIiHbIe CTau KOJIOIIKa 00pa3yeT nepen
pa3MHOKEHUEM, TOCJIE YEro PacCpeloTOUYMBACTCS W BEACT CKPBITHBIM 00pa3 »KU3HU
[3roranos, 1991].

Mopdonornueckoit 0COOEHHOCTBIO, KOTOpas Jlaja poJ0BOE Ha3BaHUE, SIBISETCS
HAJIMYME KOJIOUEK: TPEX Ha CIIMHE W JIBYX Ha OPIOUTHOW CTOpOHE. Y CaMIIOB KOJIFOUKH
OOBIYHO KpyIHEE B CPaBHEHUU C CaMKaMH. Telo y KOJIOMIEK OTHOCUTEIBHO BBICOKOE,
ckatoe ¢ OOKOB, PE3KO MOHMKAIOIIEECs] K XBOCTOBOMY IJIaBHUKY. COOTHOLIEHUE IJTUHBI
K BBICOTE TeJia B cpeaHeM coctaBisieT 4:1 umu 5:1, B AnMHY 0COOM JJAHHOTO BUJA PEAKO

nocturaroT 100 MM, 00b19HO ayMHA Tejia cocTaBisteT 35—80 mM [3roranos, 1991].
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Teno rosjoe, MUILIEHO YEIIyH W B3aMEH IMOKPBITO PSIOM IMONEPEYHBIX POTOBBIX
1acTUHOK (PrUCyHOK 2) Ha MpOTSHKEHUH Tena OT TOJIOBBI 10 XBOCTA. YHCIIO MIACTUHOK
BapbupyeT oT 30 10 35, He U3MEHSETCsl ¢ BO3PACTOM, HE 3aBHCUT OT BPEMEHHU roja. Psn

HaOJTFOICHUN MOKa3ajl, YTO UX KOJMYECTBO COXPAHAECTCS HEM3MEHHBIM M Y MOJIOIH PHIO.

Pucynok 2 — Tpu ocHOBHBIE MOP(BI 0co0ei Tpexurion koomku: A. leiurus; B.
semiarmatus; C. trachurus (mo [Bell, Foster, 1994])

[lo cremenu pa3BUTUS TUIACTHH HA TeJie Pa3IMYalOT TPU MOP(PBI KOIIOIIEK:
trachurus, ¢ moJIHBIM psIOM TUTACTUH BJIOJIb Beero Tena (PucyHok 2), leiurus ¢ manbim
YUCJIOM IIACTUH (70 14), pacmoioKEeHHBIX TOJIBKO IM03aJd TOJIOBBL. Tperhs Mopda,
semiarmatus, sBIsSETCS MPOMEKYTOYHON MEXIy STUMH JIBYMS: UMECTCS TMOKPBITHIN
IUTACTUHAMHU YYacTOK B TEpeIHEH 4YacTH Teia M, 3aTeM, IMOCJe MPOMEXYTKa, CepHs
IJIACTHH B KayjaiabHOM yactu (Bcero oT 12 mo 30). M3peaka BcTpedaroTrcss ocoOu
KOJTFOIIIEK O€3 TIaCTHH Ha Tejie. B pa3HbIX "acTsAx apeasia 4acToTa BCTPE4aeMOCTH MOP(d
pasnmMyHa, MEXJy HHUMH BO3MOXKHBI II€pEXOJIbl, B psAJe CIy4acB IOKa3aHa
penpoaykTuBHas u3ossius mexay aumu [Cresko et al., 2007; 3roranos, 1991].

Cy1ecTByeT KOppemsIys Mex Iy MOp(oi 1 CKIIOHHOCTBIO K MUTPAIASIM: YXO/ISIIHE
HAa HEPECT B PEKH MOMYJISIIIMUA OOBIYHO COCTOST U3 0COOEH ¢ TOJHBIM HAOOPOM IIIACTHH,
XOTS B €BPONEHCKHUX MOMYJIHSIX YacTO BCTPEUAIOTCS W 1B Jpyrue (opmbl, HO B
3HAYUTEIBHO MEHBIIEM KOJUYecTBE. Takke pacmpoCTpaHEHbl MOIMYJSIUH, COCTOSIINE
OosplIel 4acThio M3 0cobell ¢ ManbiM yuciaoM mactuH. CooTHolleHue xe mMopd B

IPECHOBOIHBIX MOMYJIAIusx HeoaHo3HauHo [Cresko et al., 2007; 3roranos, 1991].
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['onoBa yanuHEHHAsi, OTHOCUTEIBHO OOJIBIIAsT M HECKOJIBKO 3a0CTpEHHAs, TJa3
CPaBHUTEIIBHO KPYMHBIA. PbIIO KOpoue 3ariia3HUYHOIrO OTAeda TOJOBBI, BEPXHSS
YEJNICTh Kopode HIKHEN. OKpacka Tena y KOJIOMKU BapbUPYET B 3aBUCUMOCTH OT THUIIA
BOJIOEMA U CE€30HA, U3MEHSETCS U K MEepUOoAy HepecTa. 3UMOM y KHUBYIIEH B Mope
KOJIIOIIKA OOKa M OproXxo cepeOpucTOro 1BeTa, CIMHA W BEpX TOJOBBI cuHUE. JleTom
3aJHAsl 4acTh TOJIOBBI M BEpPX Teja BIUIOTH 0 OOKOBOM JMHUM YEPHOBATO-CEPHIE.
[IpecHOBOHBIE KOTIOMIKHA U3 BOJOEMOB C TEMHOW BOJIOM UJIU C TYCTOM PACTUTEIBHOCTHIO
UMEIOT cepeOpHUCTOe CBETIIOE OPI0X0 M TEMHYIO (KOPUUYHEBYIO HIIM 3€JIeHYI0) criuHy. Ha
TeJie MOTYT BCTpEYaThCs TEMHBIE MSATHA, OMUCAHBI TaKXE€ OCOOM MOJHOCTHIO YEPHOU
okpacku [ Tinghitella, Lehto, Lierheimer, 2018; 3toranos, 1991].

K MomeHTy HepecTa okpacka camIlOB U CaMOK MeHsieTcsi: popMupyercs OpadHbiii
HapsiJl, MPUYEM HHTEHCHUBHOCTb OKPACKH YBEJIUYUBACTCS M COXPAHSIETCS JO KOHIIA
nepuojia pazMHokeHus. CrimHa ¥ ria3a caMIloB IPUOOPETAIOT CHHIO OKpacKy, Ooka —
cepeOpHUCTYI0, a HIKHSS YacTh TOJOBBI, OPIOXO M OCHOBAHUS TJIABHUKOB CTAHOBSTCS
KPaCHOTO IBETa. Y CaMOK U3MEHEHHUS BBIPAXKAIOTCS B POPMUPOBAHUHU HETIOCPEACTBEHHO
nepe HepecToM TEMHBIX TIOTIEPEYHBIX MOJIOC HAa CIIMHE U OOKaX Tesa, HIKHSSI CTOpOHA
TYJIOBUII]Aa CTAHOBUTCS OJIETHO-KENTOM, BCKOpPE TOCJIE HUKPOMETAHHUS 3Ta OKpacka
ucuesaet [ Tinghitella, Lehto, Lierheimer, 2018; 3roranos, 1991].

CpenHsisi IpoAOIKUTEIBHOCTD KU3HH TPEXUTIION KOJIFOIIKUA COCTABISECT MOPSIKa
2-3 5eT, B HEKOTOPBIX CITydasx — 70 MATH. [10J10BO3peIocT JOCTUTAET yKe K BO3PACTY
ogHoro roxaa. Jlimuna tena mo 11 cm, macca 1o 9 r.

Bpemsi Hauanma Hepecta (C KOHIIAa MapTa IO KOHEI[ aBryCTa) 3aBHUCUT OT
TeMIepaTyphl U JJIMHBI CBETOBOTO JIHS. B 6oJiee ceBepHBIX MIUPOTaX HEPECT MPUXOIUTCS
Ha JieTHUE Mecsanbl. Hepect nopuronHeiii. Bo BpeMs HepecTa camipl JEMOHCTPUPYIOT
HepapXUUECKYIO CTPYKTYPY U CI0KHOE OpauyHOe U POJIUTENIbCKOE MoBeaeHue. epapxuto
camIila MOXKHO OIICHHTB 110 CTEIEHH BBIPaXXKEHHOCTH ero Opaunoro okpaca [Tinghitella,
Lehto, Lierheimer, 2018; 3toranos, 1991]. Ha Pucynke 3 npencraBieHbl OKpachl o- U ®-

caMiia, a TaKXXEC CaMKHU MOpCKOﬁ MMOIMyJIsIIHUKU KOJIOIICK.
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o-CaMCI1] W-CaM€C1] . CaMKa

Pucynok 3 — Baemnmii Bup o-, ®-camma u Taxke camku G. aculeatus L. mopckoii
MOp(BI B IEprO]T HEpecTa

CrnoxxHasi vepapxuyeckas CTpyKTypa, HaOIIOJAoMasics y CaMIlOB KOJIOIIEK B
OpauHbI MEPUOJT U SIBJISIONIASCA YaCThblO UX OpPAayHOTO MOBEACHUS, BBIPAXKACTCS B
CIEAYIOIIEM: CaMIlbl OTAENSAIOTCA OT TPYNIbl U HAaXOIAT THE3JOBBIE TEPPUTOPUU, HA
KOTOPBIX CTPOSIT THE3/0, €CJIM UX HE TPEBOXKAT Apyrue ocodu. [Ipu mpoOHUKHOBEHUH Ha
TEPPUTOPUIO JPYroro camia XO3IMH JAEMOHCTPUPYET arpecCUBHOE IOBEJCHHUE.
Hacrosimue nananenus 6omee penku [Pall, Mayer, Borg, 2002; 3toranos, 1991].

CaMupbl CTpOST THE3AA B MEIKOBOAHBIX 30HaX BOJOEMA, TNI€ BOAA IOCTATOYHO
mporpeTta v mpo3payHa, 00br4Ho Ha riayoune 20—-50 cantumerpoB. CTpOUTETHCTBO THE3A
BKJIIOYAET CJIEAYIOIIME ATallbl: BhIKAMBIBACTCSA HErIyOOKas siIMKa B TECKE, B KOTOPYIO
cobupaeTcsl THE3/10BOM MaTepHal (3a4acTyr0 HUTH BOJOPOCIIEi), 1ajiee OH YIUIOTHSIETCS
U CKperisieTcss oco0oil cim3blo, BhIpadaThiBaeMoOil moukamu. B urtore dopmupyercs
CBO€0OOpa3HbIi KIIyOOK, B KOTOPOM MPOJIETBIBAETCS CKBO3HOM TOHHENb. DYHKIUS CAMKH
CBOJIUTCS UCKJIFOUUTENIBHO K HKPOMETAHUIO, IOCIIE YETO OHA TOKUIAET THE3/I0, OTIIOKHUB
MopsiJIka COTHU UKPUHOK. [Ipudem 3a4acTyro oJiuH caMell coOupaeT B THE3/IE HECKOIbKO
NopIMi UKPBI OT pa3Hbix camok [Pall, Mayer, Borg, 2002; 3toranos, 1991].

3a00ota 00 UWKpMHKAaX W MOJIOJAM KOJIOMIEK sBIseTca (yHKIHMEH camiia.
PonuTtensckoe moBeIeHHE BhIpaXaeTcs, B MEPBYIO OUepe/lb, B M3THAHUU UyKaKOB (PbIO
000€ro moJjia CBOEro BUJIA, IPYTUX BUJIOB, MPOYMX XUITHUKOB) U B BEHTUJISLIUM HKPHI.
[Tocnennee OCYIIECTBISIETCS 3a CYET XapaKTEPHOTO «OOMAaxWBAIOIIETO» JIBHKCHHUS.
Camel] TOHMT K THE3ly BOJY 4YEPEAYIOIIMMHCS [BWKEHUSIMH BIEpEl TPYAHBIX

IIJTAaBHHUKOB. I[J'ISI YACPIKaHUA Ha MCCTC HCIOJB3YIOTCA B3MaxXHW XBOCTA. HpOI/ICXOI[I/IT
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nepeMelnBaHue BOJbI U MOCTYIUIEHHE HOBBIX MOpIuil kucinopoxaa [Pall, Mayer, Borg,

2002; Wootton, 1984; 3toranos, 1991; Pemernukos u ap., 2003].

1.2. Ocmoperyasinusi y pbi0o
1.2.1. Opzanwvl ocmopezynayuu pvié 6 MOPCKOI u nPecHoll 600e

OcMmoperynsmuss — OIWH W3 BAKHEWIINX MPOIECCOB TOMEOCTa3a JOOBIX
KUBOTHBIX. K KIIOUEBBIM OpraHamM OCMOPETYJSIIIUM PbIO OTHOCATCS >KaOpbl, TIe
peanu3yeTcsl akTUBHBIM HOHHBIA OOMEH C BHEIIIHEH CpeIoi; KUILICYHUK, TI€ MPOUCXOAUT
n30upaTeNbHbIA 3aXBaT MOHOB M BCAaChIBAHHUE BOJbBI, a TAKXKE, B MEHBIICH CTEINEHH,
MOYKH, y TPECHOBOIHBIX BUJIOB PBIO 00pa3yrolire 00JbIIoi 00bEM pa30aBIeHHON MOYH,
a Yy MOPCKHUX BUJIOB — HEOOJIBIION 00BEM KOHIIEHTpUPOBaHHOU Mouu (cM. PucyHok 4). B
nocJielHee BpeMs y pbI0 B Ka4eCTBE BaKHOTO OpraHa BOJHO-COJIEBOTO OajlaHCa TakkKe
paccMmaTpuBaeTcss Koxa. Y OIBPUTAIMHHBIX BHIOB, KOTOPbIE B TEUECHHE KU3HU

HUCIBITBIBAIOT PCE3KUC CMCHBI COJIEHOCTH BOAbI, OCMOPCTYJIATOPHBIC MCXAaHU3MbI

makcumainsHO ruOkue [Edwards, Marshall, 2012; Wright, 2021].

B NpecHo# Boge B MOpPCKOI Boge

H,0

PucyHok 4 — OCHOBHbBIE OpraHbl OCMOPETYJIALIMY B YCIOBUSAX MOPCKOW U IPECHOU

BOJIBI M CTEIICHBb MX BKJIaJa B 3aJepKKy/BbiBeieHre HOHOB (1o [Takei et al., 2014])
MexaHu3Mbl OCMOPETYIISAIIMU PhIO BapuaOeIbHbI, HECMOTPS HA HAJUYUE Y HHUX
OOIIMX MPUHIIUIIOB, KOTOPBIE MOTYT y Pa3HBIX BUIOB PEATM30BBIBATHCS PA3IMYHO, U 110
CBOEMY pPa3HOOOpa3HI0 TPEBOCXOASIT MEXaHU3MBI TIOJICPKAHHS BOJHO-COJIEBOTO
OanmaHca y Ha3eMHBIX JKUBOTHBIX. B OCHOBHOM ITPECHOBOIHBIE PHIOBI AJIs MTOAIEPIKaHUS

BOJ/IHO-COJIEBOTO OasiaHCca TOJKHBI aKTUBHO 3aXBaThIBATh U3 OKPYIKAIOIIEH Cpe/bl HOHBI,
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B 1nepByio ouepeab, Na* u Cl'; MOpCKUM pbpiOaM HEOOXOIMMO BBIBOJUTH M30BITOUHBIC
nByxBajeHTHbIE KaThHoHbI (Mg?*, SO4%) mu3 opranmsma. Pazimuums ke B MeXaHU3Max
OCMOPETYJISIIIUU 3aKJII0YAIOTCSA KaK B Pa3IMYHOM BKJIAJI€ OCMOPETYJISITOPHBIX OPTaHOB,
TaK U B KOJIMYECTBE TUIIOB HOHOITMTOB (KJIETOK, OCYIIECTBIISIFOIIUX TPAHCMEMOPaHHBIN
OOMEH MOHOB) B HHUX, a TAKXKE B KOJUYECTBE MOHHBIX MEPEHOCUYMKOB, HAXOMSIIUXCS B
memOpanax norouutoB[Dymowska et al., 2014; Guh, Lin, Hwang, 2015; Takei, 2000;
Wright, 2021].

[Ipun MUTpaLH, COIPOBOXKIAOIIECHCS CMECHOM COJIEHOCTH BOJIbI,
ocMoOperyysiTopHas (YHKIUS Y OBPUTAIMHHBIX KOCTUCTBIX PbIO TIpeTeprieBaetT
3HAYUTEJIbHBIC U3MEHEHUS. B MoYkax u3MEHsAI0TCS CKOPOCTh KITyOOUKOBOM (hUIbTpaIiuu
U CKOPOCTh KaHaJbIeBOM peabcopOiuu. [Ipu anantanuu opraHu3Ma K yCIOBUSIM HU3KON
COJIEHOCTH BOJIbl HAOJIOJAETCS TMOBBIIMICHHE CKOPOCTH KIyOOUYKOBOM (uiIbTpanuu u
CHI)KEHHUE KaHAIBIIEBOM peadCcopIiuu, 1 HA0OOPOT MPU MUTPAITUU PHIO W3 MIPECHOM BOIBI

B Mopckyto [ Takvam et al., 2021].

1.2.2. Ocmopezynamopnasn ¢pynxuyus sncaop

B mpoTHBOIOIOKHOCTh MIJICKOTIMTAIOIINM, y KOTOPBIX MOJABJISIOMINNA BKJIAJ B
OCMOPETYJISITOPHYIO  (DYHKITUIO BHOCAT TIOYKH, BOJHO-COJICBOM OamaHC pbIO
MOIJIEP>KUBAETCSI HECKOJIBKUMU OpraHaMH, KIIFOUEBBIMU U3 KOTOPBIX SBISIOTCS HKaOPHI.
DnuTenui xKaop COCTOUT u3 KJIETOK ATH OCHOBHBIX TUTOB:
HebGUPEHIIUPOBABIITUXCS, MYKO3HBIX, CKBAMO3HBIX, HEHPOIMUTETHATHHBIX KIIETOK, a
TaKk)ke MOHOIUTOB. MOHOIMTEI (B HEKOTOPHIX padOTaxX XJOPHIHBIC KIIETKH, OOTraThIe
MUTOXOHIPHSIMH KJICTKH) — KJIICTKH, PYHKITUEH KOTOPBIX SBIISICTCS TPAHCIIOPT HOHOB, OT
JIPYTUX KJIETOK OTIMYAIOTCS OOJBITUM KOJIWYECTBOM MHUTOXOHIPHUH. Y pa3HBIX BUIOB
pBIO B pa3IUYHBIX BHEITHUX YCIOBHSX KIETKH JAHHOTO THIIA 3aHUMAIOT OT OJHOTO JI0
JIECATH TIPOILICHTOB IUIOIMIAAM TOBEPXHOCTH >ka0p. HOHOUUTHI Takke MOXKHO
KIacCHU(pHUIIMPOBAThL B HECKOJIbKO moaruroB [Breves et al., 2020a; Dymowska, Hwang,
Goss, 2012; Evans, Piermarini, Choe, 2005].

B XX Beke Ha OCHOBaHWH JaHHBIX 3JIEKTPOHHOW MUKPOCKOIWW BBIICITUIHN JBa

CY6TI/IHa HOHOIUTOB: B }Ka6an MOPCKHX BHIO0B pbl6 OBLIIM OIMCAHBI HOHOIOUTEI C
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BBICOKOW JJIEKTPOHHOM IIJIOTHOCTBIO, & y MPECHOBOJIHBIX BUJOB — MOHOLIUTHI C HU3KOU
AIIEKTPOHHOM TUIOTHOCTHIO. JlaHHBIE CYOTHIBI Ha3BalU - U O-XJOPUAHBIMU KIETKAMHU
cooTBeTcTBeHHO [Pisam, Caroff, Rambourg, 1987]. BriociieacTBuu ObLIO ITOKA3aHO, YTO
GyHKIIMA HOHOIIUTOB OoJiee crieiu(UIHbI, HO HOHOIIMTHI CO CXOKUMH (DYHKITUSIMU ObLTH
Ha3BaHbBI MMO-Pa3HOMY y pPa3HBIX BUAOB. B Hacrosiiee Bpems yTBepauiIach CHUCTEMa
Ha3BaHMH (HYHKIIMOHAJILHO pa3indHbIX HoHOIUMTOB [Dymowska, Hwang, Goss, 2012].

Onurenuid xkabp npecHoBogHOro BHjaa Danio reri0 mmeeT Kak MUHUMYM IIATh
TUIIOB MOHOIIUTOB, KAXK/IBIN M3 KOTOPBIX YHUKAJICH 10 HA0OPY HOHHBIX TPAHCTIOPTEPOB U
KaHajoB. HoMmMeHKIaTypa HOHOIIMTOB OMHPAETCS HAa TJABHBIM M3 IKCIPECCUPYEMBIX
KJIETKOW MEPEHOCUUKOB.

HR-knetku (H*-ATPase-rich) ocymecrsastor Tpancnopt wonoB Na*, HCOsg,
NH,*. Tpaucnopt nona Na* y mpecHoBogHoro Buja Danio rerio mpoucxoauT BHYTPb
opraHu3zMa OJjarojaps HaTpPUEBOMY KaHAJly Ha AanuKaJbHOM CTOpOHE KJIETKU (ero
CTpyKTypa moka He ycraHoBiieHa) B Na'/K*-AT®aze (5-it moarun 1-ro tuna o-CE) Ha
0azanmpHOU. NH4™-HOH B KiieTke 00pa3yeT aMMHaK, KOTOPBIH BBIBOJUTCS TIOCPEICTBOM
pe3yc-raukonporernHa Rhegl Ha anukaabHON CTOpOHE KIIETKH, U TPOTOH, MTOKUIAFOIIUI
kietky uepe3 H-AT®dazy nim NHE3-o6mennuk (Na*/H -antumopr), pacnosioxeHHbIe
Ha anuKaJIbHOW cTOpoHEe KieTku. CHapyKyM HOHOIIMTAa Ha aluKaJIbHOW MeMmOpaHe
pacrioiioxkeH (depmeHT kapbOoanruapaza (CAILS), cmocoOcTByrOIIas JeruapaTaluu
oukap6onat-uona HCOj3™ o yraexucioro raza CO,, koTopsiii cBo60oaHO 1udGyHANpYyET
BHYTpPb HOHOIIMTA U MOCPEACTBOM KapOoanruapassl Broporo tuna (CA2) runpatupyercs
no OukapOonat-uoHa. B manpneitmem HCO;3;  BBIBOAUTCS U3 KJIETKU Ye€pe3 aHUOHHBIM
oomennuk (AELl, HCO;3/Cl-antunopr) Ha 0Ga3onmartepanbHoit memOpane [Guh, Lin,
Hwang, 2015; Lee et al., 2011; Lin et al., 2008; Yan et al., 2007].

NaR-knerku (Na*/K*-ATPase-rich) TpaHcmopTupylOT HOH KaibIMsl BHYTPh
opranusma. M3 BHemHel cpeasl Ca?" mocTymaer 4yepes SIUTENUAaNbHbBINA KalbIUEBbIA
kanan ECaC na anmkanpHOM MeMOpaHe W Jajee MOKHIAET KJIETKY C MOMOIIBI0 OO
PMCA (mem0Opannas xanbiuesas ATdaza), nubo NCX-o6mennuka (Na'/Ca?'-
aHTHUIIOPT), PACIIOJIOKEHHBIX Ha Oa3onaTepaibHON MeMOpane. Takke Ha HEell HaXOAUTCS

Na'/K*-AT®aza (1-it noartun 1-ro tuma o-CE), oOycnasiuBaromias TpaHCIOPT HOHA



21
HATpWs JUIA JaJlbHelero Bropuanoro tpancnopta [Guh, Lin, Hwang, 2015; Liao et al.,
2007; Pan et al., 2005].

NCC-knetku (Na*/Cl-koHnTpancnoprep) y4acTByioT B TpaHcropTe noHOB Na*™ u
Cl". Ha anukansHo# MemOpanae kietku pacrnonoxern Na*/Cl-korpancmoprep (NCC), Ha
0azonatepanbHoii — xyopHbId kaHan 2¢ (CIC2), NBC (kontpancnoprep noHoB Na* u
HCO3", y npecHOBOIHBIX PhIO BHIBOJUT HOHBI U3 KIIETKH), a Takxke Na*/K™-AT®daza (2-i
noarun 1-ro tuna a-CE) [Guh, Lin, Hwang, 2015; Hsu et al., 2014].

SLC26-knetku (Solute carrier 26-expressing) sKCHPeCCHUPYIOT Ha almHKaJIbHYFO
mMemOpany noHHbIH niepeHocunk SLC26 (HCO;/Cl-anTumopr), Ha 6a3zonaTepaibHYIO —
Na'/K*-ATda3y (1-it moarun 1-ro tuna a-CE) [Guh, Lin, Hwang, 2015].

KS-kinetkn  (K*-secreting) oTBewaroT 3a  OKCKPCIMIO  HOHA  Kajwsl.
bazonarepanpayto mMemOpany K* mepecekaer mocpeactBom Na'/K™-ATdaswr (4-i
nontun 1-ro tuna o-CE), 1 mokugaeT KIeTKy ¢ alMKaJIbHOW CTOPOHBI Yepe3 KaJTUeBbIC
kaHajbl Bxoamiero Beimpsmitenus Kirl.1 [Abbas et al., 2011; Guh, Lin, Hwang, 2015].

NoHOUMTBI 3BpUTANTMHHBIX PHIO OBUIM XOPOLIO MCCIEI0BAaHbl HA MO3aMOMKCKON
tuinanuu Oreochromis mossambicus u paaysxuoit popear Oncorhynchus mykiss.

Y M03aMOMKCKOI THJIalTUA 0OHAPYKEHO YEThIPE TUIIA HOHOLIUTOB.

Tunm | cuwtaercs «yHUBEpCATbHBIM», HE MCHSIONIMMCS B 3aBUCHMOCTH OT
COJIEHOCTH, U OOHAPYKUBAETCA Yy THJIAMHM, aJalTUPOBAHHBIX U K MIPECHOM, U K COJIEHOM
Boje. Hekoropble wuccienoBaTeny CYHTAIOT €ro He3penbiM  HoHoiuToM. OH
xapaktepusyercs Hamnuuem Na'/K'™-AT®da3pl Ha GazanpHOM MeMOpane u K'-kanaiom
ROMKa na anukansHoi [Hiroi et al., 2005].

Tun Il onucan ToJMbKO Y TUIANINM, OOUTAIOIINX B YCIOBUSIX MPECHON BO/IbI, MOCIIC
aJIanTaluy K yCIOBUSAM MOPCKOW BOJBI ATOT THI HMOHOIIMTOB HE OOHApYXUBAETCS B
*abpax. Takrie HOHOIIMTHI CYMTAIOTCS KJICTKAMH, «3aXBaThIBAIOIIUMHU HOHBD), YTO BAYKHO
NP aJanTalii K THIIOOCMOTHYECKHM YycioBusM. Ha 0asonarepaibHON MemOpaHe y
JTaHHBIX KiaeTok oOHapyskeHbl Na'/K ™-AT®aza u NBC1l-tpancnopTép (KOHTpaHCHIOPTEP
nonoB Na* u HCOy"), na anukansHoit — NCC2-niepenocunk (Na*/Cl-konTpancmoptep).

OcnoBHas Gynkiusa vonouutos tuma |l —3axsar nonos Na* u Cl” [Hiroi et al., 2005].
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HNonouuts! Tuna |l onucansl y npecHOBOAHBIX TUianuil. I KJIIETOK 3TOro TUIa
omucano Hammyne Na'/K*-AT®dasst u NKCCla-nepenocunka (Na'/2CI/K*-
KOHTpaHCIopTep) Ha anukaibHOM MeMOpane, 1 ROMKa kanana u NHE3-Tpancnoprepa
(ocymiectBistoriero Na*/H*-antumopr) Ha 6a3ansHOl MeMOpaHe.

Tun |V onrcan 17t MOPCKUX THIIATINI; TTOCIIE aanTalliy K PECHOM BOJIE TAHHBIN
TUTl MOHOIIMTOB He OOHapyxuBaercs. Y woHomuToB Tumna |V Ha 0azonarepanbHOI
memOpane Haxogutcs Na'/K*'-AT®daza u NKCCla-nepeHocunk, Ha 0a3aibHOI
memOpane — ROMKa kanan u NHE3-tpancnoprep, a takke CFTR (Cl-kanan) Ha
anvkanpbHON MemOpane [Hiroi et al., 2005].

CymectByet runotesa, 4to noHouThl Tuna |l u IV sBnsioTcs onHuMEU U TeMH ke
KJIeTKamMH, ObicTpo MeHsomuMmu ManHudecranuio CFTR mpu cMeHe OCMOISIPHOCTH
cpensl [Hiroi et al., 2008].

Hownotnwmtel pamykHoit ¢popern Oncorhynchus mykiss gensT Ha 1Ba THIIa COTJIACHO
UX CIIOCOOHOCTH CBA3bIBaTh arritoTuHUH apaxuca PNA™ 1 PNA™. ¥ 060uX THITOB KJIETOK
obHapyxuBaetcs Na*/K*-ATdaza Ha 6a3zonarepaibHO MeMOpaHe U KaJbIIMEBbIH KaHAT
ECaC wna anumkanphoit. Y PNA'-kietok Ha 0a3ojaTepalibHOW MeMOpaHEe TakKe
npucyrctByer NKCC1-tpancnioprep, Ha anukansHoit — NHE3b-niepenocunk u Rhegl-
OeJIoK, Urparolnuii BakKHYIO poiib B BhiBeAcHuH MoHoB NH;". Tlpu stom y dopeneit,
AKKJIMMATH3UPOBAHHBIX K MOPCKOW BOJIe, Ha anmuKaibHOM MemOpaHe PNA'-1HOHOINTOB
Haxoautcs CFTR, B otnuuue ot ¢openeld, HAXOIUBIINXCA B YCIOBHSIX MPECHOW BOJIBI,
4TO YKa3bIBaeT Ha CXOXKecThb (QyHKUMU PNA'-HOHOIMTOB paayxHOW Qopenu u
nononwmroB twianuu tuna I u IV [Dymowska, Hwang, Goss, 2012; Hiroi, McCormick,
2012; Ivanis, Braun, Perry, 2008].

Tak, MexaHU3MBI )KaOEPHOU OCMOPETYIISIIUN Pa3HOOOPA3HBI U MOTYT Pa3InuaThCs
Jak€ Y Pa3HbIX DBPUTAIUHHBIX PBHIO, Y KOTOPHIX MOXHO HaONIOAATh OBICTPYIO CMEHY
TUTIOB HOHOITUTOB MPU U3MEHEHUU COJIEHOCTU BOJBI. OTHAKO Y BCEX PHIO B MOHOIIUTAX
Berpeuarores Na'/K -ATdaza, NKCC-tpancmoprep u NHE-Tpancmoprep.

Jlnist TpEXUTIION KOJIOMIKK HAa OCHOBAHHMH MPOTEOMHOTO aHaJIn3a ObLIO MOKA3aHo,

9TO JKa0phl OTBEYAIOT HE TOJBKO 32 OCMOPETYJSATOPHYIO (YHKIIUIO, HO TaKKe
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PETyIUPYIOT KHCIOTHO-IIENIOYHON 0anance u 3Kkckpenuto azora [Evans, Claiborne, 2008;

Li, Kiiltz, 2020].

1.2.3. Ocmopezynamopnan pynkuyus nouex

BriaenuTenbHas cuctemMa pbl0 BKIIFOUAET B €051 TOYKH, MOYEBOM KaHATI U MOYEBOM
ny3blpb. [louku ppIO mpeAcTaBisAlOT U3 ceOsl JBa JIEHTOBUIHBIX TEMHO-KPACHBIX
00pa30BaHMsl, PACIOJIOKEHHBIX MEXKIY IUIaBaTEIbHBIM Iy3bIPEM M MO3BOHOYHUKOM, U
JeNATCA Ha TPU OTAeNa: nepeaHuil (roJioBHas MOYKa) U 3aJHUM (TyJIOBUIIHAS MOYKA).
Pa3Hbie oTaenbl MOYKK pa3innyaroTcs (U3NoIoTuen, PyHKIUSIMUA U 'y HEKOTOPBIX BUIOB
pbIO aHaTOMUYECKUM cTpoeHrneM. OCHOBHas (PyHKIMS MepeaHeld MOYKH — FeMaTomnod3,
UMMYHHUTET, OSHAOKpUHHAs (yHKUMA, a QYHKOUIO OCMOPETYJSIIMM  BBIOIHSET
TyJIOBUIL[HAA [TOYKA. B ycoBUsAX NpecHON BOABI TOYKH 3BPUTATMHHBIX PbIO MPOU3BOIAT
0016111011 00bEM pa30aBICHHON MOUH, B YCIOBUSAX MOPCKOW BOJIbI — B 20 pa3 MEHbIIIE 1O
00bEMY Mouu, OoraToil ABYXBaJ€HTHbIMH KaTHOHaMu. [louka SBpUTaTUHHBIX PBIO
criocoOHa OBICTPO MEPEKII0YATHCS MEXAY 3TUMHU ABYMS peXUMaMU (PyHKIMOHUPOBAHUS
B 3aBUCUMOCTH OT cosi€éHoctu Bojbl [Anderson, Loewen, 1975; Beyenbach, 2004].

B me3oHedpanbHOIl ouke ppi0 KOpa HE BbIpa)KEHa, MeTis ['eHsie OTCyTCTBYET.
Cocynpl, KIIyOOUYKH U TyOYJIbl MEPEIUIETAIOTCA M EPEMEkKAIOTCS C T€eMaTONOITHUYECKON
TKaHbIO, YTO HaNOOJIee BEIPAXKEHO B TIEPEIHEH YacTH TIOYKH — TOJIOBHOM mouke [Resende
etal., 2010]. Hedpon npencrariser u3 ceds KIIyOOUYEK U PEHATBHYIO TPYOOUKY, KOTOPYIO
pa3ensoT Ha HECKOJIBKO CErMEHTOB, BBIMOJIHAIOUINX pa3Hble (PyHKUIKU U 00Ja1atomuX
Pa3IMYHBIMU THCTOJOTUYECKUMH OCOOEHHOCTSIMH: TMEPBbI MPOKCUMAabHBIA CErMEHT
(cTonOuatelil 3MUTENUH, KPYIHbIE MUTOXOHAPUHU, OOJBIIOE KOJIMYECTBO MEPOKCHUCOM,
KJIIETKM OCYIIECTBISIIOT AKTUBHBIA SHJIONUTO3), BTOPOM MNPOKCHUMAIbHBI CErMEHT
(cronOuatelii snuTENUd, pa3BUTHIM anmapar [OJabmKH), AUCTAIBHYIO TpyOOUKy
(kyOMuecKuil dMUTENNH, MUKPOBOPCUHKHN) M COOMpPATENbHYI0 TPYyOOUKy (KyOWUYeCKHid
AOUTENNM,  OPUCYTCTBHE  TJIAJKOMBIIIEYHBIX  KJIETOK).  AHAaTOMHUYECKHE U
¢uznonornyeckre 0COOEHHOCTU KaKI0T0 U3 3TUX OTAEJIOB BapbUPYIOTCS B 3aBUCUMOCTHU
OT YCJIOBUW OOMTaHUA BUAA U (B Clydae IBPUTAIMHHBIX BUIOB PbIO) B 3aBUCUMOCTH OT

TOr0, K BOJE KaKOH COJEHOCTH aKKIMMaTH3MpOBaHO >kuBoTHOe [Anderson, Loewen,
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1975; Elger et al., 2000; Takvam et al., 2021]. CobuparenbpHble TpyOOUYKH BIIAJAIOT B
MOYEBOM KaHaJ MOYKH, U JIBA MOYEBBIX KaHalla CIMBAIOTCS, 00pa3ysi MOYEBOM My3bIph
[Hickman et al., 1969].

B ycnoBusx npecHoi BOABI CKOPOCTh KIIyOOUKOBOM (PMIIBTpAIMH Y PHIO BHICOKAS
(4—16 ma/kr B yac), ¥ PEBBILIACT TAKOBYIO Y pbIO B Mopckoii Boje (0,2—1,5 Mi/kr B 4yac)
OombIle, 4eM B JECATh pa3. DKCKpeTupyemas Moda y pbl0 B YCIOBUSAX IMPECHON BOJbBI
uMeeT HHU3KYI0 ocMoJisipHOCTh (20—50 MOcwm/i) oTHOcHUTENbHO MOpckux BHIOB (300
MOcwm/m). TlogoOHast BbICOKas IMJIACTUYHOCTH BBIACIUTENBHON CHUCTEMBI JOCTUTAETCS
Onmarogapsi K3MEHEHHUIO JaBJICHHsI KPOBU B cocyaax u mepdysun HedpoHoB. Takxke Ha
HEKOTOpPBIX BHJAX pbIO (HampuMmep, paayXkHOMl (openn) Mnoka3aHO BKIIOUYEHUE
Pa3IMYHOTO KOJMYECTBA KIIyOOUKOB B YCIOBUSAX Pa3HOM COJIEHOCTU CPEIbl: B MIPECHOM
BOJIE B Tpoliecce (QMIbTpAIlMM y4acTBYeT B JECATh pa3 Ooiibllie HE(PpPOHOB, YEM B
mopckoii Boae [Brown et al., 1980; Elger, 1987; McDonald et al., 2007; Takvam et al.,
2021]. Takum o0Opa3oM, Yy OBPUTAIUHHBIX PBIO (DU3HOIOTHUSA TIOYKH MOXKET
NEPEeKIIIOUaThCs € MPEUMYIIECTBEHHOW (uiubTpamuu B TPECHOM Boae Ha
IPEUMYIIECTBEHHYIO SKCKPELMIO B MOPCKOH BOJIE.

OcHoBHast PyHKIMS 000MX MPOKCUMAJbHBIX CEIMEHTOB PEHAbHON TPYOOUKH —
SKCKpeLHsi HOHOB Mg?*, 4T0 0COOEHHO BHIPAKEHO Y MOPCKHMX M AKKJIMMATU3HPOBAHHBIX
K MOPCKOIi Bozie pbIO. DKcKpenus Mg?* 3aKIr09aercs B aMKaIbHOM SK30LUTO3€ 6OraThix
MU noHaMu Be3ukyi [Renfro, 1999]. V MHOrHX BUIOB MOPCKUX M TIPECHOBOIHBIX PHIO
NPOKCUMAaJIbHBIE CErMEHThI Y4acTBYIOT B peabcopOiu noHoB Na™ u Cl° ¥ TIIIOKO3BI.
Na*/K*-AT®da3a oOHapykuBaeTcs Ha 0a3oaTepaIbHON MEMOpaHe 3TUX KJIETOK, BKIIA B
peabcopOIMi0 HATpHs Takke MOKeT BHOCHTH Na'/H'-oOMeHHHMK u Na'-IIroK03HBIN
xkoHTpancrmoprep [Dantzler, 2003; lvanis, Braun, Perry, 2008; Katoh et al., 2008;
Nishimura, Imai, 1982; Teranishi, Kaneko, 2010]. B perynsuuu NaCl B opranusme
MoxkeT mnpuHUMaTh ydactue NKCCI1-tpancnopt€p, oOHapy»KEHHBIH B KIETKax
MPOKCUMAJIBHBIX CErMEHTaX MOpPCKHX pbhi0 Ha 0a3onarepaibHbIE  MeMOpaHe,
MPECHOBOJIHBIX PBIO — amuKaJbHOM MeMOpaHe, M TaKUM 00pa3oM OIMOCPEIyHOUIUN

IKCKpenuto wim peadcopOruto comu [Katoh et al., 2008].
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Hpyrasg QyHKIMS OPOKCMMAIbHOTO KaHalblla He(ppoHAa pPBHIO — KaJbIHMEeBBIN
TpaHCTIOPT. B 3aBHCHMOCTH OT COJIEHOCTH BOJBI, B KOTOPOH OOWTAaEeT OpTraHU3M,
POKCUMABHBIA KaHAJIEIl OCYIIECTBISIET TUO0 peadbcopOuuio (B YCIOBUAX MPECHOU
BOJIBI), MO0 cexpenuro (B ycIoBuaX Mopckoit Boael) Ca?*. Ilpu 5TOM IpakTHYECKu y
BceX BUJIOB PhIO KoHneHTpanus Ca?t B mia3Me KpoBU J0BOJIEHO cTabuiibHas (0Kkomo 1,5
MM) ¥ HE 3aBUCHUT OT yCIIOBUH oOuTaHus Buaa. K OMMCaHHBIM AJis PHIO KadbI[MEBBIM
nepenocunkam otHocarcs: Ca?*-AT®daza, ECaC-kxanan [Allen et al., 2011; Marshall,
2005; Sheetal, Peter, Peter, 2020; Wilson, Wilson, Grosell, 2002].

B nucranenbix TpyOoukax NaCl peaOGcopOupyercs Kak y MOPCKUX, TaK Uy
MIPECHOBOJHBIX BHUAOB pbIO. K HWOHHBIM TpaHCmopTépaMm, ONMHCAaHHBIM B JTaHHOMN
cTpykType Hedpona poid, otHocsaTcs Na'/K'-AT®aza u CIC2 (Cl-kananx) B
0azomarepanpHoit MemOpaHe, u NKCC2-tpancnoprep (Na*'/K*/Cl-tpancnoprep) wu
NCC-tpancnoptép (Na*/Cl-xorpancrnoprep) B anukaibHOH MemOpane [Kato et al.,
2011; Katoh et al.,, 2008; Miyazaki et al., 2002; Wojciechowski et al., 2018].
PeaOcopOuus Boabl B JUCTalIbHBIX TpPyOOUYKax BBIIE Y MOPCKHX pbIO, YeM Yy
MIPECHOBOJIHBIX, XOTS SKCIPECCHs aKBAllOPMHOB TMOKa3aHa HE TOJBKO ISl AUCTAIBHBIX
TpyOOUEK, HO M JUIs MPOKCHUMAaJIbHBIX KaHaNbIIeB Mmovek peid [Beyenbach, 2004; Katoh et
al., 2008].

Na'/K*-ATda3a wurpaer B KJIETKaX OIHUTEIHS IOYKH PbIO, KaK M MPOYHX
MTO3BOHOYHBIX JKUBOTHBIX, KIIOUYEBYIO POJb, SBIISSICH OCHOBHBIM IEPBHYHO AKTUBHBIM
HOHHBIM TPAHCIOPTEPOM, CO3JAIOIIMM TpPaHCMEMOpPaHHBIM TOoTeHIMAN. JlaHHBIN
MEPEHOCYUK OCOOCHHO BaXKEH JIJIsl MPOIECCOB peabCopOInHy, U €ro KCIPECCUs 3aBUCUT
OT OCMOJIIPHOCTH BOJIBI, OJTHAKO Ha Pa3HBIX BUJAX JaHHBIC pacxoaarcs. Tak, aKTHBHOCTh
Na'/K*-AT®a3sl moBBIIACTCA MPH IMEPEHOCE M3 TMPECHOH BOIBI B MOPCKYIO ¥y
OOBIKHOBEHHOTrO  JjaBpaka Dicentrarchus labrax, kJIMHOBHUIHOW  MMOJOIIBBI
Dicologoglossa cuneata, xanoca Chanos chanos u simonckoi meaaku Oryzias latipes u
HAa000POT, MPHU MEPEHOCE U3 MOPCKOM BOJBI B MPECHYIO Yy mojocaroro 6acca Morone
saxatilis, 3enénoro rerpaogona Tetradon nigroviridis, smouckoro yrps Anguilla japonica
u uHauiicko megaku Oryzias dancena [Herrera et al., 2009; Hiroi, McCormick, 2012;
Lin, Tsai, Lee, 2004; Madsen et al., 1994; Nebel et al., 2005; Tang et al., 2010; Tang, Lali,
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Lee, 2012; Venturini et al., 1992; Yang et al., 2016]. OnHOBpEMEHHO C 3THUM €CTh BUJIbI
pbIO, neMoHCTpupylomue crabwibHyto akTHBHOCTE Na'/K'-AT®a3pl movek mpu
U3MEHCHHSX B COJIEHOCTH BOJBI. K HUM OTHOCSTCS aTJIaHTHUYeCKu Jlocock Salmo salar,
MOpPCKOH Jreny Sparus auratus m cereranbckas cosest Solea senegalensis [Arjona et al.,
2007; McCormick, Moyes, Ballantyne, 1989; Sangiao-Alvarellos et al., 2005].

Dkcrpeccuss reHoB pa3nuuHbix cyobeaunul] Na'/K*-AT®da3sl (y peiO OMHMCaHBI
al-, 02- u 03- cyObeaUMHULBI) NPU MUTPALUAX, COMPOBOXKIAIOIIMXCA HN3MEHEHHEM
COJIEHOCTH BOJIBI, Takxke Bupocnenuduyna. Tak, y Tumamnuu Oreochromis sp. B ycioBusx
MOPCKOM BOJIbI B MOYKE Mpeodiaganu cyobeaAuHuIbl ol u a3, a B yCIOBUSAX MPECHOU
BOJIBI — 02-cyObeaunuiia. Y xanoca Chanos chanos, mao6opor, al-cyobenununa Oblia
OMMCaHa KaK OCHOBHAs B YCJIOBHUSAX IMPECHON BOJABI, & YPOBHH SKCIIPECCUU T'€HOB 0.2- U
a3-cyObeIMHUIL HEe 3aBHCEIN OT cojiéHocTH Bojbl [Yang et al., 2016; Zhu et al., 2018].
YyuthiBasi, 4TO OCMOPETYIATOPHBIE MEXAaHU3Mbl CHJIBHO BapbUpPYIOT y PO U
BUOCIIENU(DUYHBI, MOKHO 0XHAaTh pasHblii Bkiag Na'/K'-ATda3sl kak TakoBOH, a
TaKKe Pa3IUYHBIX €€ CyObeNMHUI] B AMUTEIUU TMOYEK B MPOIECCHl peabcopOiuu B

YCIOBUAX aAallTallum.

1.2.4. Ocmopezynamophnan pynkyus KuuieuHuka

HapaBHe c¢ »xaOpamu, KUIIEYHHUK SBJISIETCS KIIOYEBBIM OCMOPETYJISATOPHBIM
opranom pbi0 [Takei et al., 2014]. ¥V Bua0B, oOuTarOIKX B MPECHOM BOJE, 3Ta PYHKIUS
KUIICYHNKA BbIpaxkaeTcs B abcopOumu moHoB Na® m CI, a y MOpCKHX BHIIOB — B
abcopOuu BOJBI W TOJACPXKAHUHM KaJbLIMEBOTO TOMEOCTa3a, 4YTO B OCHOBHOM
peanu3yercsi MyTEM BbIBEICHNS HOHOB KaJbLUs U3 OPraHU3Ma B IIPOCBET KUIIKU.

Y Mopckux BUAOB pbIO NMHILEBOM KOMOK pa30aBisieTcsl B KeNyAKe, W Tociie
NOCTYIUICHUSI B KUIICUHUK SIBISIETCS CJIA0OTHIEPOCMOTUYHBIM OTHOCHUTEIBHO KpPOBH.
TpaHcopT BOJIbI M3 JTFOMEHA (MPOCBETA KUIITKHU ) COMPSKEH ¢ KOTPAHCIIOPTOM HOHOB Na*
u CI, u ocymectBisercs NCC- u NKCC2-oO0MeHHMKaMH, PacCIOJIOKEHHBIMH Ha
anuKadbHOW MeMOpaHe >HTepouuTOB. [Ipu 3TOM KIFOYEBBIM OOMEHHHMKOM CUYHTAETCS
NKCC2, nockonbKy Ha psiie MOPCKHX BUJIOB pbIO OBLIO MTOKA3aHO, 4TO (pypoceMus uiu

oymeranun (6moxkaropsl NKCC-tpancnoptépa) MOJHOCTBIO UHTHOUPYIOT a0COpOInio



27

nonoB Na* u CI'. Taxoii xe >dp¢ekT nmokaseiBano npuMenenue Ba?*, Gmokaropa K*-
KaHaJIOB, HA OCHOBAaHUH Yero OBLIN C/IETaHbl BEIBOBI O KITFOUEBOM posn K -kaHaioB kak
UCTOYHUKOB TpaHcMeMOpanHoro rpaauenta K™ mis padotet NKCC2-o0Mennuka [Ando
and Subramanyam, 1990; Ando, Wong, and Takei, 2014; Esbaugh and Cutler, 2016;
Frizzell et al., 1984; Loretz, 1995]. Dkcnpeccusi TEHOB 3TOr0 TPAHCIOPTEPA TAKKE
MOBBIMIAECTCA MPU AKKJIUMAIMK K MOPCKOW BOJI€ BPUTAIMHHBIX PHIO MO3aMOMKCKON
tunanuu  Oreochromis mossambicus, omuBkoBoit kambOansl Paralichthys olivaceus,
30JIOTHCTOrO crapa Sparus aurata u MATHHCTOrO MOpCcKoro okyHs Lateolabrax
maculatus [Ando, Wong, Takei, 2014; Esbaugh, Cutler, 2016; Gregério et al., 2013; Kim
et al., 2013; Li et al., 2014; Zhang et al., 2019]. [y eBponeicKoro u sImOHCKOTo yrpei
OBLJIO TTOKA3aHO, YTO FKCIpeccusi reHa, koaupyroiiero NKCC2-00MeHHIK, MaKCUMalbHa
B TMPOKCHUMAJIBHBIX OT/ENaX KHIICYHUKA M CHWKAETCSd K ITUCTAIBHOM €ro 4YacTH.
Okcnpeccust reHa, komupytomero NCCI1-tpancnoprép, Ha000pOT, MHUHUMAalbHAa B
HAYaJIbHBIX OT/IENIaX KHIIKK W YBEJIMYUBAETCA K €ro peKTaibHOi yacTu. Takxke ObLIO
MOKa3aHO, YTO B YCIOBUSAX TPECHOW BOJBI, MO CPABHEHHUIO C MOPCKOW, CymMMapHas
skcnpeccus NCC1-tpancnopTépa B KUIIEUHUKE BbIIIE. JJ1g TPEXUTIION KOIIOMIKK ObLia
onucana 6omee Boicokas skcrnpeccusi rena NCC1l-oomennuka no cpaBaennto ¢ NKCC2-
oomennukom [Cutler, Cramb, 2008; Takei, 2021; Watanabe et al., 2011].

Ha anukansHo# MeMOpaHe SHTEPOIIMTOB THJIANH TAK)Ke ObLIT OMTUCAH AaHTUIIOPTEP
NHE (Na*/Cl-oomennnk) u CI/HCOjs-antunoprep. Ha 0a3omnarepanbHOl MeMOpaHe
SHTEPOIIUTOB Ha MPOTSHKCHUM BCEH JJTMHBI KUIICYHHMKA MOKa3zaHa skcrpeccus Na'/K'-
AT®a3pl, KOTOpas, KaKk U B IUTEIUH KaOp M MOYCK, SBISICTCS KIIOUYEBBIM ITIEPBHYHBIM
TPaHCTIOPTEPOM KJIETOK, CO3/AaBasi TpaHCMEMOPaHHBIN IMOTEHITHAT U TPAHCMEMOPaHHBIN
rpaguieM Na'. Ha mpoTsbkeHuu Bced IJIMHBI KHUIIEYHHKA abcopOupyercs 10 85%
KUIKOCTH U npakTryecku Bce HoHbl Na* u Cl™ (1o 99%) [Cutler, Cramb, 2002; Howard,
Ahearn, 1988; Kim et al., 2008; Larsen et al., 2009; Parmelee, Renfro, 1983; Sleet,
Weber, 1982].

JIByxBanenTHbie HOoHBI Ca?*, Mg?*, SO,%, npucyTcTByIOIKEe B MOPCKOI BOJE, B
KUIIEYHUKE HE BCACHIBAIOTCS, M IO Mepe abcopOiuu Boasl u woHoB Na' u CI,

KOHLEHTPUPYIOTCSI, YTO 3aTpyJIHSAET JaibHEHInyro adbcopOuuio Bojbl. OIHAKO 3TO
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KoMmIieHCHpyeT dHTeporuTHas cekpenus HCOs-moHoB mocpenctBom Cl/HCO;™-
OOMEHHHKa, JIOKAJTM30BAHHOTO Ha amuKalbHOM MeMOpaHe »HTepouuToB. Ha paboty
JTAHHOTO OOMEHHHUKa Hucnoib3dyercs mnopsaka 60—70% abcopObupoBanubix HoHOB Cl .
bukap6oHaT-noHbI 00pa3ytoT MaraueBbie U KanbimeBbie conn MgCO3; u CaCOs, 9To He
TOIBKO CHOCOOCTBYET JKCKpPELMH M3 OpraHusMa MoHoB Mg?* u Ca?', Ho Takxke
CHU)KEHUIO UX KOHIIEHTPAIIMK B COJAEPKUMOM KHIIIEUYHUKA, YTO 00JIeTYAET NaJIbHEUIITY IO
abcopOuuio BOAbl. B oTiiMume OT MIIEKONMMUTAIOUIMX, Y PbIO BO3MOYKHOCTH IIOYEK
HKCKPETHPOBATh HOHBI KAJIBLKS OTPAaHUYEHBI, I03TOMY YMEHBUIEHUE UX KOHLUEHTPALUU
B KUIIIEYHUKE ocpeacTBoM oOpazoBanus CaCOsz noiepKuBaeT KaJlbIIUEBbI TOMEOCTA3
pei0 U sBigeTcs Hanbosee 3(P(EKTUBHBIM CHOCOOOM BBIBECTM HOHBI KaJIbLIUS W3
opranu3Ma. OKOJIO HOJIOBUHBI HOHOB KaJbLUS B MPOCBETE KUIIKKA HAXOAUTCS B BHJIE
CaCO3, m TakuM 0Opa3oM JIHMHUTHPYETCS KOJHMYECTBO JOCTYMHBIX K abcopOmmm
cB0OOHBIX MOHOB Ca®*. B ciiyuae HaxoXIeHUs PhIObI B MPECHON BOJe 00pa3oBaHus
CaCO3 He MPOMCXOIMT, U BCE IOCTYMAIOMIUE B OPraHu3M ¢ Bogoi noHbl Ca®" HaxomsaTcs
B noctynHou ¢opme [Grosell, 2006; Walsh et al., 1991; Whittamore, Cooper, Wilson,
2010; Wilson, Grosell, 2003; Wilson, Wilson, Grosell, 2002].

1.2.5. Ocmopezynamopnan gpynkuus Kosxcu

JluteparypHbie JaHHBIC, MOCBAMIEHHBIE OCMOPETYJISTOPHOW (DYHKIIUU KOXKH,
MIPE/ICTABIICHBl B CYIIECTBEHHO MEHBIIEM KOJIMYECTBE, MO CPAaBHCHHIO C XaOpamu,
MOYKaMU Y KUIIIEYHUKOB. BONBIIMHCTBO COBPEMEHHBIX aBTOPOB B OCHOBHOM YIIOMUHAIOT
KOXY KaK OCHOBHOM OpraH OCMOPETYJISIIIUHU PBIO B IMPOIIECCE SIMOPHOHATIBLHOTO Pa3BUTHS.
B xone smOpuorenesa pei0, 70 OKOHYATEITLHOTO (POPMUPOBAHUS SITUTETUS Ka0p, KOXka
SIBJISICTCSI TJIABHBIM OPTaHOM, TMOICPKUBAIOIIUM BOJTHO-COJICBOW OajlaHC, OCYIIECTBIISS
tpancnopt uonos Na*, Ca?* u CI™. B koxe Manbskos Danio rerio onucansl MOHOLUTEL,
sxcnpeccupyomue H™-AT®dazy, Na'/K'-ATdazy, NHE3-oomennuk (Na'/H'-
antunoprep) 1 NCC-kotpancnoptép. bonee Toro, xoxka, HO He KaOpbl, TOYKH WIH
KUIICYHUK MajbkoB Danio rerio pearupoBajia Ha W3MeHeHUs coyiéHoctd u pH BoJbI

W3MEHEHHEM DKCIIPECCHUU TCHOB BHINICIICPSUNCIICHHBIX HOHHBIX 0OMeHHIKOB [Guh, Lin,

Hwang, 2015; Lewis, Kwong, 2018; Lin, Hwang, 2016; Lin et al., 2008].
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Tem He MeHee, psii aBTOPOB CUUTAET, YyTO Ooubias yacTh (54-80%) HHKPETOPHOTO
tpancnopra Ca®* y KOCTHCTBIX PBIO OCYIIECTBISETCS Yepes Koxky. s koxu Danio rerio,
Mo3amOuKckoi Trmanuun Oreochromis mossambicus u memaku Oryzias latipes Obu1o
MOKa3aHO HaJMYME BCEX THIIOB MOHOIMTOB, W3HAYAJIHHO OIMCAHHBIX B jkKaOpax 3THX
BugoB [Evans, Piermarini, Choe, 2005; Hiroi et al., 2008; Hwang, 2009; Hwang, Lee,
Lin, 2011; Inokuchi et al., 2009; McCormick, Hasegawa, Hirano, 1992; Perry, Wood,
1985; Wu et al., 2010].

1.3. OncuHbl ¥ 3peHne pbiod

CriekTpaibHble XapaKTEPUCTUKA CBETa B TOJIIE MOPCKOW BOJBI MEHSIOTCA B
3aBUCUMOCTH OT IIyOMHBI, U OTJIMYAIOTCS OT TAKOBBIX B MPECHOBOHBIX BojoéMax. Tak, B
MOpPCKOM BOJIe Ha OOJbIIMX TJIyOMHAaX B CHEKTpPE MpeodsagacT CUHE-(PUOTIETOBAs
(xopotkoBosHOBasA, 400-520 HM), B NPUOPEKHBIX MOPCKUX 30HAX — KENTO-3esIEHAs
(cpenneBomHoBasg, 500-600 HM), a B TPECHOBOJAHBIX peKkax M 03Epax — KpacHas
(mmaHOBOMHOBAs1, 600—700 HM) obacTh [Costa, Novo, Telmer, 2013; Nynatten Van et al.,
2021]. Buabl ppiO, KOTOPBIM B KM3HEHHOM IIUKJIC XapaKTePHbI MUTPAIIUH C TIEPEXOIOM U3
MOPCKOW BOJIbI B MPECHYIO WJIM HA00OPOT, IEMOHCTPUPYIOT TUIACTUYHOCTH MEXaHU3MOB
I[BETHOTO 3peHus. ITo obecreurnBaeT UM d(H(PEKTUBHYIO alanTaIfio K HOBBIM YCIOBUSM
oOutanus. JIJist TpEXUTION KOMIOIIKHY, /Ui KOTOPOM XapaKTepHbI HE TOJIBKO MUTPAIIUU, HO
U CIJI0’KHOE TI0JIOBOE MOBEACHNUE, OCHOBAHHOE Ha BU3YyaJIbHOM BhIOOpE MAPTHEPOB CaMKaMU
¥ KOHKYPEHIIMU MEXIy caMIlaMH, HEOoOXOJMMa TJIACTUYHOCTh IIBETOBOTO 3PEHHUS M €ro

perysiius [Marques et al., 2017; Rennison et al., 2016].

1.3.1. Mexanusm oeiicmeus oncuHo8 u ux Kiaccupuxkayus

Ceryarka UTrpaeT KJII0YEBYIO POJIb B BOCIIPUATHU CBeTa oprann3mMomM. OHa COCTOUT
U3 HECKOJBKUX THIIOB HEPBHBIX KIIETOK, PACIOJOKEHHBIX ciosiMH. CIOH KIIETOK,
pacmojoXKEeHHbI OJIMKE BCEro K COCyAUCTOM o0ojiouke T11a3a, oO0pa3oBaH
(OTOUYBCTBUTEIBHBIMH KJIETKAMU: MATOYKaMH 1 KOJIO0UKamH. [1ajo4uKky oCcyIecTBIsioT
BOCTIPUSATHE MHTEHCHBHOCTH CBE€Ta M OTBEYAIOT 3a 4€pHO-Oenmoe 3penue. Konbouku

YYBCTBHUTCIIbHBI K CBETY OHpeﬂGHéHHOﬁ JJIMHBI BOJIHBI, 4 HAJINYHEC B CCTUYATKEC ) KMBOTHBIX
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HECKOJBKHX THUIOB KOJIOOYEK, KaKIbI M3 KOTOPBIX pearupyeT Ha pa3HbIe y4acTKH
criekTpa, oOycnaBiauBaeT IBeTHOE 3peHue [Saha, Servetnick, Grainger, 1992; Wissle,
Boycott, 1991].

Ha memOpane (pOTOUYBCTBUTENBHBIX KJIETOK PAcCIONaraloTcsi (pOTOPELENTOpPHI,
COCTOSILIIUE U3 PETUHAJS, SIBISIOIETOCS XpOMO(GOpPOM, CBA3aHHOTO C PELENTOPHBIM
OEJIKOM U3 TPYyNIbl ONCHUHOB. BHYTpHUKIETOUHAs TpPAHCAYKIMS CUTHANIA OIICMHOM
ocyiecTBisieTcss nocpeactBoM G-0Oenka. B coctaB Mosiekynbl ONCMHA BXOJUT CEMb
TPaHCMEMOpPAHHBIX O-CIUPAIBHBIX JOMEHOB, OOpa3yloIIUe JHUTaH]I-CBI3bIBAIOIINN
kapmaH. Petunans cBsizan ¢ ceapMoi cnimpaibio yepe3 [lluddoso ocnoBanue. Ilocie
B3aMMOJIEUCTBUS (POTOHA CBETA C PETHMHAIEM OH NEPEXOAMT U3 IHUC-KOH(OpMaluu B
TpaHC-KOHGOpPMAIIMIO, YTO MPUBOJUT K Auccouuanuu cyowbeaunui] Gi-0enka u
JNaJbHEUIIIEMY BHYTPHUKIICTOUHOMY CUTHAJUIMHTY, TPHBOJAIICMY K 3aKpbITHIO Na*- u
Ca**-xkananoB Ha MeMmOpaHe ()OTOUYBCTBHTEIBHBIX KIETOK. | UIIEPIOISpHU3ALUS
(OTOUYBCTBUTENBHOM KJIETKHM MNPUBOJUT K TEHEpAlMU PELEeNTOPHOTO MOTEHIIHaa
[Porter et al., 2012].

B cocraB pasHbiXx TUNOB (OTOPEUENITOPOB BXOAST pa3HbIE OICHHBI, YTO
OMpeNeIIIeT CIEeKTP YyBCTBUTEIBHOCTH Majiouek U kKoibouek (Pucynok 5). B manoukax
aKcrnpeccupyercs poaorncut (kinacc RH1), 4yBcTBUTENBHBIN BO BCEM CIIEKTPE BUTUMOTO
CBETA, YTO OIPEAEIIAET BEICOKYIO YYBCTBUTEIBHOCTD NAJOYEK K YPOBHIO OCBEIIEHHOCTH.
[{BeTOBOE 3peHnE OCYUIECTBISAETCS Pa3TUYHBIMU KJIACCAMH ONICUHOB, TPUCYTCTBYIOIIUX
B KoJIOOukax. Y TpEXWIJION KOJIIOIIKK OMHCAHBbl 4YeThIpe Kiacca orncuHoB. LWS —
JUTMHHOBOJIHOBBIM, C MaKCHUMAaJIbHOM 4YYyBCTBHUTEJIBHOCTHIO B KpPAacHO-3€JIEHOM YacTu
cnekTpa (Amax = 566—638 um). RH2 — cpeiHeBOTHOBBINM ONCHH, YyBCTBUTENIbHBINA K CBETY
3eNIEHO-TOTYy00M JacT CIEeKTPa (Amax =514—546 um). KOPOTKOBOTHOBBIX OICHHOB JBA:
SWS2, uyyBcTBUTENbHBINA B CUHE-PUOIETOBON 00MacTh (Amax = 434—441 um), u SWSI,
BOCIIPUHUMAIONINN B (DHOJETOBON-YIbTPA(UOTIETOBON YACTH CIEKTPA (Amax = 365—382
um) [Bowmaker, 2008; Brock et al., 2018; Yokoyama, 2000].

VY pa3HbIX BUJIOB >KMBOTHBIX KOJMYECTBO OTNICMHOB M UX COYETAHUS PaznyaroTcs
W MOTYT 3aBHUCETHh OT Cpelbpl oOWTaHWs W 00pa3a >XKu3HU. JKUBOTHBIE MOTYT HMETh

HCCKOJIBKO pa3HbIX OIICMHOB OAHOI'0O KJIaCCa WKW HC HMECTb UX BOO6H.I€. HpI/I MyTallusiaXxX B
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reHax OICHMHOB M TPU 3aMEHE pETHHAJs, BXOMAIIEr0 B COCTaB MHWTMEHTa, Ha 3-
JICTUAPOPETHHAID MOXET HM3MEHSATHCS CIEKTpP IOIIOIICHUSA. Y pasHbIX BHIOB PHIO
OITUCBIBAIOT [I0 JECATH OIICHHOB, KOTOPhI€ BO3HMKIIM BBHIY AYIUIMKAIIUN T'€HOB M HMX
JTaJbHEUIIET0 JAWBEpreHTHOTO pacxokiaeHus [Bowmaker, 2008; Marshall, Carleton,
Cronin, 2015].

;- SWS1 SWS2 RH2 LWS

VS\ |S M L

OTHOCHUTEIBbHAY
JYBCTBUTEIBHOCTD

300 400 500 600 700

JInrHa BOIHBI (HM)

Pucynok 5 — OtHocuTenbHas YyBCTBUTEIBHOCTh YETHIPEX TUIOB KOJOOYEK pbIO K
CBETOBOMY M3JIYYECHMIO OIpenessieTcsi OEIKOM OICHHOM, SKCIIPECCUPYEMbIM B KIIETKE:

SWS1 (Amax = 365-382 uMm.), SWS2 (Amax = 434441 um.), RH2 (Amax = 514-546 uM.),

LWS (Amax = 566638 um.). Pucynok cocrasien no [Kelber, VVorobyev, Osorio, 2003]
DKcrpeccusi OINCHHOB HANMpSMYyHO BIUSET Ha UYBCTBUTEJIBHOCTH 0OCO0EH K

OIpCACICHHBIM AJIMHAM BOJIH. B HCCIICAOBAHNH HAa HUXJINIAAX 03€pa MamnaBu IIOKa3aHo,

YTO TMOBBIIIIEHHAs] JKcIpeccus reHa oncuHa LWS koppenupyer ¢ Oojiee BBICOKOMH

YyBCTBHUTEJILHOCTBIO K KpacHOMY m3ny4enuto [Smith et al., 2012].

1.3.2. Ilnacmuunocms IKcnpeccuu ONCUHO8 PblO

B TeuyeHue kHM3HU B CeTYATKE PhIO TUHAMUYHO MEHSETCS YyBCTBUTECIBHOCTH K
CBETY pa3HbIX YacCTed CIEKTpPa, COOTHOIICHHE KOJOOYEeK W Malouek M IKCIPECCHs
OIICMHOB pa3HbIX KiaccoB. Ha xxénrom okyne Perca flavescens, atnmantruueckom mococe

Salmo salar u kymxe Salmo trutta 6puT0 TOKa3aHO, YTO ¢ BO3PACTOM MTPOUCXOIUT yTpaTa
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YyBCTBUTEIHLHOCTH K yibTpaduoneroBomy m3nmydenuto [Bowmaker, Kunz, 1987; Kunz,
1987; Loew, Wahl, 1991]. V atnanTHYeCKOTO JIOCOCS TaKWe U3MEHEHUS MPOUCXOIAT U3-
3a amomnTo3a KOoJ0OYeK, cojepKalux BocnpuHumaronuii Y ®-usnydenue oncul. [Ipu
ATOM Ha MECTE TOTHUOIMHX KOJI004YeK (hOPMHUPYIOTCS HOBBIE TAJIOYKU. BeposTHO, Takoe
U3MEHEHHE B CETYaTKe HEKOTOPHIX BHUIOB PHIO MPOMCXOAMUT MPU MEPEXolie Phid C
BO3pPACTOM K KHU3HU B 0oJiee IIyOOKUX BOJIax, rje HabItomaercs apyrast noJisspu3aius
ceera [Kunz et al., 1994; Kunz, 2006]. /lins HEKOTOPHIX BHJIOB IOJOOHAS IOTEPs
YyBCTBUTENbHOCTH K Y®-usnydenuto spisgercss oOpatumoil. I[lpu Bo3BpamieHun
B3pOCIIBIX 0cO0ei paayXHOU (openu B MpEecHbIe BOJABI B MEPUOJ HEpeCTa yTpaueHHas
paHee CIIOCOOHOCTh BOCIIPHHUMATH YIbTPA(PHOIETOBOE U3IIyUY€HNE BOCCTAHABINBACTCS
[Allison et al., 2006].

Y rynnu Poecilia reticulata Ha 1OBEeHHJIBHBIX CTaJIUSAX B CeTYATKE MPe0OIagaroT
KOpPOTKO- U cpelHeBOJIHOBBIE onicuHbl SWS2B u RH2-2, B TO Bpemsi Kak y B3pOCIBIX
oco0elt momyJsIIuil K0JI00YEK, COAEPKAIUX T OTICHHBI, TaJaeT. DTO COMPOBOKIACTCS
YBEIMYECHHUEM MOMYJISALMH KOJI00YEK ¢ JIIMHHOBOIHOBBIM oriciHOM LW, T0o ecTh 3peHue
T'YIIIIH C BO3PACTOM CTAaHOBUTCS 00JIe€ YyBCTBUTENIBHO K KpaCHOMY CBeTy. JIJist caMOK 3TO
MO>KET TPUHUMATh YIACTHE B pa3IMueHNN OpavHON OKPACKH CAMIIOB BO BpeMs OpadyHOTO
nepuojia, a Jjsi CaMIOB B HUJCHTU(UKAIIMU CONEPHUKOB M TIOMCKE MHIIH, Ooraroit
KapOTHHOWIaMH, T.K. UIMCHHO KapOTHHOMIbI 00YCIIaBIMBAIOT OpauHyro okpacky [Laver,
Taylor, 2011].

DKcIpeccHsi ONCHHOB Y PBIO TakkKe MOXKET HM3MEHATHCS BO BpeMsi OpadyHOro
Nepuoa M 3aBHCETh OT Toiia. Tak, AmoHCKas MeAaKa IeMOHCTpUpPYET Oosiee BBICOKYIO
HKCIIPECCHIO OTICMHOB BCEX THIIOB B JICTHUH MTEPHO/T IT0 CPABHEHHUIO C 3UMHHUM, YTO MOXKET
OBITH CBSI3aHO C HACTYIUICHHEM TIEPHOJia pa3MHOXKeHHUsA. Eciii Bo Bpems 3TOro meproaa
HOKayTHpoBaTh reH omncuHa LWS, To mMenaka TepseT MHTEpeC K 0COOSM C KpaCHBIM
OpayHbIM OKpacoM. Y muXJjua B o3epe ManaBu HaOMIOMAIOTCS BHUIOCTEIU(DUYHBIC
pa3nyMs B 3KCIPECCHH OICHHOB MEXIy camiiaMu W camkamu [Sabbah et al., 2010;
Shimmura et al., 2017].

Takue ycnoBust cpesibl OOMTaHUs, KaK COIEHOCTh U MPO3PAYHOCTH BOJIBI, @ TAKKE

FHY6I/IHa u OCBGH_IéHHOCTB BO,Z[OéMa, BJIMAIOT HAa COCTaB OIICHMHOB B CE€TYATKE pI)I6. vy pI)I6,
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KUBYIIUX TPH HU3KOW OCBEIIEHHOCTU BOJIbI, HAOMIOJAETCs MpeoOiiaJaHue ONCHHOB
SWS2A, RH2A u LWS, 9yBCTBUTEIBHBIX B 00J1aCTH JUIMHHBIX BOJIH [Escobar-Camacho
et al., 2017]. V rynmnm, KOTOpBIX COACPKaIM B YCIOBHSAX OPAHKEBOTO OCBECIICHHS,
skcnpeccus oncuHa LWS BrIiie, 4eM y pbl0, BRIPAIIEHHBIX TTPH 3€JICHOM OCBEIICHUU. Y
T'YIIY, BBIPAIIEHHBIX B MyTHOM BOJIE, MOBBIIIEHA YyBCTBUTEILHOCTH K KPAaCHOM 00s1acTu
cuektpa [Ehlman et al., 2015; Sakai et al., 2016].

Ha xmmmdum Lucania goodei Obuta mokasaHa BBICOKas AKCIPECCHS OICHHOB
SWS1 u SWS2B, koropbie BOCHpUHUMAIOT (HUOJIETOBOE U YIbTpadUOIETOBOE
M3JIy4eHUe, 1 HA3Kas dKcnpeccus oncuHoB LWS n RH2, BocnipuHrMaromumx opasxeBo-
KpPacHY10 00JIacTh CIIEKTPa, B CETYATKE PbI0, OOUTAIOIINX B IPO3PAYHOIl pyuEeHON BOJIE,

I10 CPABHCHHUIO C 0COOSIMU TOTO K€ BHU 4, )KUBYILIMMH B MYTHBIX 3a0010YCHHBIX BOJIOEMAX

[Fuller et al., 2004].

1.3.3. ITnacmuunocme 3Kcnpeccuu ONCUHO8 Pl

JUIst TpeXWriol KOJIIOIIKM ONUCAaHbl BCE YEThIPE THUIA OICHMHOB KOJOOYEK,
KOJUPYIOIIHECS YETBIPbMSI T'€HAMH COOTBETCTBEHHO. OJKCIIPECCHS T€HOB OIICHHOB Yy
KOJIFOIIKM TAaK)K€ IJIaCTUYHA M 3aBUCUT OT CE30HA M YCJIOBUN OKPYKAKOLIEH CPeIbl
[Rennison et al., 2016; Rennison, Owens, Taylor, 2012]. Tak, Bo Bpemsi Opa4yHOTrO
nepuoaa U CaMKM, M caMIlbl TPEXMUIJION KOJIOUIKM CTaHOBATCS 00Jiee UyBCTBUTENbHBI K
KpacHOMY IIBETY. JlaHHOe M3MEHEHUE COMYTCTBYET MOSBICHUIO Y CAMOK IIPEANOYTEHHIM
Ipy BBIOOpE TIAPTHEPA, a Y CaMIOB MEPUOy KOHKYpEHIIMU 3a Tepputopuio [Boulcott,
Braithwaite, 2007]. Bonee Toro, y caMIioB KOJIFOIIKA HHTEHCHBHOCTh OpavyHOTO OKpaca
MOJIOKUTEIIBHO KOPPEIUPYET C IKCIpeccuer reHa oncuHa LWS, uyBCTBUTENBHOTO B
KpacHO# oOmactu crnektpa. Takum o0pa3om, camilpl, 3aHUMaloIe 0o0Jiee BBHICOKOE
MOJIOKEHUE B COLMATILHON UEpapXuu, CIOCOOHBI JIy4Ille paclo3HaBaTh MOTEHIUATbHBIX
koHKypeHToB [Brock et al., 2018].

['myOuHa ¥ OCBEHMIEHHOCTh BOJOEMA TaKKe BIMSIIOT Ha LIBETOBOE 3pEHHE
TPEXUTIION KOJIIOIIKK. YCTaHOBJIEHA 3aBUCHMOCTb YPOBHEW 3KCIPECCHH OICHHOB B
CETYATKE CaMIIOB KOJIOUIKA OT TJyOWHBI pACHOJIOKEHUS IOCTPOCHHOIO THE3JA.

Paznnuns B HHTCHCUBHOCTH OKCIIpECCUNn I'CHOB 3PUTCIIbHBIX IMUTMCHTOB
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OOHapYy>KHUBAIOTCA YK€ MpU pa3HUlle TIyOMH B JBa MeTpa. [lomoOHBIE M3MEHEHUS
CBSI3aHBI B [IEPBYIO OUEPE/Ib C YPOBHEM OCBELIEHHOCTU U MOTYT MPOSBISATHCA YKE YEPE3
HECKOJIbKO HeJ/eNlb Toclie mepexoaa B Ooisee TiyOokue Boawl. [Ipu sTom y camion
CHUWXKaeTcst dkcrpeccus reHa SWSI1, U, COOTBETCTBEHHO, YYBCTBUTEIBHOCTh K
KOPOTKOBOJIHOBOMY H3aydeHwuio [Veen et al., 2017].

ConéHoCTh BOJIBI TAKXKE OKA3bIBAET BIUSHUE HA SKCIPECCUIO OTICUHOB B CETYATKE
TPEXUTIION KOJIOMIKK. PBIOBI, OTHOCAIIMECS K MOPCKOM M TIPECHOBOIHOW ¢opme,
pasznuyaroTcsa Mo JaHHOMY IOKa3aTelo: y phld MpecHOBOAHOM (HOpMBI HAOMIOJACTCS
CHIDKEHHas 3kcnpeccus oncuHa SWS1 u noBeieHHas skcnpeccust RH-2 no cpaBHeHno
c ocobssMmu Mopckoir ¢opmbl. Takum o00pa3oM, MPECHOBOJHBIC KOJIIONIKA OoJiee
YYBCTBUTEJIbHBI K CHHE-3€JICHOM 00JacTH CHEeKTpa M MEHEe BOCHPUMMYMBBI K

yIbTpaduoiieToBoMy H (hroseroBomy usaydeHuro [Rennison et al., 2016].

1.4. IIpos1akTHHOBAsA OCh PbIO
1.4.1. /lea nponrakmuna pelo: cpasHerue ¢ Ma1eKORUMAOUWUMU

[Iponaktun (aanee Prl) — menTuaHbIil ropMOH ceMeNCTBa COMAaTOTPONKHA, B KOTOPOE
TaKOKe BXOST TUIAIICHTAPHBIN JTAKTOTEH U COMATOIAKTHH, TIPUCYTCTBYIOIIHIA TOJBKO Y PHIO.
JlvHa nenTuaHOM uenu npojakThHa BapbupyeT oT 190 10 200 aMUHOKHCIOTHBIX OCTATKOB,
B 3aBCMMOCTH OT BHJIa )KUBOTHOT'O, CTAOMITM3UPOBAHA TPEMSI TUCYIIb(PHUIHBIMUA MOCTUKAMHU.
N y miexonuTaronyx, U y pbl0 CHayajga CHUHTE3UpPYETCS MPOTOPMOH, OT KOTOPOIo B
JATTbHEUIIIEM ITPOUCXOIUT OTILEIUIEHHE CUTHAIBHOW MOCIIeI0BATEILHOCTH (28 aMUHOKHUCIIOT
y MIIEKONUTAIOUIMX, 24 aMHHOKHCIOTHI y pbI0). B oTmume OT MIIEKONMUTAIOMUX, Y
OOJIBIIIMHCTBA KOCTUCTBIX PhIO HET N-KOHIIEBOTO IUCyb(uaHoro Moctuka [Bole-Feysot et
al., 1998; Rand-Weaver, 1993; Wallis, 1992; Whittington and Wilson, 2013]. V¥
MJICKOITUTAIOIMX TPHUCYTCTBYET OJHa (hopMma MpOJIAKTHHA, B TO BpeMs Kak y pbl0 u
HEKOTOPBIX JIPYTUX MO3BOHOYHBIX, B TOM YHCIE, LBIUISAT U SIIEPULl, OTUCAH MPOJAKTHUH-
10JJ00HBIN TOpMOH. BBH Ty TOT0, YTO OH TOMOJIOTMYEH U3HAYATIbHO U3BECTHOMY MIPOJIAKTUHY
Y IMEET CPOJICTBO K MPOJIAKTUHOBBIM PEIeNTOpaM, MPOIaKTUH-TIOA00HBIN TOPMOH MOy YHIT
Ha3BaHue Prl-2. [IponakTuH, OTKPBITHI paHee y pbl0 U MMEIOIIHA OO0JIbIIee CXOACTBO C

MPOJIAKTHHOM ~ MJICKOTIMTAIOININX,  COOTBETCTBEHHO, Has3biBaercsa  Prl-1.  Jlnuna
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MOJMNENTHIHOMN 1IeNN MPOJIaKTHHA U MPOJAKTUHIIOIO00OHOTO TOPMOHA Y pa3HbIX BUIOB PhIO
BapbUpPYET, HO 0OBIYHO B cocTaB Prl-2 BXOMUT MeHbBIIIE aMUHOKHUCIIOT, 4eM B cocTaB Prl-1.
J1J1s1 HEeKOTOPBIX PhIO MPOIAKTUHBI HA3bIBAIOT B COOTBETCTBUH KOJIMUYECTBY aMUHOKHCIIOTHBIX
OCTaTKOB B K&KIOM U3 HUX (Hanpumep, y Tiianuu Prl-1 na3siBaroT nposnaktiunom-188, a Prl-
2 nponakTuHOM-177). Tpernunsie cTpykTypsl Prl-2 u Prl-1 odenp cxomHbl, 0cOOEHHO B
obmactu 1 mermmm, uyro mno3Bossier Prl-2  w3buparenbHO  B3aMMOJEWCTBOBATH €
NPOJIAKTUHOBBIMU perterrropamu [Huang et al., 2009; Wang et al., 2010].

‘el 000MX MPOJAKTUHOB PBIO, KaK U TE€HBl TOPMOHOB BCEro CeMeicTBa
COMaTOTONMHA, UMEIOT 4 UHTPOHA U 5 3k30HOB. Prl-1 y Bcex pbIO, Kak yIOMHUHAIOCH
paHee, CTAOWJIM3UPOBAH JIMIIb JIBYMS AMCYIb(UIHBIMU MOCTUKAMH, B OTJIIMYHE OT
MJICKOITUTAIONINX, B TO BpeMms Kak y Prl-2 omumcanbl Bce Tpu AUCYIb(UIHBIE CBS3U.
HckiroueHne COCTaBIISIOT TOJBKO aKyJibl, Prl-2 KoTOpbIx mMeeT 1Ba IUCYJIbPUIAHBIX
MocTuka. HTepecHo, 4To y pbiObl (Gyry oOHapy>keHO jaBa BapuaHTa reHa Prl-2, Ttax
HasbiBacMmble Prl-2a u Prl-2b [Goffin et al., 1996; Huang et al., 2009; Wang et al., 2010].

I'omonorus Prl-1 u Prl-2 BHyTpu 01HOTO BHJ1a 1OCTATOYHO HU3KA MO CPABHEHHUIO C
romojiorueit Prl-1 u Prl-2 Mexay pa3nuuHbIMUA BUJAMH. ITO TTO3BOJISIET CAEIATh BBIBOJ
O pPaHHEM PACXOXKJICHUH THX JIBYX T€HOB U X HE3aBUCUMOM 3BOJIIOLIMHU Y PA3HBIX BUJIOB.
[Tpu 5TOM OTMEHaeTcsl, YTO Ha TeH MPOJAKTUHA MIICKOTIUTAIONINX O0JbIe moxox Prl-1
pBIO, a IpU CpaBHEHUHM aMHUHOKHMCIIOTHOM HocienoBaTebHOCTH Prl-1 HeKOTOphIX BUIOB
peIO (B wacTHOCTH, nema u Danio rerio) romonorust Prl-1 BHyTpu rpynmsl KOCTHCTBIX
pbIO ObLITIa TOpa3/Io BhIIlE, UeM MeX Ty pbibamu u TeTpanogamu [Chang, Huang, Lo, 1992;
Doliana et al., 1994; Huang et al., 2009; Noso et al., 1993; Santos et al., 1999].

CTpykTypa MpOJAKTUHA U €r0 TOMOJOTUSI BHYTPU Pa3HbIX TAKCOHOB KHUBOTHBIX
oOparaer Ha ce0si BHUMaHHUE HCCIICIOBATENCH, KOTOPHIE 3aHUMAIOTCS (PUIIOTEHETUKON
ppi0. Hanuune JByX TOPMOHOB, HE SIBISIOIIMXCS PA3IUYHBIMHU CIJIAHCHHTOBBIMU
dbopMaMu OAHOrO TeHa, a MPOAYKTaMH pa3HBIX TE€HOB, OOBICHAETCA Teopuen
OYTJIMKAUU TE€HOMA, JBAXKIbl MPOU3OLIEANICH B HBOJIIOLMOHHOM pPAa3BUTHH PbIO.
Pe3ynpTaTom nepBoil QyIUIMKAIMU CTAU B T€HA, KAl U3 KOTOPBIX MOCJIE BTOPOMH

OYTUTMKAIAK  pa3eiiics Ha COMATOTPONMH W coMaroyiaktuH u pri-1 w prl-2

cootBeTcTBeHHO [BU et al., 2015; Power, 2005; Venkatesh, 2003].
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MeToapl MONEKYIISIPHON OMONOTHH U UMMYHO()EPMEHTHOTO aHaIHM3a MO3BOJIMIN
UACHTU(DUIIMPOBATh TKAHU, KOTOpPbIE MPOIYLUPYIOT MPOJaKTUH-1 y TeTpamoa U psio.
OCHOBHBIM OPraHOM YHIOKPUHHOMN CEKPELIMH MPOJIAKTUHA-] y BCEX KUBOTHBIX ABJISETCS
runodus, 0JJHaKO MHOXKECTBO TKaHEH TakKe CEKPETUPYIOT MPOJIAKTUH. Y JIOACH K HUM
OTHOCSITCSI: MOJIOUHAS KEJIE€3a, MO3T, XOJIaHTHOLUTHI, JEHHU1yaIbHbIE KIIETKH IJIALCHTHI,
ceTyarka IJas3a, TUMYC, cele3€HKa, JUMQPOLUUTHI, (puOpoOIacThl, SHIOMETPHM, KOXKa,
npocTaTa, TeMaTonodTu4eckue kieTku. [lpu aToM runoduzapHas cexpenus mpojJakTuHa
ABJISIETCSA SHAOKPUHHOM, B TO BPEMsI KaK IMPOJIAKTHH, BBIICISIOMINIICSA U3 IPYTUX TKAHEM,
B OCHOBHOM OKa3bIBAE€T ayTO- M MapakpuHHbIE 3PQeKTbl. XapakTep NUTYUTAPHON
CEeKpelMM TPOJIAKTUHA OTJIMYACTCS BOJHOOOpPA3HOM JMHAMUKOWM, CBS3aHHOH C
BOJIHOOOPA3HbIM NATTEPHOM CEKpeLuH JTo(paMUHA, OCHOBHOTO PEryjsiTopa, IpU 3TOM
HEraTUBHOTO, IIEHTPAJIBHOIO BBIACICHHUS MPOJAKTHHA. DKCTPAUTYUTAPHAS CEKPELUs
IIPOJIaKTHHA TO0J00HOM BOJIHOBOM JIuHAMHKOH He oOmamaeT [Ben-Jonathan et al., 1996;
Ben-Jonathan, Hnasko, 2001; Hnasko et al., 2006].

Cekpenys npoyiakTUHA-1 y KOCTUCTBIX pbIO, KaK U 'y MICKONUTAIOUIUX, SBISETCS
HEHTPaIbHOH, TUNO(PHU3apHO. MUHOPHBIMU UCTOYHUKAMH JIAHHOT'O TOPMOHA SIBIISTFOTCS
KHUILIEYHUK (BTOPOMl MO AaKTUBHOCTU SKCIPECCUM MPOJAKTHHA OpraH), CEMEHHHUKH,
SUYHUKH, XaOpbl W TMeueHb. B 9THUX opraHax OH OKa3bIBACT MNAPAKPUHHYIO WIIU
aytokpunHyto peryssmuio [Clarke, Bern, 2012; Imaoka, Matsuda, Mori, 2000; Santos et
al., 1999]. Dkcnpeccus reHa MPOIAKTUHNIONOOHOTO TopMoHa Pri2 B runoduse prido He
oOHapyKeHa, OJJHaKO HaOJIF0IaeTCs B CETUaTKeE I1a3a M B Mo3re Danio rerio; B MUHOPHBIX
KoJMuecTBax — B mouke. Otmeuaercs yyactue Prl-2 B pa3BUTHUM MoO3ra U CETYaTKH I1a3a
y pwi0 [Huang et al., 2009].

DKcnpeccHsl TeHa MPOJIAKTUHA B TUMO(GW3E MICKOMHUTAIONINX HAXOAUTCS TIOJ
KOHTpoJieM Oenka u3 cemeiictBa OenkoB romeomomMeHa POU Pit 1, mostomy
MOCTTPAHCAIMOHHBIE Moaudukarmuu Pit 1 Moryr perymupoBatb W BIHATh Ha
HKCIIPECCHUI0 MPOoaKTUHA. Moynsmus aktuBHOCTH Pit 1 mo3BoIsIeT eMy TUMUTHPOBATH
KOJIMYECTBO TPOJAKTHHA, CHHTE3UpyeMoro Jaktorpodamu rumnodusa. I[lomobHas
perynanus nuTyuTapHoi sxcnpeccun Prl-1 nabmonaercs u y pbi0, 4To OBLIO TOKA3aHO

Ha kapre Cyprinus carpio. Pit 1-csaseiBaromue mpomensl JIHK 3aBucsar or tAM® u
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KaJIBIIHS, TTO3TOMY aKTHUBAIIMS ATUX BHYTPUKJIETOYHBIX CUCTEM MPUBOIUT K IMTOBHITIICHUIO
CeKpelMH TpojakTHHa jJakTtorpodamu rumnodusa [Ben-Jonathan, Hnasko, 2001; Ben-
Jonathan, LaPensee, LaPensee, 2008; Kausel et al., 2006].

B sKcTpanuTyHTapHBIX TKaHAX, MPOIYLUPYIOMIKX MPOJIAKTHH-1, €ro cekpeuus
HAXOJUTCS MOJ KoHTpojieM He Pit 1, a moa neiicTBueM Jpyroro mpoMoTopa, U B
pe3yabTaTe pa3Hoo0pa3us CaillIeHCEPOB M CHXAHCEPOB BIMSHUS Ha IpomMoTop Pril moryt
OBITh KaK B CTOPOHY YBEIHYCHHsI, TAK U B CTOPOHY YMEHbIIeHus cexpenuu pril [Ben-
Jonathan, LaPensee, LaPensee, 2008].

Dkcnpeccus rera Pri2 y pei6o taxke He 3aBucHt oT Pit 1. ['en pri2 umeer npyroi

IPOMOTOp, AKTUBUPYEMBIM TaKUMHU TpPAHCKPUNIMOHHBIMU (akTopamu Kak STAT,

CREB, Sp1 u NFAT [Wang et al., 2010].

1.4.2. Ilponaxmunoswvle peuenmoposlt pvlo

Peuennitopsl  TpoJjlakTHHA, KaK W PELENTOpPhl COMATOTPONHHA, JENTHHA U
DPUTPOIIOITHUHA, OTHOCATCA K Kiaccy | cymepceMencTBa HUTOKMHOBBIX PELIENTOPOB. Y
MJICKOMTUTAIOIIMX MPUCYTCTBYIOT JUIMHHAS, CPEIHSS M KOPOTKas n30(hopMbl perentopa
MPOJIAKTHHA, OO0pa3yroIrecs MyTEM albTCPHATUBHOTO CIUTAMCHHTa W HMEIOITUE
KOHCEPBATHUBHBIC BHEKJIETOYHBIE JOMEHBl M BapUaTUBHBIE BHYTPHUKJIETOUYHBIE (B
YaCTHOCTU, Y KOPOTKOH (PopMbI OTCYTCTBYeT box2, 3a CYET 4ero oHa HE MPOBOIUT
curHai, onocpenoBannbiii STAT-0enkamu) [Bole-Feysot et al., 1998].

VY peIO ommcaHo JBa pelentopa MpoJakTHUHA, SBISIFONIMECS MPOAYKTaMH JABYX
reHoB. Penenrop nposiakTiHa, OOHApYKEHHBIH paHee, moxyunia HazBaHue PrIR-1 wim
PrlRa, u mMeer OojbIlle TOMOJIOTHH C PEIENTOPOM IPOJAKTHHA MIICKOIUTAOIINX.
Peuienitop, oTkpeITHI mo3nHee, HazBamu PrlR-2 wmm PrlRb. O6a pemnentopa umeror
HauOobIIee CXOACTBO C JJIMHHOW M30()OpMON  MPOJAKTUHOBOTO PEIenTopa
miekonutatomux. Ctpykrypa PrIR-2 odenp cxomna co crpykrypoit PrIR-1 u BooOme
BCET0 KJIacca PerenTopoB IMUTOKMHOB, oAHAaKO y PrlR-2, kak y KopoTko# m30(popMbl
pelenTopa MJEKOIUTAIONINX, OTCYTCTBYeT nomMeH box2. PrIR-1 Gomnbmie, yem PriR-2,

CXO0K C JUTMHHOU U30(OpMOii perienTopa mpojakTuHa MiekonuTarommx [Higashimoto et

al., 2001; Prunet et al., 2000; Sandra et al., 1995; Santos et al., 2001; Tse et al., 2000]. B
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HACTOSAIIEEe BPEMSI OTCYTCTBYET €IMHAsl CUCTEMa Ha3BaHUI PELENTOPOB, U Y HEKOTOPHIX
BUJIOB, B YAaCTHOCTH, KOJIIOIIKH, PEIenTophl 0003HadaroTCsi OykBamm a U b 0e3
COOTHECEHUS UX C MPOJIAKTUHOBBIMU PELENTOPAMU IPYTUX BUIOB. [IoaTOMY B JaHHBIN
MOMEHT OCTa€TCsl HEU3BECTHBIM, KAaKOW K3 MPOJAKTUHOBBIX PEIENTOPOB TPEXUTION
KOJIIOLIKU ABJIsieTCsl box2-comepxkanium, a B KakoM box2 OTCYTCTBYET.

Jlns Danio rerio Taxke ObUIO MOKa3aHO, YTO TOJBKO Prl-1 Mo)xeT akTMBHPOBATH
PrIR-1 u PrIR-2, B To Bpems kak Prl-2 axtuBupyer smmb PriR-1. Ilpu 3Trom Gonbimm
cpoactBoM K PrlR-1 obnamaer Prl-1 B cpaBuenuu ¢ Prl-2. Kak Prl-1, tak u Prl-2 Danio
rerio B3aMMOCHCTBYIOT CO CBOMMH PEICIITOPAMH ITOJ00HO YeJI0BEUECKOMY IMPOJIAKTHHY
BBUJy CWJIBHOM TOMOJIOTMU PELENTOP-CBI3bIBAIONINX JOMEHOB. BriepBbie MeXaHU3M
CUTHAJUIMHTA MPOJAaKTUHA MYTEM TPUMEPHU3ALIMU C JIByMsI MOJIEKYJIAMHU PELENTOpa s
puIO ObLT TIOKa3aH y hopenu [Huang et al., 2009; Rouzic et al., 2001].

Haubonee xopomo wu3ydeHa Iiepefadya CUTHajda BHYTPb KIETKH JUIMHHOU
n30popMOM MPOJAKTHHOBOTO pelentopa, ¢ Kortopod cBs3aH kackaa JAK/STAT,
YHUBEPCAIBHBIN JJIs1 BCEX MO3BOHOYHBIX. HepenenTtopHbeie Tupo3nHOBBIE KMHA3B! JAK,
CBSA3aHHBIE C TPUMEMOpAHHBIM YYaCTKOM BHYTPHUKJIETOYHOTO JIOMEHA JIJTUHHOM
n3oopmbl perenTopa, Mmocie akTuBauu (ochHOPIMPYIOT THUPO3UHOBBIE OCTATKHU
BHYTPHUKJIETOYHOI'O JJOMEHA PELIENTOPA, YTO MO3BOJISIET CBSA3aThecsA ¢ HUMU SH2-1oMeHam
TpaHCKpHUMIMOHHBIX (hakTopoB cemerictBa STAT (signal transducers and activators of
transcription).

3arem JAK aktuBupyror Qocdopunupoannem STAT, onu aumepusyroTcs u
TPAHCIIOPTUPYIOTCSA B SO, TJI€ aKTUBUPYIOT T'€HBI, UMEIOIIUE B CBOEM MPOMOTOPE
raMMa-uHTEep(QEepOH UyBCTBUTEIBHBIH 1eMeHT (GAS).

TepMmuHaIMs CUTHAIUIMHTA MPOWCXOAUT C TMOMOIIBIO AKTUBUPYEMBIX OeIKaMu
STAT 0OenkoB cemeiictBa SOCS, koTOpbIe KOHKYpUPYIOT 3a caiiThl cBsizbiBaHus STAT ¢
peuentopom u wuHakTuBUpYOT JAK. ITomumo storo, SOCS Moryr HampaBisiTh
NPOMEKYTOUHBIC 3BEHbsSI Kackajla Ha MPOTEOCOMHYIO nerpanaiuio [Bole-Feysot et al.,
1998; Howard, Flier, 2006].

JAK/STAT-curHanmuHr npoJiakTHHA, XOpomio wu3y4eHHeni y Danio rerio,

ocymectBisiercs npu ydactun JAKL, JAK2a u JAK2b u STATL, STAT3, STATS.1 u
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STATS5.2. Monekynbst JAK u STAT Danio rerio o6magatoT BBICOKOW TOJOMOTHEH
(60-90%) co cBommu ananoramu y mirekonmraroniux [Conway et al., 1997; Lewis, Ward,
2004; Oates et al., 1999a; Oates et al., 1999b; Yamashita et al., 2002].

HecMoTpss Ha TO, 4YTO OCTaJbHBIE CIIOCOOBI CHUTHAJUIMHTA IPOJIAKTHHOBBIX
peuenTopoB, Takue kak PI3K-nyts, Src-nyts, Fin-myts, MAPK-kackaa nmoka He Obuin
MOKa3aHbl U1 PO in VIvo, BEPOSITHOCTh BO3MOKHOCTH MX OCYILECTBIICHHUS, IO MHEHHIO
HEKOTOPBIX YYEHBIX, OYEHb BEJIMKAa BBUJY TOr0, 4YTO: Yy MJEKOMHUTAIOMIUX U PHIO
aKTUBAIMS TPOJAKTUHOBBIX PEIENTOPOB HJCHTUYHA; BBICOKA TOMOJIOTHS OEJIKOB,
MPUHUMAIOIIMX y4acTHE B Mepeaade CUTHajla, HAaWJAEHHBIX Y MIICKOMUTAIONINX U PbHIO;
HEKOTOpBbIE AHTUTENIa M HWHTUOUTOPHI, cHeHU(UYHBIC JISI CUTHAJIBHBIX KacKaJoB
MJICKOITUTAIOIINX, C YCTIEXOM IIPUMEHSIOTCS B HCCIIEIOBAaHUAX Ha phidax. K ToMy ke ecTh
JJAHHBIE O TOM, YTO B JIMHUM KJIETOK IPH JIMTAHJI3aBUCUMOI akTUBaIMu ToJbKO PriR-1
Mor akTHBHpOBaTh pomoTop Spi [Huang et al., 2007; Nguyen, Stellwag, Zhu, 2008].

Oba Tunma  MPOJAKTUHOBBIX  PEIENTOPOB  PBIO  IKCHPECCHPYIOTCA B
OCMOPETYJIITOPHBIX OpraHax: »ka0pax, Movkax, KAIICYHUKE, YTO CBSA3BIBAIOT C BIUSHUEM
NpOJIAKTHHA Ha BOJHO-coyieBOM Oamanc. IIpm »TOM y MoOpckoro jemra, a3uaTckoro
napaymxta (Paralichtys olivaceus) wu  Kryptolebias marmoratus B  >xaOpax
MIPEUMYIIECTBEHHO SKCIPECCUPOBAJICS PELIETITOP BTOPOrO THUIA, a B MTOYKAX U KUIICUHUKE
— IEPBOTO.

Ob6a penenTtopa SKCIPECCUPYIOTCS OJMHAKOBO MHTEHCMBHO B TOHauax (3a
WCKJIIOYEHUEM MapajuxTta, JJIi KOTOPOTro IMOKa3aHa AKCIIPECCHS PELENTOPOB B TOHAJIaX
CaMmIIOB, HO HE CaMOK), B OCTaJIbHBIX TKAHSIX DKCIPECCHS MPOJAKTUHOBBIX PELICITOPOB
cmabas ¢ HeOospmuM mpeoOnananveM PriR-1 mam PrlR-2 [Bole-Feysot et al., 1998;
Higashimoto et al., 2001; Huang et al., 2007; Khong et al., 2009; Santos et al., 2001].

Y tunanuu Oreochromis niloticus ecTh TOJIBKO OJMH THI PEICNITOPA MPOJaKTHHA,
U €ro MPeACTABICHHOCTh B TKAHAX CXOXa C TaKOBOM y JPYrUX pbIO: OH aKTHUBHO
IKCIIPECCUpPYeTCs B xKaOpax, MOYKax W KUIICYHUKE, a TAKKE B MEHBIIIEM KOJUYECTBE B

APYIrux TKaHAX, TAKUX KdK MO3I, KO’Kd, 'OHA/HhI, cene3€HKa U JaXE Ha J'II/IM(l)OHI/ITaX

[Auperin et al., 1995; Pierce et al., 2007; Rhee et al., 2010; Sandra et al., 2000].
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1.4.3. Ocmopezynamopnan pynkyus npoarakmuna polo

[IponaktuH y pbi0 TEpBOHAYAIBHO OBLUT HM3BECTEH KaK OCMOPETYJSTOPHBINA
TOPMOH, B YAaCTHOCTH, KaK TOPMOH, OOYCIIaBJIMBAIOIINI aJanTaiiio K MPEecHOW BOJE.
OcMmoperynaTopHple  TKaHH PbIO, BKIIOYAs KOXY, XapaKTepU3YIOTCS BBICOKOM
SKCIIpeccHell MmpojakTUHOBBIX penentopoB [Khong et al., 2009; Lee, Kaneko, Aida,
2006; Sandra et al., 2000; Santos et al., 2001; Yuan et al., 2017].

Y runou3’3KTOMUPOBAHHBIX THJIAMUN SK30TE€HHBIA MPOJAKTHH CIIOCOOCTBYET
ajanTaldyd K IpecHoi Bojie, onocpenys aktuBaiuio NCC-kIeTok xadp U yCUICHUE UX
perukm3anuu. [Ipu nepecaake THIAMUN W3 MOPCKOW BOJBI B MIPECHYIO KOHIICHTPAITUS
00OMX MPOJIAKTUHOB B TUIa3Me PacTéT, a IpU 0OpaTHOM Tepecake u3 MPECHON BOJBI B
MOPCKYIO — TIOBBIIIACTCS IKCIIPECCHUs MPOJAKTUHOBBIX PEleNTOPOB B jkabpax [Breves et
al., 2010, 2011; Pierce et al., 2007]. B xoae aganTanuu Huibckoi Tranuu Oreochromis
niloticus x comoroBaTOl BOje ()YHKIIMU MPOJAKTHHA M TPOJAKTUHIIOA0OHOTO TOPMOHA
pa3INYarOTCS: MPOJIAKTUH peryiaupyet Tpancnopt noHoB Na® u Cl yepe3 memOpany, a
NIPOJTAKTUHIIONOO0HBI TOPMOH BHOCHT BKJIAJ] B OCMOPETYJISIMIO, JIUIIh ITOHFDKAS
NPOHMIIAEMOCTh MeMOpaH st Boabl. Jlis mo3amOukckoi Tunanwu O. Mossambicus
XapaKTepeH paBHBIM BKJaJ 000MX TOPMOHOB B ocMoperysnuto [Auperin et al., 1994;
Young et al., 1988].

Ha >xa0pbl NpoJIaKTUH OKa3bIBaeT BIMSIHUE Yepe3 00a THUIa CBOUX PEIEHTOPOB,
HKCIIPECCHPYIOIINXCS HEIMOCPEACTBEHHO noHoiuTamu [Santos et al., 2001; Weng, Lee,
Hwang, 1997]. B tkanmu >xabp oObikHOBeHHOTO JaBpaka Dicentrarchus labrax
oTHOcuTeNbHBIe KommuecTBa MPHK mponaktuHOBOTO perientopa a ObLIN BBIIIE TOCIIE
IIPECHOBOJIHOM a/IanTaIiy, a SKCIPECCHUs TeHa MPOJaKTHHOBOTO perentopa b MeHsu1ach
B MPOTHBOIONIOXKHYI0 cTopony [L’Honoré et al., 2020]. IIpeamnonoxuTenbHo, TOCKOIbKY
*aOpbl HETMOCPEICTBEHHO KOHTAKTHUPYIOT C BHEIIHEH CpeIoH, IpH Tepexoje phio B
NPECHYI0 BOJAY DKCIPECCUS TEHOB MPOJAKTHHOBBIX PEIENTOPOB HOHOIUTOB KaOp
U3MEHSIeTCsl ObICTpee, YeM T'€HOB MPOJIAKTHHA JTAKTOTPO(OB runodusa, 1 HavdaJlbHbIE
CTaliy TIPECHOBOJHON aJanTaliyd PeryJupyloTCs HMEHHO TaKUM MEXaHH3MOM, a
WU3MEHEHHS KOHIICHTPAIINH TIPOJIAKTHHA B TIa3Me HaOJI0Jal0TCS Ha TIO3IHUX CTaAMsIX. Y

MO3aMOUKCKOM THIIAITNU HOI[O6HI)IC U3MEHEHHUsI OBUIM OIMCAaHBLI B X04€ HU3YUCHUA
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OBICTPOI amanTauu 0co0e K CyTOYHBIM KOJIEOAHUSIM COJIEHOCTH BOJIBI: KOHIICHTPAIIHS
000X MPOJIAKTUHOB B TUTA3ME N3MEHSIACh HE3HAYUTEIHHO B TCUEHUE CYTOK, B OTIUYHE
ot ypoBHeit MPHK mnponaktuHOBBIX penentopoB 1 u 2 B xabpax. [Ipu 3ToM CHIKEHME
DKCIIPECCHU TEHOB PEIENTOPOB TMpOJIAKTHHA ObUTO Oojiee TUHAMHUYHBIM, YeM
yBEJIMYEHHE, U HaOJI01ajack oOpaTHas 3aBUCUMOCTb IKCIIPECCUU I'eHa POJIaKTUHOBOTO
peuienitopa 1 v psimMasi 3aBUCUMOCTD I'€Ha MPOJIAKTUHOBOTO perienTopa 2 0T CONEHOCTH
Bozbl [Paviosky et al., 2019; Seale et al., 2019].

JleiicTBre mpojaktuHa Ha akTUBHOCTH Na'/K'-AT®a3bl jkabp HEOAUHAKOBO IS
pasHbBIX BUIOB pbiO: y HekoTopblx oH e moHmkaeT (Chelon labrosus, Salmo trutta,
Oncorhynchus mykiss, Morone saxatilis), y Hekoropbeix mosbimmaer (Salmo salar L,
Anabas testudineus), a y HEKOTOPBIX BHJIOB PbIO HE BIMSIECT HAa aKTUBHOCTD MIEPEHOCYHMKA
(Ictalurus punctatus, Oreochromis mossambicus) [Boeuf et al., 1994; Eckert et al., 2001;
Gallis, Lasserre, Belloc, 1979; Leena, Oommen, 2000; Madsen, Nishioka, Bern, 1997,
Madsen Steffen, Bern Howard, 1992; Young et al., 1988]. Biusnue npoiakTHHa Ha
akcrpeccrio B xkabpax Na'/K*-AT®a3sl Takke pa3HOe Ui pa3HbIX BUIOB PbIO: OH B
pa3HBIX HCCIICOBaHUAX TOHMXKan (Sparus sarba) wiu He Biamsa (Salmo trutta) ma
WHTCHCHBHOCTB JKcIipeccuu Tpancnoptepa [Deane, Kelly, Woo, 1999; Seidelin, Madsen,
1999]. B xabpax runo(u3dKTOMHUPOBAHHOW MO3aMOMKCKOW  THJAHMKA  TPH
NPECHOBOAHOM ajanTaiuu HaOmogaeTcs cHkeHue oskcnpeccun MPHK Na'/K'-
AT®a3bl. Y ocobelt, KOTOPBIM MTPU 3TOM BBOAMIINA SK30T€HHBIN MPOJAKTHH, KOJMYECTBA
MPHK Na*/K*-AT®a3bl ObUIM COMOCTaBUMBI C TAKOBBIMH Y PbIO, HE MPETEPIICBIINX
runoU33KTOMUIO 70 TIepeHoca B pecHyro Boay [Tipsmark et al., 2011].

Y mo3zamOukcko# Twiaanuu u Danio rerio mpojakTHH CTHMYJIHMPYET 3aXBaT U3
BHemHel cpeabl noHoB Na* u Cl°, yBenunuuBas skxcnpeccuto reHa NCC2 Ha anuKaabHOI
MemOpane NCC-UHOLIMTOB, ITPH 3TOM HE BIIMSS HA APYTrUe HATPUEBBIE MEPEHOCUYHKH, KaK
in vivo, tak u in vitro [Breves et al., 2013; Breves et al., 2017; Breves, 2019].

[IponakTiH OKa3bIBaeT BIUSHHE HA MOP(OJIOTHIO, PA3BUTHE MU KOJIUYECTBO
MOHOLUTOB. Taxke ObLJIO MOKA3aHO €ro MOJIOKHUTENIbHOE BiusHue Ha pa3Butre NCC-
MOHOIIUTOB, KOTOPBIE OCYIIECTBISAIOT IEPEHOC HOHOB HATPUS U XJOpa BHYTPb

OopraHu3mMa, Mpu MepeHoce pbld B mpecHylo Boay. IIpu BbIKIIIOUEHHH PaOOTHI T'€HA
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nposiaktuHa y Danio rerio mabmonanocs ymenbmeHue nomyssiniud NCC-HOHOIHUTOB
[Breves et al., 2010, 2013; Foskett, Machen, and Bern, 1982; Madsen et al., 1997,
McCormick, 1995]. Takum oOpa3om, B xadpax mpojaaktuH BiusgeT Ha NCC-HOHOLUTHI.

Oddekr, oka3pIBaCMbIi MNPOITAKTUHOM HA TMOYKU pPbIO, JAUYPETUUYECKUU U
AHTUHATPUHNYPETUYECKHUM.

BnusHue mposiakTHA HA MOHHBIE NMEPEHOCUYMKHU B MOYKE Y Pa3HBIX BUIOB PHIO
BapbHUpYET: OH MOXKeT Kak yBenmuuBaTh (Chelon labrosus), tak u ymenpmars (Salmo
salar, Salmo trutta) axtuBHocTh Na'/K*-ATdaszwr [Gallis, Lasserre, Belloc, 1979;
Madsen, Nishioka, Bern, 1997; McCormick, Moyes, Ballantyne, 1989]. Onnako
SHIOKPUHHAS PETYIISALNA TOYEK Y PHIO U €€ MOJIEKYIIPHBbIE MEXaHU3MbI MCCIIETOBAHBI HE
OYEHb JIETAIBHO.

B xumeunuke neicTBre MpoJakTHHA TaKKe BUAOCTICHU(DUIHO: Y OOIBIITMHCTBA OH
cHIbKaeT abcopOiuio Boabl 1 noHoB Na' u Cl, m momasiser akrmBHOCTh Na'/K'-
AT®a3bl. [I151 HEKOTOPHIX JTOCOCEBBIX BUOB OBLI MOKAa3aH MPOTHUBOMOIOKHBIN d(PdeKT
[Collie, Hirano, 1987; Kelly, Chow, Woo, 1999]. IIponaktun camxkaeT cexperio HCO3
B KHIIICYHHKE MOPCKOTO Jiemia in Vitro, momasisst sxcnpeccuto rena NBC-oOMeHHMKa
(Na*/HCOgs-kotpancnioptép) [Breves et al., 2020b; Ferlazzo et al., 2012]. B kumeunnke
Mo3ambukckoit Trimanuu Oreochromis mossambicus Oblia OKa3aHa 3KCIPECCHs TEHOB
00ouX MPOoJaKTUHOBBIX perentopos (Prirl u prir2), npu sTom skcnpeccus rena prir2 y
aIalITHPOBAHHBIX K YCIIOBUSM MOPCKOM BOJBI TWJANWii ObUTa BBIIIE MO CPABHEHHIO C
npecHoBoHbIMHE [Breves et al., 2020b; Seale et al., 2014].

[TockonbKy OCMOPETYIATOPHBIN 3PPEKT MPOTAKTHHA BRIPAKASTCS B aaNTalud K
YCIOBUSIM TUTIOOCMOTHYHOCTH, JIOTUYHO MPEITIOIO0KUTh, YTO CEKPETOPHAst aKTUBHOCTH
JaKTOTPO(OB, B CBOIO OYEPEIb, 3aBUCUT OT COJEHOCTH BOJbI, B KOTOPOH HAXOIUTCS
xuBoTtHoe. J{is smouckoro yrpst Anguilla japonica sto 6bu10 okazano meromamu [P
B peaJIbHOM BPEMEHHU M THOpUAM3aIuei N Situ: mpu noMeneHnu poid B BOAY C BBICOKON
10 OTHOIIICHUIO K ITpecHOoM Boe kKoHneHTparuei NaCl runmodu3zapHas 3KCIpeccus reHOB
NpOJIaKTUHA CHUXanach. lIpumedarenbHO, YTO NpHU MOMEIIEHUH OCOO0EH B BOAY C
BbICOKHM conepkanueM CaCly nannsiil 3¢ ekt He HaOII0AaNCs, YTO O3BOJISIET ClIENaTh

BbBIBOA O TOM, 4YTO AKTUBHOCTL IIPOJAKTHUHIIPOAYLHPYIOIIHUX KIJICTOK mno@ma
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peryaupyercs B MEepByIo ouepeb KoHIeHTpanueid noHoB Na* [Katayama et al., 2020].
Jannsie PHK-cekBeHMpoBaHne MO3ra HWJIBCKOW TUJIANUKN CBUAETEIBCTBYIOT B MOJIB3Y
TOTO, YTO MOCJIC JUIUTEIbHOM (49 JHEeH) aganTtaluu 0CO0CH K yCIOBHSIM MOPCKOH BOJIBI
IKCIIpeCCHsT TeHa IMpoJlakTHHA-1 W3MEHWIAch CHIIbHEE OCTAJBHBIX, IIPUTOM B
HeratuBHYI0 ctopony [Liu et al., 2018]. HaoGopor, npu aganTaruu ocodel a3uaTcKoro
napanuxta Paralichthys olivaceus k runoocmornueckuMm yciaoBusM koiudectBo MPHK
IPOJIAKTHHA B THUMO(H3E MOBBIIIATIOCH, IOCTHIas MMKOBOTO 3HAYCHUS Ha IATBHIA JICHb
[Yuan et al., 2017]. B mia3me M03aMOMKCKOM THJIAaUKM TarKke OblIa IMOKa3aHa
TOBBIIIICHHAS KOHIICHTPAIUS POJIAKTHHA y 0COOEH, HaXOUBIIMXCS B TIPECHOM BOJIE, 10
CPaBHCHHIO C OCOOSMH, HaXOJMBIIMMHUCA B MOPCKOH Boje. OTOT IMapameTp
OTPHILIATEIILHO KOPPEIMPOBAJ C OCMOJIIPHOCTBIO I1a3Mbl KpoBu [Pavlosky et al., 2019].

Takum o00pa3oM, B KadeCTBE OCHOBHOW U OOIIEH IS TOJABJISIONIETO
OOJBIIMHCTBA PHIO MUIICHH TposIakTHHA BBIACISIOT NCC-HOHOIUTHI kalp, a podne
MUIIICHA U BIUSHUEC HA HUX NPOJIAKTHHA BHIocnenuduaHo. s MOTHOrO MOHMMAaHUS
3¢ (HEeKTOB MPOJAKTUHOBOM PETYJISIIMK HEOOXOAMMO BBISBIIATH €ro BiusHue Ha Na*/K™-
ATda3y modek W KHUIICYHHUKA, IMOCKOJBbKY (YHKIIUH, OCYIIECTBIIIEMbIE WMH, MOTYT

BHOCUTH CWJIBHBIN BKJIAJl B BOJIHO-COJIEBOM OaaHC pbIO.

1.4.4. Penpooykmuenas pynKkuusa nponakmuHa povlo

PenponyktuBHas (yHKIUS MpOJIAKTHMHA CTaja MPEIMETOM H3Y4YEHHUs Topas3io
MO3/THEE OCMOPETYJIATOpHOU. VIMerolnyrocst Ha JaHHBIA MOMEHT MH(POPMAIIUIO 10 ITOMN
TEME€ MOXHO OOBEIUHUTH MO CYMMapHbIM (Qu3HOoIOrHYecKuM sddexrtam u
MPOSIBIICHUSIM, OJIHAKO OOIIME AJIs pbI0 MEXaHU3MBI, IOCPEACTBOM KOTOPBIX MPOJIAKTUH
OTIOCPENyeT PENPOAYKTUBHBIE YPHEKTHI, TOKA BBIICITUTD CIOKHO.

OOHapyXeHue MNPOJAKTUHOBBIX PELENTOPOB B TKaHU TOHAA, a TaKXKe Ha
CIEpMATOTOHMSIX U OOLUTAaX PbIO CBUAETEILCTBYET B MOJIb3Y BIUSHUS MPOJIAKTHHA Ha
penpoaykuuoo. Bropodem, Ha JaHHBII MOMEHT OCTAae€TCSl HESICHBIM, KaKH€ WMEHHO
MOJIEKYJISIDHbIE MEXaHW3Mbl BOBieueHbl B peryisuuto. Kak MPHK nponaktnHOBBIX
pELenTOpOB, TaK U €€ OENKOBBIHM MPOIYKT OB OOHAPYKEHBI B TKAHU TOHA Psia BUOB

peIO:  Mo3amOukckod Twmanuu Oreochromis mossambicus, HuMIbCKOH —THIIAIIAN
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Oreochromis niloticus, 3omotucroro cmapa Sparus aurata, a3uaTcKOro mapainuxTa
Paralichthys olivaceus, 3omotoii peioku Carassius auratus, peioer ¢yry Takifugu
rubripes u 38é3muaroii kambaiel Platichthys stellatus [Cavaco et al., 2003; Edery et al.,
1984; Higashimoto et al., 2001; Lee, Kaneko, Aida, 2006; Noh, Lim, Kim, 2013; Sandra
et al., 2000; Santos et al., 2001; Tse et al., 2000]. Ha ocHOBaHHM 3THX JaHHBIX MOYKHO
clieraTh MPEANOIOKEHHUE O BOBJICUEHHOCTH MPOJIAKTHHA B TPOIIECCHI CIIEpMATOreHE3a,
BUTEJIOTEHE3a W, BO3MOXKHO, oByisimumm. Y Paralichtys olivaceus wnabmomaercs
3aBHCHUMOCTB 3KCIIpecCcru reHa Prir B roHazax ot mosja: penenTopbl HICHTH(GHUIINPOBAIH
y caMIIoB, HO He y camok [Cavaco et al., 2003; Higashimoto et al., 2001].

JIpyTM CBUICTEILCTBOM B TMOJb3y CBS3U TPOJIAKTHHA C PENPOTyKTHBHOM
byHKIMEH, SBISETCA CBSI3b IMPOJIAKTUHOBOW W TOHAMOTPONHOM oceit. s puiO, B
YaCTHOCTH, 30JIOTHUCTOTO cIapa Sparus aurata, OBUIO IOKa3aHO CTHUMYJIHPYIOIIEE
BJIMSIHASL SCTPOTCHOBOM OCHM Ha MPOJIAKTUHOBYIO, 4YTO COIJIACYeTCS C JaHHBIMH,
NOJYy4YeHHBIMH Ha MiIekonuTaromux. Ha kere Oncorhynchus keta 0bu10 0o6Hapy»keHO, 4To
MOJIOBBIC CTEPOMIBI W TOHAJOTPONHUH-PHIIM3MHT TOPMOH PETYJIHPYIOT YPOBCHb
NpoJIaKTHHA BO BpeMsi co3peBaHus pbi0. [lo Mepe pasBuUTHsS TOHAA JIATYIIKOBOTO
kinapueBoro coma Clarius batrachus 6s1a 0OHapykKeHa KOPPENAIUsS MKy YPOBHIMHU
NPOJIAKTHHA W TOHAJOTPOIMHOB, KOTOPBIC JOCTUTAIM CBOETO MaKCHMyMa BO BpeMsI
HepecTta [Brinca, Fuentes, Power, 2003; Cavaco et al., 2003; Onuma et al., 2010; Singh,
Singh, 1981]. Taxxe ObLIO 0OHAPYKEHO yYaCTHE MIPOTAKTHHA B PA3BUTHH F'OHAJT Y CAMOK
¥ CaMIIOB M CTEPOHUI0TeHe3e y MO3aMOUKCKOM Trianuu, y rymnmnu Poecilia reticulata — B
CTEpOMIOTE€HE3€ OOIUTOB, Y 00bIKHOBeHHOTO (pyHayroca Fundulus heteroclitus — Taxxe
B pa3sutuu roran [Rubin, Specker, 1992; Singh et al., 1988; Tan et al., 1988].

CyIiecTBeHHBIH BKJIA B (PM3HOJIOTHIO PEMTPOLYKTUBHOMN CHCTEMBI ITPOJIAKTHH MOXKET
BHOCHUTH, BJMSS Ha IOBEJICHHE PBIO, B YaCTHOCTH, €CTh PsJ padOT, MOKa3bIBAIOIIMX
3HAYUMOCTB MPOJIAKTHUHA JJIS PETYJISIAH TIOJIOBOTO MOBECHUS B TIEPHOT TOCTPONKH THE3/1a
U POIMTEIILCKOTO ITOBEICHHSI CaMIIOB. B TMOIIEPIKKY 3TOMY CIYKHT TOT (PaKT, 4TO y
MJICKOITUTAIOIINX M TTHIl YaCTO CYIIECTBYET CBSI3b MEXIy COJICPKAHUEM MpPOJIAKTHHA B
TUIa3Me ¥ YPOBHEM aHJIPOT'€HOB B TIEPHO/T OTIIOBCKOTO POAMTEIILCKOTO TIoBeAcHUs1. Ocodw,

KOTOPbBIM ObLIH CACJIaHbl MHBCKIWH ITPOJIAKTHHA OBCH, ACMOHCTPHPOBAINM YBCIMYCHHC
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YaCTOTHI BEHTUIIALIMH CBOMX MyCThIX THe3/. CTereHb BO3ACHCTBHS MPOTAKTHHA 3aBUCHT OT
JI03bI, IPUYEM CITHIIIKOM BBICOKHME KOHIIEHTPALIUH PUBOIST K MHTHOUPOBAHHUIO IIPOIIECCOB
obMaxuBanus. Tarxke BIMSHUE MMPOJAKTHHA HA POAUTEIBLCKOE MTOBEACHHE OBLIO IMOKa3aHO
IV psAfa APYTUX KOCTUCTBIX pbIO, B YACTHOCTH, Ha MPHMEPE IMXIU(POPMHBIX PHIO,
BBIHAIIMBAIOIINX CBOE MOTOMCTBO BO pry [Ruiter de et al., 1986; Slijkhuis et al., 1984]. Taxk,
y MO3aMOMKCKOW ¥ HHJIBCKOH THJIAIUM PETUCTPUPYIOTCS TIOBBIMICHHBIN YPOBEHb

IIPOJIaKTUHA-177 1 B Ieproa HEpECTa, U MOCIIE HEro, KOra MaJIbKH KUBYT BO PTY Y CAMKH

[Tacon et al., 2000; Weber, Grau, 1999].

1.4.5. Bruanue npoirakmuna Ha cemyamxy pulo

JUis ceTyaTKu MpPOJaKTUH SBIsIeTca TpohUUecKuM (HAKTOpOM M CHUXKAET
JleTeHepaTHUBHBIE MPOIIECCHI, OKa3bIBasi aHTHATIONITOTHYEeCKoe neiicTere. Y Danio rerio
II0CJIE HOKAyTa I'eHa MTPOJIAKTHHA YBEIMYHUBAECTCS KOJIMYECTBO allONTOTHYECKUX KIIETOK B
mo3re u rinazax [Nguyen, Zhu, 2009].

Prl2, nponakTuHONOMOOHBIH TOPMOH, ONMHMCAHHBIA y PbIO, SKCIOPECCUPYETCS B
OCHOBHOM B MoO3re M ria3zax 3e0pa ¢wumr Danio rerio. IIponakTuHomo0HbIH TOPMOH
CEKpPETUPYETCS BO BCEX TPEX HEMPOHHBIX CIOSIX CETYATKU: TAHTJIMOHAPHOM, BHEIIHEM U
BHYTpEHHEM siyiepHbIX. [logaBnenue skcnpeccuu reHa Prl2 B aTux ciiosix ceTdaTku
NPUBOJUT K CHHKEHUIO SKcripeccud iSl-1 — ¢akropa nuddepeHnnarum KIeTok cCeTyaTKH.
Takum 00pa3oM, NPOJTAKTUHONOJOOHBIM TOPMOH HWIPAET BAXHYIO pOJIb B PAHHEM
passuTHu ceTuaTku Danio rerio [Huang et al., 2009].

Bo3MokHO, HEKOTOpBIE€ CBOU (PHEKTHI MPOTAKTUH MOKET OKa3bIBATh HA CETUYATKY
OMOCPEOBAHHO Y€pe3 TOPMOHBI TOHAAOTPONHON ocu. [1oaTOMY perynsius skcnpeccuu
I€HOB OIICHHOB KOJIIOLIKH ITOJIOBBIMU CTEPOUIAMH 3aCITY>KUBAET YIIOMUHAHHS.

Y camIlOB TpeXWUrjiaoW KOJIOUMIKA AaHAPOTeHbl TMOJOXKUTEIbHO PEryIupyroT
sKcrpeccuio reHa orcuaa LWS Iws. V kactpupoBaHHBIX 0co0eii 3KcIpeccus JaHHOTO
OTICHHA CHIDKEHA, HO BOCCTAHABJIMBACTCS MTOCIIE BBEICHUS DK30TCHHBIX aJporeHoB [Shao
etal., 2014].

BBenenue TtectocTepoHa caMiaM 30J0TOM pPHIOKKM BBI3BIBAET H3MEHEHHE HX

pCaKHI/Iﬁ Ha 3PpUTCIIbHBLIC CTHMYJIbl, B TOM YHCJIC Ha CaMOK. Ecnn IIpu 3TOM BBECTH
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AHTaroHUCT O3CTPOTEHOBOTO pemnentopa P, To dddexr Onoxkupyercs. ITo
CBUJIETEIHCTBYET O BAXXHOCTH apOMATU3AIMHA TECTOCTEPOHA B TIPOIIECCE €TO BIUSHUS HA
ceruatky [Yue et al., 2018]. [Ipu BBeACHHMM aHIPOI'CHOB CaMKaM 30JI0TOH PHIOKH OHHU
JIEMOHCTPHUPOBAJIH B OTBET HA 3PUTEIIbHBIC CTUMYJIBI PEAKITUH, XapaKTEPHBIC IS CAMIIOB
B OpaunbIii iepuoa [ Thompson et al., 2004].

Ha camkax ramOy3uu yCTaHOBJICHO, UTO MOBBIIICHUE KOHIICHTPAIMH SK30T€HHOTO
B-acTpaauona MPUBOIUT K J0303aBUCUMOMY M3MEHEHHUIO SKCIPECCHU T€HOB OINCHHOB
sws2a, rh2, rhl, a Tak»e MOBBIIICHUIO SKCIIPECCUU TEHOB aHIPOT€HHBIX PEIICIITOPOB ara.

u arf B ceTuatke 3TUX puIO [Friesen, Ramsey, Cummings, 2017].
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2. MATEPUAJIBI U METO/IbI

2.1. Buosornyeckuii MaTepual
2.1.1. IkcnepumenmainvHovle 2PYyRNbL HCUBOMHBIX

PaGoTa mpoBoIrIach Ha MOJIOBO3PEbIX 000X Tpéxurion komomku G. aculeatus
L., OTJIOBJIEHHBIX B HEPECTOBBIN MEPUOA U3 MPHUOPEKHOU 30HBI Pyroszépckoil ryoOsI
benoro mops y benomopckoit Ononornyeckoit cranmuu umenu H. A. Ilepiosa B utone
2016, 2017, 2018 u 2019 rr. OpueHTHPYSACh HA pa3Mep U OKpac 0coOeH, UX JEIHIN 10
1oty ¥ (pOpMUPOBAIA KOHTPOJIbHBIE M SKCIIEPUMEHTAIbHBIE BBIOOPKU CAMOK M CaMI[OB.
Ocobeilt conepxanu B OJMHAKOBBIX HEMPO3PAuHBIX akBapuyMax oObéEmMom 20 1.,
MOAJCPKUBAsi E€CTECTBEHHBIN YPOBEHb OCBEIICHHMS WU TEMIIEPATypHbI pexum. [lo
MPOBENCHUS SKCIEPUMEHTOB 0COOEH amanTUpPOBaIN K yCIOBUAM B TeueHHE CyTOK. [1o
OKOHYAHUM DKCIEpPUMEHTa y pbl0 coOupanu MmiasMy KpOBH IS OIpEACIICHUS
KOHIIeHTpanuu noHOB Na*™ u K*, usMepsiin MoppomMeTprudeckre mokasaTenu (JIMHa |
Macca Tena, Macca e4eHu, roHa1 U o4YeK), (PUKCUpoBaliv MaTepual (B 3aBUCUMOCTH OT
HKCIIEPUMEHTA) TKaHU Mo3ra (BMecTe ¢ TUnodu3om), xadp, KAUIICYHUKA, CETUATKH IS

aHanu3a skcrpeccun reHoB untepeca B IntactRNA (Evrogen, Poccus).

2.2. MarepuaJibl

1. Mamepuanet 05 MoOenu npecHo80OHOU adanmayuu U SUNepnpONIAKMUHEMUL.
e akBapuyMbl 00bEMOM 20 J1 ¢ HETIPO3PAYHBIMU CHHUMU CTEHKAMH;
® CauyKu U EMKOCTH I OTCaJKH 0COO€l;
® YHCYJMHOBBIC IIMPHUIIBI U MHBEKIHH 00bEMOM 1 MiT;
e pactBop Punrepa nmus poi0;
e 0oPrl (nmuopmmmsupoBanHelii oBeunit nposaktuH, National hormone and
peptide program, Jloc-Anmxenec, CI1IA).
2. Mamepuanvl 05 npenaposxu ocodel u puxcayuu mKameu.
e HabOp MHCTPYMEHTOB ISl XUPYPTUYECKUX OMNEPAlUA: MHUHIIET, TJIa3HbIe
MUHIIETHI, HOKHUITBI, MUKPOCKAITBITEIIh;

e pearent IntactRNA (Evrogen, Poccus);
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e npobupku 00bEMoM 1,5 M (SSIBio, Kamudopuus, CIIA);
e npooupku 006EMoM 0,2 M (SSIBio, Kamudopuus, CIIA);
e Becwl ananuTrueckue PA 64C (OHAUS, Ilsetinapus).
3. Mamepuanvl 0151 amomHo-abcopOYUOHHOU CREYMPOMEMPUU.
e TpuxjopykcycHas kuciota ([ua-M, Poccus);
e cnekrpomerp KBant-2m1 (KopTak, Poccus).
4. Mamepuanwvl 0ns evioenenus PHK uz mxaneii:
e npobupku 00sEMoM 1,5 M (SSIBio, Kanudopuus, CILHA);
e mnectuku A romorenusaiun (SSIBio, Kamudopuus, CILIA);
e peareHt ExtractRNA (Evrogen, Poccus);
e xsopodopM (Xummen, Poccus);
e amerat Hatpus (NaAc, 3M, pH=5,5);
® JIMHEHHBIW aKpUJIAMUJ;
e 0Oe3PHKasnas Bona;
e kononku RNEasy (Evrogen, Poccus);
e [(-MepkanToataHoi (Sigma, CIITA);
e 70° >TWIJIOBBIN CIIUPT.
5. Mamepuanvl 0ns nposederusi snekmpoghopesa:
e (Jopesnas kamepa;
® TPAaHCUJUTIOMHHATOD;
e OpomucthIil aTHaKN (Sigma, CIIIA);
e arapo3a (Helicon, Poccus);
e Oydep TBE (Sigma, CIIIA).
6. Mamepuanvl 05 nposederusi 0OpamHoOU MPAHCKPUNYUU:
o ammmndukarop BioRad T100 (BioRad, CIIIA);
e npobupku 00sEMoM 0,2 M (SSIBio, Kanudopuus, CILHA);

e MMLV-kit: MMLV-peBepraza, DTT, dNTP, 5-xpatHsrii Oydep mis
nposenenus OT (Evrogen, Poccus);
e BBIpOXKAcHHBIE TIpaiimepsl (Evrogen, Poccus);
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e 0Oe3PHKa3nas Boza.
1. Mamepuanvl ons nposedenusi I[P 6 peanbHom epemenu:

e ammumdukaTop aast nposeacHus [P B peaasHoM Bpemenu StepOnePlus
(Applied Biosystems, CIILIA);

e amrmmudukarop s nposenenus [1I[P B peansnom Bpemenun Bio Rad
CFX96 Real-Time System C100 Touch Thermal Cycler (BioRad, CIIIA);

e Habop msa nposeacHus [P B pearbHOM BpeMeHU ¢ HHTEPKATUPYIOLITUM
kpacuteneM SYBRgreen u Huskol konmentpanuii ROX (Evrogen,
Poccus);

e [mpaiiMepsl K reHaM uHTepeca u pedepeHcHbIM reHam (Evrogen, Poccus,

cM. Tabmuiy 1).

Tabimua 1 — [TocnenosarensHocT npaiimepos wir [P B peaibHOM BpemeHn

JlmiHa

benkoBbIil poayKT I'en Hyxkiieotnnas nocnenoBaTenbHOCTb, 57-3°
PoAyK H a ’ aMIDIMKOHA

s PRC— 41 |for ACCTGGACTCGCATTTGCCTCTC .
P P™> " lrev AAGGTCCGACTCTGGTACTTGAAG

ITposmakTHHIIOMOOHBII TOPMOH ri2 for TCCAAT GCCCTAGAGATGAG 113
P A P Prle | rev AGGCTGCTGACGGTGTTGCTTAT

I TponakTHHOBBII PELIEIITOD a rlra for CGGCGATCTGGGTCAACTAC 112
P petierrop P rev GGAGGATTAGGCTGAACGATGT

ITpoakTHHOBKI perernTop b rirb for CGACGACAGCCCTCTACTT 132
P perierTop P rev GACGTGTACTCTGCCCACTT

ot for ACCTGGACGATCACAAGTTAACC
al-cyorenmuunna Na'/K™-ATda3er | atplal eV TGGAAAGACCCCTGGCTAGA 120

A for ACAATCCCTCCGGTCACATT
a2-cyobenunniia Na'/K*-ATdazer | atpla? eV CATTATGCTGCTGCACCTGT 103

ot for AGCCGAGATCCCCTTCAACTCCA
a3-cyorenunnna Na'/K™-ATda3er | atpla3 eV GCTCCTTCCCCTGCACCAGGA 124

for TGTCCTCATCACTGCCATCA
NKCC1a-06MeHHUK nkccla eV CATAGCCGAAGTAGCCCAG 135

for GTGTGGTCAGAGGAGGAGGA
NKCC2-00MeHHUK nkcc2 eV TGGCAAAGGCAAAAATAAGG 112

NCC. . ~cc |for GTTCTTGCTGACTTGGTGGG 126
TpaHcropTep rev ACCTCGGGCTTCTTGTAGAC

for TTCGAGAGAGGAGCTCTCGG
2+_
ECAC (Ca™-nacoc) €CC | oy GGGCTCGTTGATGAGTTCAGG 110

- for TGCGCTGCCCAACGA
Na*/H* NHE2-06MmenHMK nhe2 v TGGCGTGGCGTCTTATCAA 130

- for TCCTACCTGACCGCTGAGATG
Na*/H* NHE3-06MmenHnK nhe3 rev CGCCACAGAAGGTGATCGA 116
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[Tpomomkenne Tabmwmiml 1

. . Jmnaa
benkoBbIii IPOTYKT I'en Hyxkuieornnast nocienoBaTenbHOCTb, 57-3 AMIUIHKOHA

Oncun SWS1 (KOpOTKOBOJTHOBAs swsl for TGGAGCAGGTACATCCCTGA 184

00J1acTh) rev GAGCTGCTACAGCTCGAAGA

Oncun SWS2 (KOpOTKOBOJTHOBAs SWS2 for GCAAGCCGCTTGGTAACTTC 124

00J1acTh) rev TCTGGGATGTACCTGCTCC

Oncun RH2 (o6macth BoH rh2 for GTACCTTCCTGAGGGCATG 135

CpeHel JUTMHBI) rev GGCTGCGGCAGCTTTGACT

Oncun LWS (mymHHOBOTHOBAS s for GCTGCGGCTAACCCTGGA 126

00J1acTh) rev ACATGAACGGAACTGCCGG

PutGocomanbhbrii 6emok 130 rpll3a for CACCTTGGTCAACTTGAACAGTG 178
rev TCCCTCCGCCCTACGAC

V G HKBITULL C ubc for AGACGGGCATAGCACTTGC 180
rev CAGGACAAGGAAGGCATCC

Tpancyim gnat2 for GTTACTGCTTGGTGCTGGTG 211
rev CTTCTGTGCATTCTCCTGTGA

2.3. DKkcnepuMeHTaAIbHbIE METOAbI
2.3.1. Ixcnepumenmut in Vivo

A. Mojesab 0CTPOil MPECHOBOIHOM aaNTAIMHU B TUHAMHUKE

Oco0eii oTnaBnuBany B HepecToBbIM niepuo 1820 urons 2018 roga, pasaensim
no mnony. Jlanee QopMupoBanmu TIpymnmbl CaMOK M CamIOB, KOTOPBIE COAEpKaIu
pa3ienbHO, M B TeueHHEe 24 4YacoB aJanTUPOBAIM K YCIOBUSM SKCIEPUMEHTA.
Kontponbsubie rpynmsl (rpynmsl «K», n = 6) caMOk 1 caMIIOB KOJIOIIEK COAEpIKaIn B
YCJIOBHUSAX MOPCKOM BOJIBI. DKCHEPUMEHTAJIBHBIE TPYIIIBI COAEPKAIA B IPECHOM BOJIE B
teueHue 3, 6, 12, 18 u 24 gacos (rpynmsl «3», «6», «12», «18» 1 «24» COOTBETCTBEHHO,
n = 6). Bony B akBapuymax MEHSUIM PETYJISIPHO, B KOHTPOJIHHOM aKBapuyme CMEHY
MOPCKOW BOJIbI OCYIICCTBIISZIA B TOM K€ PEXKUME, YTO U CMEHY NMPECHOM BOABI IS
ONBITHBIX TPyNIl. 10 OKOHYaHUM SKCIIEPUMEHTA Y CAMOK, a TAKXKE Y 0.-CaMIIOB U3MEPSLIIU
MopdoMeTprUUYeCKUe IoKa3aTeld, 3a0upaiu TKaHb MoO3ra BMecTe C TUNOGU30M U
¢dukcupoBanm B IntactRNA nmist onpenenenust yposueir MPHK renos pril, prl2, prira,

prirb. CxemaTuuckoe nzo0pakeHne SKCIIEpUMEHTa IIpeIcTaBlIeHO Ha Pucynke 6a.

b. Moaeab XpoHHYeCKON NPECHOBOAHOM alanTAllMU

Oco0elt oTnaBiuBaiM B HepecToBbld mepuon 5—7 utoHs 2016 roma, ocoleit

pasaCilIn 110 MMOJY U aAallTUPOBATIM K YCIIOBUAM 3KCIICPUMCHTA B TCUCHUC 24 4Jacos.
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Kontponenbie rpymmbel (rpynmel «K», n = 6) coaepxkaiu B MOPCKOW BOJE,
AKCIIEPUMEHTAJIbHBIE IPYIINBI COACPHKATN B IPECHOM BOJIE B TEUEHUE 72 4acoB (IpyIIIbI
«72», n = 6). [lo oKOHYAaHUU HKCIIEPUMEHTa y 0COOel CaMOK U (-CaMIIOB H3MEPSUIIH
MOp(OMETpUUECKHAE TIOKA3aTeNH, 3a0Upair TKaHh MO3ra BMECTE C TUIMO(PU30M, TKaHb
Mouek, *abp M kuieuyHuka u ¢ukcupoBain B IntactRNA s onpeneneHus: ypoBHei
MPHK renos prll, prl2 (8 mo3sre), prlra, prirb (Bo Bcex wmccaemyembix TKaHsX).

CxemaTtnueckoe n300pakeHue SKCIepUMeHTa MpecTaBieHo Ha Pucynke 66.

|
0TIOB 0codeii, POpMUPOBAHHE TPYIIIL,
aJIanTaIug K yCIOBHAM 3KCIEPHMEHTA |

5
MopdoMeTpra, cOOp IITa3MBL,
3abop TKamHeil nHTepeca

000 BRejleHHe (3. p-pa KOHTPOTBHEIM,
oPr] oIBITHEIM JKHBOTHEIX
a > /

K36 12 18 24

5 L
K
©

8
K 24 72

i 7 ?

PucyHnok 6 — J[u3aifH SKCiepuMEHTAJIbHON YacTH: MOJIENIb OCTPOil (a), XpoHUUEeCcKoii (0),
COYETAHHOM OCTpOM M XPOHUYECKOM (B) NPECHOBOAHOM ajamnTallih, MOJIEIb
THIEPIIPOIAKTHHEMHUH B YCIIOBUSIX MOPCKOM BOJIBI (T)

&

oPrl
K

B. Moaeab coueTaHHOM OCTPOI M XPOHUYECKOM NMPECHOBOIHOM aJaNTalluU

OT10B 0c00cH MPON3BOAMIIM B HEpecTOBBIHM mepuon 15—17 urons 2019 roma. Bee
0coOu OBLIK pa3fesieHBbI 0 MoJy, COPMUPOBAHBI BEIOOPKH CAMOK M CaMIIOB, KOTOPBIE

COZIEpKAIUCH pa3eIbHO, Janee 0coOu ObUIN aJalTHPOBAHBI K YCIOBUSM SKCIEPUMEHTA
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B TeueHue 24 yacoB. KoHTpoapHbIe rpymnsl (rpymnmsl «K», n = 6) conepxain B MOPCKOI
BOJIE, IKCIIEPUMEHTAIbHBIE MIEPEHOCWIIN B MpecHyro Boay Ha 24 (octpas 1A, rpymrbl
«24») u 72 (xponuueckas [1A, rpynmsl «72», n = 6) yaca. [lo okoHUaHUHU IKCTIEpUMEHTA
y 0co0eil caMoK, 0- U ®-CaMIIOB U3MEPSIIH MOp(OMETpUYECKUE MOKa3aTeIn, COOupanu
IUIa3My KPOBH JIJIsl U3MEPEeHHs KOHIeHTparuu nonoB Na* u K*, 3abupaiu TkaHb Mo3ra
BMECTE C runopus3oM, xkabp, KUIIEYHUKA, CeTYaTku U (ukcupoBaiu B IntactRNA s
onpeneneuus yposHeit MPHK renos pril, prl2 (8 mosre), prira, prirb (8 mo3re, xabpax
U KuIlleyHuke), atplal, atplaz, atpla3, nkccla, nkcc2, ncc, nhe2, nhe3, ecac (B sxabpax
U kumeyHuke), SWS1, sws2, rh2, lws (B ceruartke). CxemaTmueckoe H300paKeHHUE

AKCIIEpUMEHTA TIPEICTaBIICHO Ha PrucyHOK 66.

I'. Moaesab runepnpoIaTKMHEMHUH B YCJIOBUAX MOPCKOM BObI

OTy10B 0c06eit mpousBoAWIM B HEpecToBbIN nepuoa 15—17 urons 2019 rona. Bee
ocoOu ObUTH pa3JieeHBbI M0 MoJy, CPOpMHUPOBAHBI BHIOOPKU CaMOK M CaMIIOB, KOTOpPbIE
COJIEPKAJIUCh pa3lie]bHO, Janee 0coOu ObUTH aJanTUPOBAHBI K YCIOBUSAM 3KCIIEPUMEHTA
B TeueHue 24 dacoB. Ocobeit KoHTposbHBIX rpymm (rpynmbl «K», n = 6) comepxanu B
YCIIOBHSIX MOPCKOW BOJIbI M B TEUCHHE 3 CYTOK pa3 B CYTKH UM BHYTPHOPIOIIMHHO
BBOJIMIIN (DU3UOJIOTUYECKHI pacTBOp PuHrepa /st X0I0AHOKPOBHBIX B 00bEMe 50 MKII.
Oco0eii sKcneprUMEHTANIbHBIX Tpynn (rpynmbl «oPrl», n = 6) Takke comepkanu B
YCIIOBHSIX MOPCKOHM BOJBI, U B T€YCHUE 3 CYTOK pa3 B CYTKHM MM BHYTPHOPIOIINHHO
BBOJIMJIM PAcCTBOP OBeubero IposiakThuHa oPrl B o0béme 50 Mk, koHmeHTparus 14
ME/mn. Tlo okOHYaHMM S3KCHEPUMEHTA y >KMBOTHBIX H3MEPSIM MOpP(HOMETpUYECKUE
1oKa3aTesu, mia3My KPOBH IS u3MepeHus konieHTpanun noHoB Na* u K*, otoupanu
TKaHb MO3ra BMECTE C TUMO(GU30M, XKalOp, KUIIEYHUKA, CETUYATKH M (PUKCHpOBAIH B
IntactRNA st onpenencenus yposuerd MPHK renos prll, prl2 (8 mo3re camok u a-
camrioB), prira, prirb (8 mo3re, xabpax u KHMIIEYHHKE CAMOK M (i-CaMIIOB), SWS1, SWS2,
rh2, Iws (B ceTuatke camok u a-camioB), atplal, atpla2, atpla3, nkccla, nkcc2, ncc,
nhe2, nhe3, ecac (B >xabpaXx M KHIICYHUKE y O- U ©®-camioB). CxemaTHYecKoe

n300pakeHne FKCIIepUMEHTa pecTaBieHo Ha Pucynke 6e.
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/I. CpaBHeHMe o-caMIOB B (pa3e HepecTa M caMIOB B (paze POAMTENbCKOIO
MOBEACHUA

Oco6eit otmaBauBanu 25-30 utons 2017 rona. ['pynmy caMmIioB Bo BpeMsi HepecTa
(rpynna «Hepect», n = 8) HaOpanu BO BpeMsi HEPECTOBOrO IEpUOAa, MOCIE Yero
OTHEJIBHO OTJOBWJIM CaMIlOB, HaXOJAIIUXCA HENOJBUKHO HAJ THE3IOM U
MPOBETPUBAIONINX UX TIaBHUKamu (rpynna «['Hezmo», n = 6). YV ocobelt cpa3y mocie
OTJIOBa OTOMPANU TKaHb MO3ra BMECTE ¢ TUnopu3oM u gukcupoBain B IntactRNA ans

onpeneneuus yposueir MPHK renos prll, pri2, prira, prirb.

2.3.2. Memoowt oo6pabomku mamepuana

A. Coop maTepuajia

[IpeaBaputenbHo B amnmneH0opdpsl 00bEMoM 1,7 M BHOcwiH peareHT IntactRNA
(Evrogen): mo 0,5 mn gmst xabp, 0,75 Ma jyis Mo3ra, Mo4YeKk W ceTrdarku, | M juis
KUIIEYHUKA.

Jlo BbIBeJIEHUS JKUBOTHOTO M3 3KCIepruMeHTa (hoTorpadupoBaiv OKpac ero Teina,
U3MEPSUTM JUIMHY Tena W Bec (mocie mpomakuBanHus caiderkoit). Ilpu BwiBegeHun
KHBOTHBIX U3 IN VIVO 3KCIIEPUMEHTOB HCIOJIb30BAIH METO JCKAIUTAIMH: )KHBOTHOEC
NpUACPKUBAIIM MMUHIIETOM, U OTCEKaJIM TOoJoBYy HokHHUIamu. [lociie atoro cobupanu
KpPOBb, HE JIONyCKasg €€ CMEIIMBAHUS C TKAaHEBOW XKUAKOCTHIO. B nanbHEWIeM KpoBU
JaBalld  OTCTOATHCS, IICHTPUPYTUPOBAIM ¢ TIOJYUYCHHYIO (PAKIUI0 CBIBOPOTKU
3amopaxuBaiau u xparwm npu muayc 70 °C. [Tocie oTbopa KpoBU M3BJICKAIH OPTaHbI B
CJIEIYIONIEH TMOCTIEA0BATEIbHOCTH: MO3T, CeTuaTKa, MOYKH, KaOpbl, KuiieyHuK. [lpu
W3BJICYCHUHU MO3Ta JICMCTBOBAIIM KpaifHe aKKypaTHO, CTapasiCh HE pa3pyliaTh CTPYKTYPY,
4YTOOBI HE BO3HUKJIO BEPOSTHOCTH 3a00pa Mo3ra 0e3 runodusa. BBumy anHaroMuyeckux
0COOEHHOCTEH TYPEIKOTO Ce/Iiia PhI0, MO3T U3BJIEKAIN BMECTE C TUTTO(U30M — OCHOBHBIM
HMCTOYHUKOM TIPOJIAKTHHA Y MJIEKOMUTAIOMKX U pbl0. [Ipu u3Bneuenun xabp cpe3anu u
dbukcupoBamu TONBKO XkabepHble JenecTku. [Ipu 3a0ope MoOYeK NpenBapUTEITHLHO
B3BEIIUBAIM MaTEpHaJT; U3 JIBYX MOYEK 3a0upainu Toabko onny. [Ipu 3ab6ope kuiednnka
€ro MpeBaAPUTENBHO MPOMBIBAIH, YTOOBI M30aBUTHCS OT YaCTH OAKTEpUATbHOM MACCHI.

Taxke U3MepsUIA BEC NIEYEHU.
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OO6pa3uel Tkanu, ¢ukcupoBaHHble B IntactRNA, mamee 3amopakuBald Tpu

temneparype munyc 20°C, 3atem uccnegonanu metogom I[P B pearsHoM BpemeHwu.

b. lannbie MmopdpomeTpun

CobOpannble nanHble MOphoOMeTpUH (UIMHA U Macca TeJla, Macca MeYeHH, MOoYeK,

FOHaI[) HCIIOJIBb30BaAJIN  JJIA pacqéTa rokKazaTeieu BCTPOFCHHOﬁ AKTUBHOCTH —

m ne4yeHHU 9
renarocomatuyeckoro wuHnaekca (['mCH, m—), AHAPOT€HHOW AaKTUBHOCTH —
TeJsa
m 1no4yek
Heppocomatnueckoro wuHaekca (HCH, m—), TOHA/I0COMATHYECKOTO  MHJIEKCa
TeJia
m roHas,
('uCH, —).

m TeJjia

B. Onpenenenne konnentpanuu Na* u K™ B mia3me

Jliist onpeenieHust KOHIeHTparuu noHoB Na* u K B 11a3me KpoBH UCTIOIb30BAH
METOJI aTOMHO-a0copOLMOHHON crnekTpoMmeTpuu. B 5% pacTBope TpuxXIIOpyKCyCHOM
kucioThl (TXY) pacTBOpsuiM CHIBOPOTKY KpOBH (pou3Boauin passeaeHus 1:200, 1:100
u 1:50) u nmomemanu obpaser] B aroMu3aTop. B aromuzaTope oOpaser pacubUisiics B
IJIAMEHU TOPENIKH, 00pa3ys aTOMHBIM Map, Yepe3 KOTOPBIA MPOXOJMUJ JIyd CBETa,
VCITyCKAEMbIM CIENUAIBHON JAMIION C IMOJBIM KaTOAO0M, COJEPKALIUM OIPEaeIIsIeMbII
aneMmeHT. [locie mpoxoXIieHus Jy4ya yepe3 aTOMHBIA Nap MOHOXpPOMATOp MPOITyCKall K
(bOTONPUEMHHUKY TOJIKO CBET C OJHOW JJIMHON BOJIHBI, MOTJIONIAEMbIN HCCIICTyeMbIM
atomoM. B pesynbrare (uxcupyercs onTudeckas IJIOTHOCTh aTOMHOro mnapa. Jlis
OTpeieSICHUs] KOHIIEHTPAlUK UOHA 3a(DUKCUPOBAHHBIC 3HAUCHUS MEPECUUTHIBAIOTCS T10
KaTMOPOBOYHOM KPHWBOW, TMOJYYEHHOM C WCIOJB30BAaHUEM psiia CTaHJAPTHBIX
pacTBOpPOB.

Onpenencane kouieHTparmu Na* u K mpoBoauin ¢ moMoIIbio CIIEKTpoMeTpa
Ksant-2m1 (Koptdk, Poccus), wucnonws3ys cranaaptaele pactBopel NaCl (¢
konneHTparmsamu Na* ot 0,5 1o 2 mr/i), u KCI (¢ kornenrparusmu K* ot 0,5 10 2 mr/n),
coaepxame 5% TXY. Ontuyeckoe moriomieHre Na' U3MeEpsuid MPU JJIMHE BOJHBI
589,6 uMm, K* — mpu jgnmmHe BoimHbl 766,5 HM. Jlnd aroMu3anuu aHAIU3HPYEMbIX

9JICMCHTOB HCII0JIb30BaJIM BO3AYIIHO-IIPOITIAHOBYIO CMCCh.
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I'. Boigesenue PHK u3 TkaHel mHTEpeca

Bce osrtanet Bepienenus PHK  mpousBogwnu B cTepuibHOM — JJaMUHApe,
MCIIOJIB30BAIM OJIHOPA30BBIE CTEPUIIBHBIE HOCHUKH; MECTUKH MJII TOMOT€HU3UPOBAHUS
npeasapurenbHo 3amaunBaiu B 0,1% pactsope DEPC u aBTOKIaBHpOBaN.

ToranbHass PHK wu3 wMosra, xabp, modyek W KUIIEYHUKA ObUIa BbIJEICHA
MOAUPUITUPOBAHHBIM (DEHOI-XITOPOhHOPMHBIM MeTOAOM. M3 00pa3ioB, (pukcupoBaHHBIX
IntactRNA ynansimm ¢uxcatop, ocrapisis oOpasen B npooupke. Jlanee BHocwim 1 mi
pearenra ExtractRNA (Evrogen) u TiareabsHO rOMOT€HU3UPOBAIIN TKaHb, CMEIINBAs €€
c peareHTOM. J[aHHBIA JM3aT CUYWTAIM MaTPUUHBIM, U3 Hero otOupanmu 100 Mxa
Matepuana u pazoapisiiu B 10 pa3 ExtractRNA nns 6onee 3 pexTUBHOTO BBIICICHUS
PHK. MarpuuHnblii 1M3aT 3aMOpaXHBaIM M NPU HEOOXOJUMOCTH MPOU3BOJIUIIU
MOBTOpPHBIE BbIAeNeHUsa. Pa30aBieHHbI nu3ar uHKyOupoBanmu 5-10 MUHYT mpu
KOMHATHOM Temneparype, nainee ueHtpupyruposanu (+4 °C, 10 munyt, 14000g).
Otb6upanu ~600 MK cynepHaTaHTa, KOTopblii cMemuBainu ¢ 500 Mk xjmopodopma, u
Janee B TEYCHHE 5 MUHYT BOPTEKCHpOBaiu 3-4 pasa. 3areM cMech IEHTpU(PyrupoBaiv
(+4 °C, 15 munyt, 14000g), n otOupam Boguyio a3y (~400 MKT), KOTOPBIH CMEITHBAIH
¢ 500 mxn xmopodopma, BopTekcupoBaiiv 3 paza. Cmech HEHTpUPYrupoBalid B TEX Ke
YCJIOBUSIX, U oTOUpanu BoaHyto a3y (~150 mki1), cTapasich He 3a7eTh APYrue CJIOU, U
NEPEHOCUIIN B OTAENbHYI0 npodupky. K BoaHoi daze nodasisanu 1/10 o6véma NaAc,
3MKI JIMHEHHOTO akpuiaamMuga M 3 o0béMa 95%-ro ATHUIIOBOTO CIHPTA, JBAXKIBI
NEPEOCAKAEHHOT0; TIIATEIbHO CMEIIMBAIMA A0 BBINAACHUS OENOro XJIOMbEBUIHOTO
ocanka. Cmech nHKyorpoBanu 30 munyt npu munyc 20 °C, 3arem neHTpudyrupoBain
(+4 °C, 15 mumuyr, 14000 @), ynansau cynepHatadt, mobasmsuin 0,5 mua 70%-ro
strsioBoro cnupra B 0e3PHKa3Hol Boje, nentpudyruposanu (+4 °C, 5 munyt, 14000 g),
YAQISUIM CyHE€pHATAaHT U JaBajid BBICOXHYTh OCAJIKy HpPH OTKPBITOM KphIke. Jlanee
ocanok pactBopsuii B 30 Mk 6e3PHKa3Hoit BOfbI.

Beigenenne TtortampHoM PHK w3  cerdyatku 1poBOAMIOCH C  MOMOIIBIO
aBTOMATU3UPOBAHHON CHUCTEMBI JUIsl BBIJCICHHUS HYKIEMHOBBIX KuciaoT QIAcube.
[IpeaBapuTenbHO TPOBOAMIOCH MPENapUpOBaHe 00pPaA3IOB C BBIACICHUEM CETYATKH C

nocieaAyoumMM romoreauuposanueM B pactsope RLT (450 mxn RLT + 4,5 mxna -
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MepKanTodTaHoJa Ha ofuH oOpaseir). Jlanee orOupanm 250 MK TOMOreHaTa U J00aBIIsITN
k 250 Mk 6ydepa RLT. HentpudyrupoBanu 2 MUHYTHI IPU MaKCUMaIbHBIX 000pPOTaX.
Otb6upanu 350 MKk cynepHaTaHTa, nmepeHocuin Ha S-block u ycranaBnuBamu ero B
npubop. Beiaenenne npoBoamm, uenoab3ys nmpoTokosl RNeasy Tissue protocol, o6bem

3Jr0aTa coctasisl 90 MKIT.

. Ilposenenue 3iekrpodopesa

Ilepen  oOpatHOl  TpaHCKpuIuued  oOpaslbl  HCCIEJOBAIM  METOJO0M
anexTpodopesa st KOHTposIs kadyecTBa BoijeneHus PHK.

st mpuroroBnenus rens cmemmuBaiu S0 miu 0,5-kpatHoro 6ydepa TBE, 0,75 r
CyXOH arapossl M pa3orpeBajyd B MHUKPOBOJIHOBOM II€YM 0 IOJY4YEHUS I'OMOIE€HHOMU
cmecu. [Ipu ocTeiBaHuMK 00aBISIM 2 MKJI OpPOMHUCTOTO 3TUIMS M BBUIMBAJIU CMECHh B
¢dopMy co BcTaBieHHbIM rpedEéHkamu. [Tocne 3acThiBaHus relis ero NoMelany B KaMepy
JUTSL 3NIEKTpoope3a, HAHOCWIIM B TIYHKH CMECh M3 3 MKJI o0pa3la u 1 MKJI IMIUPYIOIIETrO
kpacutens. Onektpodope3 mnopoauau npu  100B B Teuenne 15 wmunyt. Ilo
UHTEHCUBHOCTH CBEYEHHUSI B YJIbTPA(PHOIETOBOM CBETE TPAHCUIUIIOMHHATOpPA MOJIOC,
cooTBeTcTBYIOIUX pudocoMansHoil PHK, onpenensian nmpuban3uTenbHOE KOJIUYECTBO

Bernenenno PHK.

E. IIpoBenenne 00paTHOil TPAHCKPUIIIIMHA

Jlns mpoBenenus cuHTe3a kJIHK Ha Xomome roroBuiau oOIIyr0 cMech IS n
peakiuii: 2n Mka 6e3PHKaznoit Boasl, 2n Mk ANTP, 2n Mk DTT, 4n Mk 5-kpaTHOTO
oydepa, 1n mxt MMLV-peBepTassl B pa3senenuu 1:4.

Cwmece PHK u BoipoxaeHHbix mnpaiimepoB (3mki PHK, 3 MK BBIpOXKIEHHBIX
npaitmMepoB, 3 MKJI BOJbI) HHKyOHpoBaiau 2 MunyThl ipu 70 °C, 3atem cpa3y nepemenianm
B 1€n u nmobasmsu 11 M u3 oOmiedt cMecu, mociie MHKYOUpOBalid TIPU TEMIIEpaType

42 °C 1 gac B ammmndukarope BioRad T100, BioRad.

7K. IIpoBenenue IIIP B peasibHOM BpeMeHH

[IIIP B peambHOM BpeMeHHU NMPOBOUIMN C UCIIOIb30BaHUEM aMmIutHdukaTopa Real-

time StepOnePlus, Applied Biosystems, ammmudukatopa Bio Rad CFX96 Real-Time
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System C100 Touch Thermal Cycler, BioRad, u cmecu mns nposenenus I[ILIP B
peaibHOM BpeMeHH ¢ KpacureneMm SYBRgreen u Hu3Ko#i KOHIIEHTpaluei peepeHcHOro
kpacutenss ROX (Evrogen). [ns mposenenust TP ucnonszoBanu omHopa3oBbie 96-
JIYHOYHBIE IUIAIIKY U ONTUYECKYIO INIEHKY. Kaxknyro peakiuto ¢ ucnospzoBanrem kJIHK
MPOBOJMIN B TPEX MOBTOPHOCTSAX; IJISL KaXJA0W KOMOMHAIIMK TKAaHU U HMCCIIEyeMOTo
reHa TakXe NPOBOAWIM Oe3peBepTa3Hble KOHTPOJM, IJie B KauyeCTBE MATPHUIIbI
UCIoabp30Bany pactBop BeiaeneHHon PHK, passenénnon rak xe, kak u k/IHK, ¢ nensro
KOHTpoJIs1 amrumdukanuu pparmerta renomHoi JIHK. Ecnu 6e3peBepTa3Hbiii KOHTPOIIb
ObL1 oTpunaTenbHbiM, 3HaueHud [P ¢ marpunsl k/IHK ncnons3oBanu asis pacu€Tos.

O6BeM omnolt peakuuu coctaBui 20 mi: 11,6 mxn H20mQ, 4 Mkn cmecu ¢
SYBR, 0,4 mMkxn cmecu mnpsMoro u oOpaTHoro mpaimMepoB (koHieHTpauus 10
MUKOMOJIb/ MULITIIIATD), 4 Mkl HK-Matpuiibl, npeaBapuTenbHo pa3BeACHHON B 5 pa3
H20mQ.

IIporokou I1LP B peanpHOM BpeMeHU:

1) mporpeB npu Ttemmneparype 95 °C B TeueHue 5 MHUHYT (AJi1 aKTUBALUU
MOJINMEPa3sbl);

2) nenarypauus JJHK npu remnepatype 95 °C B treuenue 15 c;

3) omxur mpaitmepoB nipu Temneparype 60 °C B Teuenue 20 c;

4) snonramus npu temmeparype 72 °C B Teuenue 20 ¢ (Ha ITOH XKE€ CTaJHUH
MPOUCXOUT aHaIU3 (IyOPECLECHIIMHU B IPoOax);

5) nenaryparusa JJHK mpu 95 °C B Teuenue 2 MUHyT,

6) cHmkeHue temnepatypsl 10 60 °C ¢ qaapHEUIIUM MTOBBIIIIEHUEM TeMITepaTyphl
10 95 °C ¢ warom B 0,3 °C 1 aHanu3oM (iryopecueHIny B mpooax.

Craguu 2—4 noBtopsiuch 40 [UKIIOB.

3. Iloadop cneunduyeckux npaiimepos 1 [P B peanbHOM BpeMeHn

Jlnist moucka rociieioBaTeibHOCTH TeHoB uHTepeca (Pril, pri2, prira, prirb, atplal,
atpla2, atpla3, nkccla, nkcc2, ncc, ecac, nhe2, nhe3, swsl, sws2, rh2, lws)
ucrosb3oBamu 0azy ensemble.org. Cnenuduyeckue mapsl MpaiiMepoB MOAOWpaTU

BPYUHYIO, IPU NOJ00pe COOTIOIAIH CIIEAYIOIINE YCIOBUS:
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— mpaiiMepbl TOJ0MPaIH Ha CTHIK SK30HOB,;

— qyinHa npaitmepoB 18—24 HykieoTuaa;

— niuHa amiiikoHa 100-200 HyKJI€OTHAOB,;

— Temneparypa orxura npaimepos 60 °C;

— npaiMepbl TOIBKO K KOJUPYIOLEMY YUaCTKy IOCIEA0BAaTEIbHOCTH I€Ha.

PedepercHbie reHbI OBUTH B3ATHI M3 JIMTEpaTypHBIX McTouHukoB [Dalton et al.,
2015; Hibbeler, Scharsack, Becker, 2008]. I1pu 3ToM, OpueHTHPYSCH HA JUTEPATYPHBIC
JIaHHBIC, JUIT HOpMUPOBaHMs dKcripeccun renoB pril, pri2, prira, prirb, atplal, atpla2,
atpla3, nkccla, nkcc2, ncc, ecac, nhe2, nhe3 B kauectBe mapel peepeHCHBIX T'€HOB
WCTIONIB30BaJH TeHbl 7bp13a u UDC, a a1t HOPMHUPOBAHUS SKCIIPECCHU TEHOB SWS1, SWS2,
rh2, lws B kadecTBe mapbl pe)epeHCHBIX I'€HOB HCIOJIb30BaIK TeHbl UDC 1 gnat2, kak
HamOoJjiee MOAXOJAlIME JUJII HOPMHUPOBAHHMS OSKCIPECCMM TEHOB B  CETYATKE.
[TocnenoBarenbHOCTH MpaiMEpPOB K FeHaM MHTepeca U pedepeHCHBIM IeHaM, a TaKKe

JJIMHA aMIIJIMKOHOB ITPCACTABJICHLI B Ta6JII/I]_I€ 1.

2.3.3. Cmamucmuueckas oopadbomka pe3yibmamos

A6COHIOTHYIO HHTCHCUBHOCTB 3KCIIPECCHU I'CHA MHTCPECA B TKaHU IJIA KaXKI0TO

YKMBOTHOT'O PACCYUTHIBAIIH 1O GopmyIie (MpuBeaEH mpumep s reHa pril):

Erbp13a)‘itridax(Eubc)tube
R(prit) = LEEPEO 2 Eube) @
(Epri1)©ipri
rae E — apdextuBHOCTD amMmindukanuy 111 COOTBETCTBYIOIIEH Mapbl IPaitMepoB;
Ct — ycpenHEHHBIN 110 TPEM 3HAYEHUSAM IUKJ JOCTKEHHUS 00pa3IoM OmpeaeaéHHOTo

ypoBHs ¢uryopectieninu Bo Bpems [11[P B peasibHOM BpeMeHH.

B kaxnol miamke moMHUMO JKCIIEPUMEHTATIBHBIX JKUBOTHBIX TAaKKE HAXOIUJICS
oOpazel-kamoparop — cOopHas mpoda, B KOTOPO HaOJI0AaIach SKCIPECCHST BCEX TEHOB
uHTepeca W pedepeHCHBIX TeHOB. Jlanee Bce aOCOMIOTHBIC 3HAYCHWS WHTCHCHUBHOCTH
OKCIPECCHHM TeHa HOPMAJIM30BHIBAIM Ha aOCOJIOTHOE 3HAYCHWE WHTEHCUBHOCTHU
OKCIPECCHM T'eHa KalnOpaTopa, YTOOBI YCTPAaHWUTh BO3MOXKHBIC Pa3IMUWs PEAKIIMOHHON

CMCCH B PA3HLIX IUIAIIKAX, U I1OJIy4aJIl OTHOCUTCIIbHYIO HHTCHCUBHOCTD SKCITPECCUHN I'CHA.
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Cratuctuueckyio o0paboTky mnpoBogunu B mporpamme GraphPad Prismé.
[IpenBaputensHo Ui BCEX BBIOOPOK OBLIM OIpEAeNeHbl M HCKIIOUYEHBI BHIOPOCHI,
IO3TOMY B peE3yJibTaTaX N B HEKOTOPBIX CllydasX MEHbIIE, YEM M3HA4aJbHO OBLIO
KUBOTHBIX B rpymnme. [IIs KaxXaoro w3 mapameTpoB MOPQOMETpPHH M SKCIPECCHH
KQ)XJIOr0 M3 TCHOB B KaxJOW TkaHW s Buma Gasterosteus aculeatus panee He
IPOBOJAMIIUCH UCCIIEOBAHUS, [TO3TOMY HEOOXOAMMO ObUIO IPOBEPUTh HOPMAJIBHOCTH
pacnpeneneHus 3TUX napameTpoB. s nposepku ucnosb3oBanu TecT lanupo—Yunka
Ha 00beIMHEHHBIX BHIOOPKAX MM ’Ke Ha BBIOOPKAX /ISl CAMOK M CaMLIOB OT/AEJIBbHO, €CIIU
Ha 00BEIUHEHHON BBIOOPKE MapaMeTp He ObUI HOPMAJIBHO paclpeneséH, mpeanoaras
BO3MOYKHBIE MOJIOBBIE OTIINYUSI.

JIOCTOBEpHOCTh ~ pa3ivuuil MEXIy TpylNIaMud MCCIAEAOBAIM C IOMOIIBIO
nByx@akropHoro kpurepus two-way ANOVA (B ciydae nNpoxoKaeHus1 BBIOOPKOi TecTa
Ha HOPMaJILHOCTH ), MJIH k€ TecToM Kpackena — Yoimca ¢ nonpaBkoil Teioku (B ciayyae
HEHOPMAaJIbHOTO pacupeeneHus napamerpa). s napameTpoB, H3Ha4aJIbHO MUMEIOLIUX
pa3HbIe 3HAYEHUS Y CaMOK U CaMIlOB (MOp(OMETpUUECKUE MOKA3aTENIN) UCIIOIb30BaIH
onHodakTopHbIii KpuTepuii one-way ANOVA, 0Tka3aBIIMCh OT ITOMCKa OYEBHIHO
MPUCYTCTBYIOIIMX MOJIOBBIX paznuuuil. [lapHbie cpaBHeHUs (caMmIOB B (pa3e HepecTa C
camIlaMH B (pa3e poaUTENbCKOIO MOBEACHMS, a TaKke MOP(HOMETPUUECKUX TapaMeTPOB
y CaMOK M CaMILIOB MO OTAEJIBHOCTH B MOJIENIN XPOHUUECKON MPECHOBOIHOM a/lanTaIim)
MPOBOAWJIM C MCHOJB30BaHMEM Tecta ManHa — VYurau. Koppemauuu wmexny

UCCIIEyEMbIMU MTapaMeTPaMH IPOBOJIWIIN C UCIIOJIb30BaHUEM KpuTepusi CoupmeHa.
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3. PE3YJIBTATHBI

3.1. U3menenune MmopdoMeTpruuecKnX nokasareeii 1 konnenrpamuii Na* u K'y

CaMOK H 0-CaMI0B B YKCIICPUMCHTAJbHBIX MOJIECJIAX

MopdomeTrprudeckre mokazarenu U KoHieHTpanud nonoB Na* u K* seistoTcs
(GU3HONOTUYECKUMH  TIapaMeTpaMu, OTPAKAIIMMMHU  (YHKIHOHATBHOE HW3MEHEHHE
OpraHu3Ma B XOJI€ aJIalTAllMi K YCJIOBHSIM MPECHOM BOJBI WIIM KAK OTBET HA BBEJICHUE
npojakThuHa. OneHka W3MEHEHMH 3TUX IapaMeTpOB € OJHOM CTOPOHBI, IO3BOJSET
0XapaKkTepU30BaTh UCCIIEIOBAHHBIE BHIOOPKH, C IPYTOil CTOPOHBI, HOJATBEPAUTH HATUUHE

(hbU3MOIOTMYECKOT0 OTBETA HA OPTaHU3MEHHOM YPOBHE.

3.1.1. U3menenue mopghomempuueckux noxazameinei
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Pucynoxk 7 — V3MeHeHHe renaTocOMaTUYECKOro MHACKCA Y CaMOK (KpacHbId KOHTYP
AIMKOB) U 0.-CaMIIOB B MOJIENIM XPOHUUECKOU (@), COUETaHHON OCTPON M XPOHUUYECKOU
(6) mpecHOBOAHOM aJanTalMy, a TAKKe TPU TUIEPIPOIAKTHHEMHH B YCIOBHSIX MOPCKOM
BOJIBI (8). 31€Ch U Janee BHIOOpKA caMOK 0003HaYeHa KPACHBIM KOHTYPOM SIIIIUKOB, O.-
camMIlOB 0003Ha4Y€HAa CHHUM KOHTYpOM SIITUKOB, IIBET SIIUKOB COOTBETCTBYET
HKCIIEPUMEHTAIBHON TpyMIe: TEMHO-CEpPhIl — KOHTPOJIbHBIE 0COOU, COJEpKABIUINECS B
YCJIOBHSIX MOPCKOM BOJIbI, CBETJIO-CEPBIM — TPyINa OCTPON MPECHOBOAHOM aJanTaluH,
COJIepKaBIIIasiCsl B MPECHON BOJIe B TeueHUE 24 4acoB, OCNbIN — Tpymnmna XpOHUYECKOM
MIPECHOBOIHOM afanTalliu, COAEp>KaBIIasACs B IPECHOM BOJE B TeUeHUE 72 4acoB. 31€Ch
U Jajee JUHUMU SIIAKOB OTPAXXaroT MEAHaHy, TOYKH — CpPEJIHEE, IPaHULbl SIIUKOB —
MHTEPKBAPTUIIBHBIA pa3dpoc, ycbl — pazdpoc OT MUHUMAJIBHOTO /10 MAaKCHMAaJIbHOTO

3HavyeHus. CraTtuctuyeckas oOpaborka: kputepuii Manna — YutHu (a, 6); One-way
ANOVA (0). ** —p <0,01; **** —p < 0,0001
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Bo Bcex skcmepuMeHTax CpemHss [JIMHA Tena ocolOel cocTaBwia IS CaMOK
742 £ 0,3 cm, mig a-camioB 6,55+0,28 cm. Cpemnsisi Macca caMOK COCTaBHJIA
4,94 + 0,85 ., a-camroB — 2,73+0,77 T.

B xoxe mpecHoBOmHOW ajamnTtanuu, Kak xpoHudeckoi (PucyHok 7a, 76), Tak u
octpoil (PucynHox 76) remarocomatuueckuit wuniaekc (I'mCHU) camok 3HauuMO
noBeimancs. [Ipu BBeneHHH OBEUbEr0 MPOJAKTUHA B YCIOBUAX MOPCKON BOABI 3TOT
abdexT y camok BocmpousBoguics (PucyHok 76). Y camIlOB TemarocoOMaTHYECKUIN
WHJICKC HE MEHSUICS HU B 3aBUCHMOCTH OT IMPECHOBOJHOW ajanTaiuu, HU Ha (oHE
BBEJICHUS OBEULETO MIPOJIAKTHUHA B YCIIOBUSAX MOPCKOM BozbI (Pucynok 7a, 76, 7s).

Hedpocomarnueckuit uunekc (HCH) Hu y camiioB, HM y CaMOK, HE 3aBHUCEN OT
MIPECHOBOJIHOM ajanTaluu U HE MEHsUICA B MoJeisx xpoHudeckoil (Pucynokx 8a) u
couetanHoi (Pucynok 86) mpecHoBomHO# amantanmu. Takxke HehpOCOMATHUECKHIA
MHJICKC HA Y CaMIIOB, HU Y CAMOK HE MEHSJICS Ha (JOHE BBEJCHUSI OBEUYLETO MPOJIAKTHHA

B YCJIOBUSAX MOPCKO#t Bojibl (PrucyHOK 86).
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Pucynok 8 — 3menenue HepocoMaTUYECKOTO MHEKCA Y CAMOK U 0-CaMIIOB B MOJIETTU
XPOHUYECKOH (@), COUETAaHHON OCTPON U XPOHUUYECKOU (6) MPECHOBOAHON ajlanTaliyu, a
TaK)Ke IMPU TUIEPIPOJAKTUHEMUHN B YCJIOBHUSAX MOPCKOW BoAbl (6). CTaTucTuueckas
obpabotka: kputepuit Manna — Yutau (a, g); one-way ANOVA (6)

IN'onanocomarnueckuit uaaekc (I'nCH) caMmok 3HaUMMO HE MEHSJICS HU B MOJICIIH

xponudeckoii (Pucynok 9a), Hu B coyeTaHHOH ocTpoit M XpoHudeckoir (PucyHok 90)
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MIPECHOBOJHOM afanTanuu. BeeneHrne oBeubero NpojakTUHA B YCIOBUSIX MOPCKOM BOJIbI
Tak)Ke HE MPUBEJIO K 3HAYMMOMY M3MEHEHHIO 3Toro napamerpa (PucyHok 9s6).
['oHamocoMaTHUeCKUil MHAEKC 0-CaMIlOB 3HAYUMO HE MEHSJICS HH B MOJEIH
xponunueckoii (Pucynok 10a), Hu B coueTaHHOH ocTpoi u XpoHudeckoit (Pucyrnok 100)
MIPECHOBOJIHOM ajlanTanuy. BBegeHne oBeubero npoyiakTUHa B YCIOBUSX MOPCKOM BOJIbI

TaKXe HEe MPUBEJIO K 3HAUMMOMY U3MEHEHUI0 3Toro napamerpa (Pucynok 106).

<Q
D
o

0.4 0.4 0.4
~ [ [
= = =
= 0.3 = 03 S 03-
Q | Q T Q-‘ | ?
=] =] =]
3 g g
2 0.2 < 0.2 9 0.2
[ [~ «
= p= =
= 0.1 = 0.1 = 0.1-
= = =
o o Q
0.0 T T 0.0 T T T 0.0 T T
K 72 K 24 72 K oPrl
Pucynok 9 — l3MmeHeHME TOHAAOCOMATUYECKOrO HHAEKCA y CaMOK B MOJETHU

XPOHUYECKOH (@), COUETaHHOU OCTPON U XPOHUYECKOM (6) MPECHOBOIHOM ajanTaiuu, a
TaK)Ke MPU TUIEPIPOJAKTUHEMUM B YCJIOBHUSAX MOPCKOW BoAbl (6). CTaTucTHUecKas
obpabotka: kpurepuii Manna — Yutau (a, g); one-way ANOVA (6)
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Pucynok 10 — M3meHeHuMe roHagoOCOMaTHYECKOTO HHIEKCAa y 0-CaMIlOB B MOJENH
XPOHUYECKOH (@), COYETAHHON OCTPOM M XPOHHUECKOH (6) MPECHOBOAHOM ajanTalyu, a
TaK)Ke IMPU TUIEPIPOJAKTUHEMUHN B YCJIOBHUSAX MOPCKOW BoAbl (6). CTaTucTuueckas
obpaboTka: kputepuii Manna — Yuthu (a, 6); one-way ANOVA (6)
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CBOI[HBIe JaHHBIC 00 omucaTelIbHBIX XapaKTCPUCTUKAX TI'CIIATOCOMATUYICCKOTO,
HerpOCOMaTI/I‘—ICCKOFO H TOHAJOCOMATHUYCCKOI0 MHACKCOB I'PYIIIL, IIPCACTABJICHHBIX Ha

Pucynkax 7-10, npencrasiensl B Tabmuie 2.

Tabauuma 2 — OnucarenbHas CTaTUCTHKA MOP(POMETPUUECKUX TOKa3aTelied CaMOK U
camiioB komomiek. [ mCU — remarocomatndeckuit uaaekc, HCU — neppocomatnaeckuii
unjekc, 'HCU — ronanocomarnueckuit uujekc; N = 6 Juisl KaKJI0W U3 Tpynn

I'pynmna, | Ilokasarens CrangaptHoe Mesiceap-

pyra, Cpennee Aap 1 xkBaptunb | Menuana | 3 KBapTWIb | THIJIBHBIN
o (en.m3m.) OTKJIOHEHHE pasmax
K (2016) I'nCHU (y.e.) | 0,0538 0,0054 0,0505 0,0534 0,0577 0,0072
0 HCHU (y.e.) | 0,0050 0,0009 0,0042 0,0052 0,0059 0,0017
I'nCH (y.e.) | 0,1888 0,0846 0,1026 0,1963 0,2646 0,162
K (2016) |I'nCHU (y.e.) | 0,0319 0,0061 0,0284 0,0299 0,0367 0,0083
o-d HCHU (y.e.) | 0,0306 0,0070 0,0249 0,0298 0,0371 0,0122
I'uCHU (y.e.) | 0,0045 0,0008 0,0039 0,0049 0,0051 0,0012
72 (2016) | I'nCH (y.e.) | 0,0638 0,0066 0,0578 0,0645 0,0696 0,0118
Q@ HCH (y.e.) | 0,0048 0,0009 0,0040 0,0048 0,0056 0,0016
I'uCH (y.e.) | 0,1224 0,0499 0,0945 0,1059 0,1517 0,0572
72 (2016) | I'nCHU (y.e.) | 0,0369 0,0063 0,0310 0,0357 0,0435 0,0125
o-& HCH (y.e.) | 0,0327 0,0039 0,0281 0,0324 0,0367 0,0086
I'uCH (y.e.) | 0,0045 0,0011 0,0039 0,0044 0,0056 0,0017
K (2019) |I'nCH (y.e.) | 0,0457 0,0096 0,0367 0,0441 0,0545 0,0178
Q HCHU (y.e.) | 0,0057 0,0013 0,0045 0,0059 0,0064 0,0019
I'nCH (y.e.) | 0,2756 0,0317 0,2593 0,2837 0,2935 0,0342
K (2019) |I'nCH (y.e.) | 0,0262 0,0029 0,0243 0,0248 0,0287 0,0044
o-J HCHU (y.e.) | 0,0353 0,0047 0,0302 0,0376 0,0388 0,0086
I'nCH (y.e.) | 0,0057 0,0019 0,0040 0,0061 0,0075 0,0035
24 (2019) | I'nCH (y.e.) | 0,0617 0,0023 0,0604 0,0624 0,0631 0,0027
Q HCH (y.e.) | 0,0059 0,0013 0,0049 0,0057 0,0069 0,002
I'uCH (y.e.) | 0,2229 0,0745 0,1842 0,2513 0,2677 0,0835
24 (2019) | I'nCH (y.e.) | 0,0280 0,0062 0,0227 0,0269 0,0338 0,0111
o-& HCH (y.e.) | 0,0379 0,0078 0,0317 0,0379 0,0440 0,0123
I'uCH (y.e.) | 0,0049 0,0018 0,0035 0,0047 0,0069 0,0034
72 (2019) | I'nCH (y.e.) | 0,0604 0,0065 0,0551 0,0595 0,0660 0,0109
Q HCHU (y.e.) | 0,0062 0,0009 0,0053 0,0065 0,0068 0,0015
I'nCH (y.e.) | 0,1958 0,0870 0,0914 0,2258 0,2668 0,1754
72 (2019) | I'nCH (y.e.) | 0,0280 0,0019 0,0257 0,0289 0,0295 0,0038
o-& HCHU (y.e.) | 0,0350 0,0059 0,0297 0,0352 0,0411 0,0114
I'nCH (y.e.) | 0,0051 0,0010 0,0042 0,0054 0,0058 0,0016
oPrl (2019)| I'nCH (y.e.) | 0,0593 0,0040 0,0560 0,0586 0,0640 0,008
Q@ HCH (y.e.) | 0,0069 0,0018 0,0056 0,0063 0,0086 0,003
I'uCH (y.e.) | 0,1695 0,0982 0,0781 0,1542 0,2721 0,194
oPrl (2019)| I'nCH (y.e.) | 0,0334 0,0091 0,0238 0,0341 0,0420 0,0182
o-J HCHU (y.e.) | 0,0357 0,0076 0,0297 0,0364 0,0421 0,0124
I'uCU (y.e.) | 0,0038 0,0010 0,0030 0,0034 0,0047 0,0017
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3.1.2. H3menenue xkonyenmpauuu uonos Na* u K* ¢ nnazme kposu

Konnenrpanus nonoB Na* B rurasmMe KpoBU U y CaMOK, U Y 0-CAMIIOB 3HAYHMO
CHW)XKaJIach Ha4YMHAas ¢ 24 4acoB MPECHOBOAHOW aJanTaluy.

Hansbli 3¢ ekt Habmoga1Ca 1 yepe3 72 yaca nocie nepeHoca 0cooei B IPeECHYIo
Boay (Pucynok 1la). BBeneHnue oBeubero mpojakTUHa B YCIOBUSX MOPCKOM BOJbI HE

MOBIIUSIIO Ha KOHIeHTpaluio Na* B mia3Me KpoBU HU Y CaMOK, HH y ai-caMIiioB (PucyHok

116).
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Pucynok 11 — M3menenne koHrieHTpanuyd noHoB Na* (Mr/min) B mia3mMe KpOBH Y CaMOK
U 0-CaMI[OB B MOJICJIM COYETAHHOW OCTpPOM M XPOHUUECKOH (@) MTPECHOBOAHOM
aJanTalyy, a TaKkKe IPH TUIEPIPOJIAKTHHEMHUN B YCIOBUSAX MOPCKOW BOIBI (60).
Craructuyeckas obpadbotka: two-way ANOVA; * —p <0,05; ** —p< 0,01

Konnenrpanus nonoB K* B ia3me KpoBH HU y CaMOK, HU Y 0l-CAMIIOB HE MEHSUIACh
3HAYMMO B XOJ€ OCTPOH M XPOHHUYECKOH MpecHOBOAHOW amanrtaiuu (PucyHok 12a).
BBeneHnue oBeubero MpOJIAKTHHA B YCIOBUSIX MOPCKOW BOJbI HE TMOBJIMSJIO Ha
KoHIeHTpaluio K* B m1asMe KpoBU caMOK.

VY a-camiioB Ha ()OHE BBEICHHUS MPOJAKTHHA KOHIeHTparus noHoB K 3Haunmo
TIOBBICHJIACh [0 CPABHEHUIO C KOHTPOJIBHOM rpymmoi (Pucynok 126).

CBojHbBIE TaHHBIC 00 OMUCATEIbHBIX XapaKTEPUCTUKAX KOHIICHTpalii noHOB Na*

u K* B m1a3mMe KpoBH KOJIOIICK MpecTaBieHbl B Tadmure 3.
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Pucynok 12 — V3meHenue KoHIeHTpaiui noHoB K* (Mr/mit) B 1mj1a3mMe KpOBH Y CAMOK U
0-CaMIIOB B MOJIEJIM COYETAHHOW OCTPOUN M XPOHUYECKOM (a) MPECHOBOHOM ajanTaluu,

a TakKe MPHU THUICPIPOJAKTHHEMHUH B YCIOBHIX MOPCKOW BOABI (6). CTtaTUCTHUECKAs
obOpabotka: two-way ANOVA; ** —p <0,01

Taoauna 3 — OnucaTenbHas CTATUCTHKA KOHIIeHTpaluii noHoB Na* u K B rta3me kpoBu
MOP(POMETPUUYECKUX TTOKA3ATENEeH CaMOK U (i-CaMIIOB KOJIIOIIEK B MOJIENIA COUYETaHHOMN
OCTPOM M XPOHUYECKON MPECHOBOAHOM afganTauuu; N = 6 JuIsl KaXJ0M U3 IPyIIII

I'pymma, | Iloka3arenn CrangapTHoe Mexacsap
YT, Cpennee Hap 1 xBapTiiib | Menuana | 3 KBapTHIIb | -~TUJIbHBIN
0T (em.m3Mm.) OTKJIOHEHHE pasmax
K, ¢ [Na*] (mr/m) 4347 741 3721 4146 5219 1498
[K*T (mr/n) 90 86 17 73 149 132
K, a-& |[Na'] (mr/n)| 4150 536 3749 3974 4629 880
[K*] (mr/m) 25 14 16 26 38 22
24, 9 [Na'] (mr/m)| 2359 1240 1701 2654 3148 1447
[K ] (mr/m) 282 303 62 138 654 591
24, 0-3 | [Na*] (mr/n)| 2579 751 1831 2660 3249 1418
[K ] (mr/m) 339 415 70 135 702 631
72,9 [Na'] (mr/m)| 2170 1544 490 2477 3669 3179
[K*] (mr/n) 275 280 15 212 537 522
72, 0-3 | [Na*] (mr/n)| 2678 696 2202 2961 3104 902
[K*] (mr/n) 287 444 53 109 473 419
oPrl, @ [[Na'] (mr/m)| 3819 399 3416 3849 4082 666
[K*] (mr/n) 66 38 40 54 89 49
oPrl, -3 |[Na*] (mr/n) | 4434 1618 2855 4893 5784 2929
[K*] (mr/n) 201 173 35 178 378 343
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3.2. U3MeHeHue IKCIPeCCHU F'eHOB NPOJIAKTHHOBOM OCH Y CAMOK M (-CaMIIOB B

MOAECJIAX HpeCHOBOI[HOﬁ aganrTanunuun

3.2.1. H3menenue sxkcnpeccuu 2enog nponaxkmuna pril

U NPONAKMUHNO000H020 20pmona Prl2 6 mo3ze

Dkcnpeccus TeHa npojaktuHa Pril B Mo3re caMok 3HaYMMO IMOBBIIIATIACH BO BCEX
MOJIETISIX TTpecHOBOAHOM afanTaiuy (Pucynok 13). B Moaenu cyTouHo# THHAMUKHA OCTPOM
NPECHOBOJIHOM ~ ajanTtanui  OoTHocuTenbHble ypoBHH MPHK Tena pril  rpymmsr,
a/IarITUPOBAHHOM K IMPECHOM BOJIE B Te€UeHHE 24 4acoB, ObLIIM 3HAYUMO BBIIIIE 10 CPABHEHUIO
C KOHTPOJIBHOW TPYNIION, a TAaKKe TPYIIaMy, aKKIMMHPOBAaHHBIMH K IMPECHOW BOJE B
TeueHne 3 u 6 dacoB (Pucynok 13a). B Mozenn xpoHndeckoil MPEeCHOBOJHOM aIanTaluu
JTAaHHBIN TTapaMeTp TakKe ObLT 3HAYMMO BBIIIE Y CAMOK IMOCIE 72-4acoBOM MPECHOBOIHOM
aJlanTalid B CPAaBHEHUHU ¢ KOHTPOJIBHOM Tpymmon (Pucynok 136). B momenu coderanHon
OCTPOI U XPOHUYECKOUN MTPECHOBOAHOM a/lanTaliuu TaHHBIN 3 deKT HabIto1aeTCsl HaUnHas
C 24 4acoB aKKJIMMALIUM K MPECHOW BOJE U COXPAHSETCS y TPYMIbL, aJalTHPOBAHHOW K

YCJIOBHUSIM MPECHOM BOJIBI B TeueHue 72 yacoB (Pucynok 13s).
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Pucynok 13 —M3menenue otHocutenbHoro ypopas MPHK rena nposiaktuna pril B mosre
CaMOK B MOJIEJISIX OCTPOH (@), XpOHUYECKOU (6) U COUETaHHOM OCTPOM U XPOHUYECKOMN
(6) mpecHoBoaHoOM amanTaruu. CraTtucThueckas obOpabotka: two-way ANOVA; * —
p <0,05; **-p<0,01; ****-p<0,0001
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B Mo3re a-caMIioB 3Kcripeccus TeHa mpojiakTuHa Pril He MeHsUTach 3HAYUMO HHU B
mopenu octpoit (Pucynok 14a), nu xponnueckoit (Pucynok 146), Hu coueTaHHOM OCTpOi

1 XxpoHnueckoit (Pucynok 146) npecHOBOIHOM aJlanTaliu.
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Pucynok 14 — V3menenune otHocutenbHoro ypoHs MPHK rena nponaktuna pril B
MO3r€ 0-CaMIIOB B MOJENSAX OCTpPOM (@), XpOHHUUECKOH (6) U COYETaHHOU OCTPOH U
XpPOHUYECKON (8) mpecHOBOAHOW anantauuu. CraTuctuyeckas oOpaborka: two-way

ANOVA

B ycnoBusix MOpckoit BoABI 3HAYCHHs OTHOCHTEILHOW 3Kcmpeccuu reHa pril B
MOT€ CaMOK M 0i-CaMI[OB HAOJIIOIAl0TCS Ha coroctaBuMoM ypoBHe (Pucynok 15a, 156).
B rpynnax KoJromiek, aianTUPOBAaHHBIX K YCIOBUSIM IPECHOU BOJIbI B TEUEHHE 72 4acoB,
KaK B MOJENM XPOHUYECKOM, TaK U B MOJEIHM COYETAHHOM OCTPOM M XPOHUYECKOU
NPECHOBOIHOM ajanTaliiu, SKcrpeccus reHa Pril B Mo3re caMok ObLTa 3HAUUMO BBIIIE
1o cpaBHEHHIO ¢ a-camiamu (Pucynok 15a, 156).

DKcrpeccus TeHa MPOJIAKTUHIIONOOHOTO TOpMOHa Pri2 B TkaHu Mo3ra caMok H o-
caMmIIOB HaOJIOAaIach Ha paspeliaronieil TpaHu METOJla B KOHTPOJIBHBIX U OTBITHBIX
rpymmnax (mocie 24- u 72-4acoBoi ajanTaluyi K yCJIOBUSIM MIPECHOM BOJIbI) KOJIIOIIEK B
MOJIEIIAX XPOHUYECKOW U COYETAHHOW ITPECHOBOAHOM afanTauu. B Monenn quHaMuKu
OCTPOMl NPECHOBOJHOM  aJanTalid B KOHTPOJBHBIX Tpynmax U Tpynnax,
aJIalITHPOBAHHBIX K YCJIOBHSM IIPECHOM BOJIBI B TeUeHHE 24 4acoB, SKCIpeccus rena pri2
Takke ObUIa Ha pa3pemaroniell rpanuie meroaa. Hammuue sxcnipeccun rena pri2 B mosre
KaK CaMOK, TaK M (-CaMmIlOB ObLJIO JIETEKTMPOBAHO B TpPYIINax, aJalTUPOBAHHBIX K

npecHoi Boay B Teuenue 12 u 18 yacos (Pucynok 16). YpoBens axcnpeccuu pri2 B atux
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rpynmnax 3Ha4uMoO OTIINYAJICS IO CPABHEHUIO C KOHTPOJIBHBIMU I'PYIIIIAMH TOT'O XK€ I0JIA.
B rpymnmnax, azanTUpoBaHHBIX K YCJIOBHSM IpPECHOW BOAbI B TeueHue 12 m 18 yacoB
otHocutenbHbie ypoBHU MPHK rena prl2 B mo3re a-camiioB ObUTH 3HAYMMO BBIIIE, YEM

y camok (Pucynox 16).
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Pucynok 15 — HM3menenne otHocutenbHoro ypoHs MPHK rena nponaktuna pril B
MO3r€ CaMOK U 0-CaMIIOB B MOJIENSIX XPOHUYECKOU (@), WU COUYETAaHHOM OCTpOll U

XpoHUYECKOM (6) mpecHoBoAHOW anantauuu. CraTUcTHYecKas oOpaboTka: two-way
ANOVA; * —p <0,05; ** - p <0,01; **** —p <0,0001
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Pucynok 16 — 13menenune ornocutensHoro ypoBHs MPHK rena nponaktuamnogo6Horo
ropMoHa prl2 B Mo3re caMok ¥ 0-CaMIlOB B MOJICIT OCTPOW MPECHOBOIHOMN a/IaITaluy.
[To ocu X — Bpems I1A B yacax, K — kouTponpsHas rpymnmna. Cratuctuueckas oopadboTka:
two-way ANOVA; ** — p < 0,01. 1IBeToM TpyImImbl BBIACICHBl 3HAYUMBIC OTIMYUUS
OTHOCUTEIBHO KOHTPOJIS,, YEPHBIM LIBETOM OOO3HAUEHBI 3HAUYUMBbIC PA3IUYUS MEXIY
IPYIIaMHU CAMOK U CaAMIIOB
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CBojaHbIE TaHHBIC 00 OMUCATEIHHBIX XapaKTEPUCTHKAX OTHOCUTEIIBHBIX YPOBHEH
skcrpeccun TeHoB Pril u prl2 B TkaHM Mo3ra caMOK M 0-CaMIIOB KOJIIOIICK B MOJCIIAX
octpori (24 4.), xponudeckor (72 u.) IIA, a Takxke B Mojaenu coderaHHou IIA,

npeacraBieHHbIe HAa Pucynkax 13-16, npencraBiensl B Tabmumax 4 u 5.

Tabdauuna 4 — OnucarenbHasi CTATUCTUKA OTHOCUTEIIBHBIX YPOBHEN SKCIPECCUU T'€HOB
pril u prl2 B TkaHu Mo3ra caMOK M 0-CaMIIOB KOJIIOIICK B MOJAEIAX ocTpoi (24 u)
MPECHOBOHOM aganTanuu; N = 6 1JIsl KaXJ0M U3 TPy

Bpewms [TA CrangaptHoe Mesiceap-
Ilon| Ten Cpennee 1 xBapTwiis | Menuana | 3 KBapTWIb | TUJIbHBIN
B Hacax OTKJIOHEHHE pasmax
Q| pril 0 0,136 0,0998 0,0317 0,1596 0,2016 0,1699
3 0,318 0,2663 0,1068 0,2684 0,5273 0,4205
6 0,1644 0,1156 0,0565 0,1646 0,2721 0,2156
12 0,5275 0,6451 0,0556 0,1908 1,331 1,2754
18 0,6151 0,4913 0,1762 0,4908 1,207 1,0308
24 1,048 0,9147 0,0048 1,140 1,855 1,8502
a-3d | prll 0 0,2035 0,1354 0,1076 0,1657 0,3466 0,239
3 0,2526 0,1871 0,0834 0,219 0,4672 0,3838
6 0,446 0,2205 0,2455 0,512 0,6455 0,4
12 0,2739 0,0932 0,1849 0,2793 0,3215 0,1366
18 0,3839 0,1417 0,2466 0,3797 0,4927 0,2461
24 0,1955 0,1890 0,0467 0,1229 0,3942 0,3475
Q | pri2 0 0 0 0 0 0 0
3 0,6092 0,7576 0,0572 0,1423 1,395 1,3378
6 0,4112 0,4366 0 0,4712 0,7923 0,7923
12 3,81 5,163 0,5084 1,046 8,287 7,7786
18 1,051 0,9295 0 1,11 2,016 2,016
24 0 0 0 0 0 0
a-3d | prl2 0 0,3136 0,2982 0 0,4324 0,5679 0,5679
3 0,25 0,1393 0,1195 0,2428 0,3879 0,2684
6 0,5366 0,4122 0,1457 0,5241 0,9402 0,7945
12 13,33 7,324 8,474 10,52 20,99 12,516
18 11,99 13,77 1,212 4,964 26,27 25,058
24 0 0 0 0 0 0
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Tadauma 5 — OnucarenpHas CTATUCTUKA OTHOCUTENIBHBIX YPOBHEHM 3KCIPECCUM T'eHa
prll B TKaHM MoO3ra CaMOK M 0-CaMI[OB KOJIOIIEK B MOZCIAX XpoHuueckou (72 4) u
codeTaHHOM (24 4. u 72 4.) mpecHOBOAHOM aganTanyu; N = 6 I KaXXJ0M U3 TPYIIT

['pymma CrangapTHOoe Measap-

Mognens o > | Cpennee OTKIIOHEHC 1 xBapTuib | Menuana | 3 KBapTWIb | TWIBHBIN
pazmax
Xponnueckas | K, ¢ 0,6859 0,2057 0,4931 0,6729 0,9067 0,4136

ITA K, 0-d 0,6466 0,2374 0,4042 0,644 0,8821 0,4779
72, 9 0,9316 0,04652 0,896 0,9071 0,9794 0,0834
72, 0-d 0,5513 0,06692 0,4874 0,5643 0,6085 0,1211

Couerannas, | K, 9 0,1979 0,394 0,0021 0,0587 0,3005 0,2984
octpasiu | K, o-& 0,4696 0,3338 0,1137 0,5575 0,7493 0,6356
XpoHHYECKas | 24, Q 1,278 0,5299 0,7006 1,342 1,780 1,0794
ITA 24, o-& 1,276 1,078 0,6105 0,8823 2,268 1,6575

72, 9Q 3,938 0,4894 3,526 3,849 4,395 0,869

72, 0-& 0,4543 0,7157 0,0006 0,0977 1,086 1,0854

3.2.2. H3menenue skcnpeccuu 2eHo6 npoiakmunosslx peyenmopos prira u prirb ¢

mKanu mo3sea, nO4YeK, .7!(’(16]) U Kuuieunuka

DKcHpeccusi TeHa MPOJIAKTUHOBOTO perieropa a prira B Mo3re caMok 3HAYHMO
YBEJIMYMBAJIACH B TPYIIIIE aJANTAIMU K IPECHOW BOJIE B TEUEHHUE 72 4AaCOB 11O CPABHEHUIO
C KOHTPOJIEM; Y 0-CaMIIOB 3HAYMMBIX PA3IM4Mil [0 3TOMY MapaMeTpy MEXAY rPpyIIIaMU
BBISIBIICHO He ObUT0 (PrucyHoK 17a). B ycinoBusx Mopckoit Bojbl SkcIipeccusi reHa prira
MO3re 0-CaMIIOB [0 CPABHEHMIO C CAMKaMHU HaO/roAallach Ha 3HaYUMO 00Jiee BHICOKOM
YpOBHE, IOcie 72 4YacoB IMPECHOBOJHOM aJalTallid — Ha CONOCTaBUMOM YpPOBHE
(Pucynok 17a).

DKcrpeccusi TeHa MPOJAKTHHOBOTo perieropa b prirb B mosre camok 3Haunmo
YBEJIMYMBAIACH B TPYIMIE aJJalTalliy K MPECHOM BOJIE B T€UEHHUE 72 YaCOB 10 CPABHEHUIO
C KOHTPOJIEM; Y 0-CaMIIOB 3HAUMMBbIX PA3IMYMil IO 3TOMY MapaMeTpy MEXAY rpyninamMu

BbIsSIBIICHO He ObL10 (PucyHOK 176).
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Pucynok 17 — lV3mMeHEHHE OTHOCUTEIBHOM OKCIPECCMU TE€HOB NPOJAKTUHOBBIX

penenitopoB prira (@) m prirb (6) B Tkanm Mo3ra camMOK W 0-CaMIIOB B MOJCIH
XPOHUYECKON TIPECHOBOJIHOM amantamuu. CraTUCTHYecKas oOpaboTka: two-way

ANOVA; *-p<0,05; ** -p<0,01

Dkcnpeccust TeHa Prira B movkax KOIIOIIEK B X0/ 72-4acOBOM MPECHOBOIHOM
ajanTalyy HE M3MEHWIACh 3HAYMMO OTHOCHUTEIBHO KOHTPOJS HM Y CAMOK, HU y O-
camioB (Pucynok 18a). Kak B ycrnoBuSX MOPCKOW BOJIBI, TaK M IOCJIE 72-4acoBOM
aJlanTaIyy K IpecHO# BOJIE B MOYKAX CaMOK KcIIpeccHs reHa prira Opiia 3Ha4yMMo BbIIe
110 CpaBHEHHMIO ¢ a-camiiamu (PucyHnok 18a).

Okcmpeccust reHa prirb B moukax kosromek mpu 72-4acoBOM MPECHOBOIHOM
ajanTalyy 3HAYMMO YBEJIMYWIACH y CaMOK, 3HAYMMO YMEHBIIWIACh Yy (-CaMIOB
(Pucynok 186). B ycnmoBusix MOPCKO#M BOJIBI SKCTIpeccHsi TeHa Prirb B moukax camok u o-
camII0B Ha0JI0/1ajlach Ha COTIOCTABUMOM yYpPOBHE, B TPYIINE 72-4aCOBOM MPECHOBOIHOMN
aJanTaiyy 3TOT MapaMeTp ObLJI 3HAYMMO BBIIIE y CAMOK MO CPABHEHUIO C (i-CaMIlaMU
(Pucynok 186).

Dkcmpeccust reHa prira B xabpax Kojomiek mpu 72-4acoBOM MPECHOBOIHOM
ananTaluyd HE M3MEHWIACh 3HAYMMO HU Yy caMoK, HH y o-camioB (Pucynok 19a).
Pa3znuuus, cB3aHHBIC C TIOJIOM, 110 SKCIIPECCUU T'eHa Prira B xabpax, He ObUTH BBISIBIICHBI
HU B YCJIOBUSIX MOPCKOM BOJBI, HU B TPYNIIax KOJIOLICK, aAalTUPOBAHHBIX K MPECHOU

Bojie B TeueHue 72 yacoB (Pucynok 19a).
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Pucynok 18 — l3meHEeHHE OTHOCUTEIBHOM OKCHPECCUU TE€HOB NPOJAKTUHOBBIX

peneniropoB prira () u prirb (6) B moukax camMok U o-caMIIOB B MOJICIH XPOHHUYECKOMH
npecHOBOIHOM aganTamnuu. Ctatuctuyeckas oopadbotka: two-way ANOVA; * —p <0,05;
*** _p<0,001; ****—p<0,0001
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Pucynok 19 — l3mMeHEHHE OTHOCUTEIBHOM OHKCIPECCUM TE€HOB MPOJAKTHHOBBIX
penentopoB prira (a) u prirb (6) B )xabpax caMOK M 0.-CaMIIOB B MOJICJH XPOHHUECKOMH
npecHoBOHOM aganTanuu. CtaTuctuueckas oopadotka: two-way ANOVA
Okcmpeccust rena prirb B jxabpax Kosromiek npu 72-4acoBOM MPECHOBOIHOM
ananTaluyd HEe WM3MEHWIACh 3HAYMMO HU Yy caMoK, HM y o-camioB (Pucynok 196).
Pa3znuuus, cBs3aHHBIC C TIOJIOM, 110 SKCIIpeccuu reHa Prirb B xxabpax, He ObUTH BBISIBIICHBI
HU B YCJIOBUSIX MOPCKOM BOJBI, HU B TPYNIIax KOJIOWIEK, aAalTUPOBAHHBIX K MPECHOU

Bojie B TeueHue 72 yacoB (Pucynok 196).
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Okcrpeccust rena Prira B kuimeyHrnKe KOJMIOMIEK MPU 72-9aCOBOM MPECHOBOIHOM
alanTanuyd HEe M3MEHWIACh 3HAYMMO HU Yy caMoK, HU y a-camioB (Pucynok 20a).
Paznuuus, cBs3aHHBIC C TOJIOM, IO JKCIPECCHU TeHa Prira B KuIleyHUKe, HE OBbLIH
BBISIBJICHBI HU B YCIIOBUSIX MOPCKOM BOJIbI, HU B TPYIINax KOJIIOIIEK, aJalTHPOBAHHBIX K
npecHoi Bojie B Teuenue 72 dacoB (Pucynok 20a).

Dkcrnpeccus reHa Prirb B kumeyHrKe KOMIOMIEK MPU 72-9acOBOW MPECHOBOIHOM
alanTanyuy 3HAYMMO YMEHBIIMIIACH KaK y CaMoOK, Tak M y o-camioB (Pucynox 200).
Pa3nuums, cBsi3aHHBIE C TOJIOM, IO 3KcIpecchu reHa Prirb B kumeunuke, He ObUTH
BBISIBJICHBI HU B YCIIOBUSIX MOPCKOM BOJIbI, HA B TPYIINax KOJIOIIEK, aJalTHPOBAHHBIX K

npecHoi Bojie B TeueHue 72 gacoB (Pucynok 200).
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Pucynok 20 — l3meHEHHE OTHOCUTEIBHONW OHKCIPECCUU TE€HOB NPOJAKTUHOBBIX

peuentopo prira (@) u prirb (6) B kumedHuke caMOK M 0-CaMIIOB B MOJCIH
XPOHUYECKOW TIpecHOBOAHOW amanrtanuu. Crathctudeckas oOpaborka: two-way

ANOVA; * -p <0,05

CBojHbBIC TaHHBIC 00 ONMUCATEIHHBIX XapaKTEPUCTHKAX OTHOCUTEIIBHBIX YPOBHEH
sKcrpeccun reHoB pPrira u prirb B Tkansx mMosra, modvek, xa0dp M KHAIICUHUKA CAMOK U 0.
CaMIIOB KOJIIOIICK B YCIOBHSIX MOPCKOM BOJIbI, @ TAKXKE MOCIE 72-4acOBOM ajanTaiuu K

MIPECHOM BOJIe, peicTaBleHHbIe Ha Pucynkax 17-20, mpeacrasienst B Tabmure 6.
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Ta6auna 6 — OnucarenpHasi CTATUCTUKA OTHOCUTENBHBIX YPOBHEH SKCIPECCUU TEHOB
prira u prirb B Tkangx mMo3ra, moyek, ka0dp ¥ KHIIIEYHHUKA CAMOK U 0i-CAMIIOB KOJIIOIIIEK B
YCIIOBHUSIX MOPCKOM BOJIBI, a TAKXKE MOCIe 72-9acoBOM ajanTaiiuu K rnpecHoi Boje; N =6
JUTSL KQXKJI0W U3 TPYIIII

r C MexxkBap-
PYMI& | Tyamy, | Ten Cpennee TAIIAPTHOE | KBapTWIb | Meanana | 3 KBapTWiIb | THJIbHBIN
oI OTKJIOHEHHE pasmax
K, Q Mosr | prira | 0,8881 0,1091 0,7593 0,9237 0,9830 0,2237

prirb | 0,8991 0,076 0,8451 0,9258 0,9666 0,1215
[Toukn | prira | 1,033 0,0661 0,9738 1,04 1,072 0,0982
prirb | 1,038 0,1269 0,9485 1,043 1,113 0,1645

Kume- | prira | 1,057 0,0514 1,004 1,053 1,102 0,098
yauk | prirb | 1,072 0,06986 1,003 1,07 1,12 0,117
XKabpsr | prira | 0,5243 0,1089 0,4283 0,5227 0,6282 0,1999
prirb | 0,7974 0,157 0,6623 0,7952 0,9299 0,2676
K,a-d | Mosr |prlra| 1,081 0,1269 0,9887 1,093 1,163 0,1743
prirb | 0,9772 0,166 0,8519 0,9857 1,115 0,2631
IMouku | prira| 0,91 0,053 0,8816 0,9069 0,9471 0,0655
prirb | 1,054 0,1 0,9537 1,093 1,126 0,1723

Kumre- | prira| 1,134 0,1429 1,018 1,086 1,233 0,215
ynuk | prirb | 1,008 0,0662 0,958 1,011 1,061 0,103
XKabpst | prira | 0,489 0,1813 0,3727 0,4041 0,6406 0,2679
prirb | 0,8828 0,3084 0,6891 0,7765 1,07 0,3809

72,9 | Mosr |prlra| 1,074 0,2068 0,866 1,12 1,256 0,39
prirb | 1,088 0,0839 0,9954 1,105 1,155 0,1596
IMouku | prira | 1,041 0,0778 0,9814 1,04 1,118 0,1366
prirb | 1,18 0,1513 1,072 1,129 1,343 0,271

Kume- | prira | 1,137 0,1151 1,033 1,119 1,263 0,23
yHuk | prirb | 1,065 0,0964 0,9861 1,043 1,171 0,1849
XKabper | prira | 0,3584 0,1047 0,2524 0,3838 0,4448 0,1924
prirb | 0,4448 0,1456 0,3086 0,4540 0,5897 0,2811
72,a-3'| Mosr | prira | 0,9629 0,05093 0,9084 0,9608 1,01 0,1016
prirb | 0,9661 0,2121 0,8389 0,9373 1,073 0,2341

[Touku | prira | 0,8968 0,05291 0,8702 0,9038 0,9362 0,066
prirb | 0,7929 0,0532 0,774 0,782 0,8349 0,0609
Kumre- | prira | 1,029 0,09692 0,9546 0,9837 1,095 0,1404
yHuk | prirb | 1,022 0,0702 0,9753 0,9866 1,094 0,1187
XKabpsr | prira | 0,5069 0,1851 0,4251 0,5432 0,6446 0,2195
prirb | 0,5161 0,2245 0,3987 0,5708 0,6447 0,246
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3.3. U3MeHeHune IKCIPecCMU TeHOB MOHHBIX TPAHCIIOPTEPOB B TKAHU Ka0p U
KHIIEYHHKA Yy CAMOK U 0-CAMIIOB B MO/IeJIM COYEeTaHHOI 0CcTPOii

U XPOHMYECKOU NMPECHOBOJIHON aanTauumn

3.3.1. H3menenue sxcnpeccuu 2enos a-cyoveounuuyvt Na'/K*-ATDazwt

Okcrnpeccus rera ol-cyosenuuuipl Na' /K -ATdassr atplal B Mojgenu ocTpoii u
XPOHUYECKON MPECHOBOAHOM aaNTalliy HE MEHSIach HU Y CAaMOK, HH Y 0-CaMI[OB HU B
*abpax, Hu B kumeyHuke (Pucynok 2la, 216). B rpynme komromek mocie 72 4acoB
IIPECHOBOJIHOM ajanTanuu 3kcipeccus rera atplal B xabOpax caMok OblLla 3HAYUMO

BBIIIIC TI0 CPaBHEHUIO C a-camiiamu (PucyHok 21a).
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Pucynok 21 — V3MmeHeHne oTHOCHTENBHOM 3Kcnpeccuu reHa atplal B xabpax (a) m
KHIIIEYHUKE (6) CaMOK M 0-CaMIIOB B MOJICTTH OCTPOM M XPOHHYECKOW MPECHOBOIHOM
agantanuu. Ctatuctuueckas oopadotka: two-way ANOVA; ** —p < 0,01

Okcrnpeccusi reHa o2-cyorenuuuipl Na'/K*-ATda3sr atpla? B Tkanu xabp u
KHUIIIEYHUKA KOHTPOJILHOW U JKCIEPUMEHTAJIBHBIX TPYNI CaMOK U  (-CaMI[OB
Ha0JII0/1a71ach Ha pas3peliaroniei rpaHule MeToa, JInbo He HalJII0/1a1ach.

Dkcmnpeccus rera o3-cyobenuuuibl Na /K -ATdaser atpla3 B Moaenn ocTpoii u
XPOHUYECKOW MPECHOBOAHOW aJamnTaivi HEe MEHSJIach HM y CaMOK, HM Y 0-CaMIIOB B
TKaHu kaop (Pucynok 22a). B ycinoBusix MOpCKO# BObI B TKAHU Ka0p IKCIPECCHs TeHa
atpla3 y camok HaOmrogaach Ha 3HAYUMO 00JIee BEICOKOM YPOBHE TI0 CPaBHEHHIO C Ol-

camiiamu (Pucynok 22a).
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B Tkanm kumeyHWka caMoOK 3Kcmpeccus rena atpla3 B xome mpecHOBOIHOM
aJanTanyy 3HAaYUMO YyBENIMUYMBAJIach HaunmHas ¢ 24 4vaca (Pucynox 226). B Tkanm
KHUILIEYHUKA 0O-CaMIlOB JKcrpeccuss reHa atpla3d B xolle NMpecHOBOIHOM ajamnTaiuu
3HAYMMO HE MEHsIach. B yCIOBUSIX MOPCKOW BOJIbI MHTEHCUBHOCTh AKCHPECCUU T'€Ha
atpla3 B kuIIEUHUKE CAMOK U 0-CaMIIOB HabJIt0/1ajlach Ha conocTaBuMoM ypoBHe. [locie
72-qacoBoi afanTaly K IPEecHON BoJE dKcrpeccus reHa atpla3 B KUIIEUHUKE CaMOK

ObLTa 3HAYUMO BBIIIIE IT0 CPAaBHEHUIO C a-camiiamu (Pucynok 226).
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Pucynox 22— l3MeHeHHE OTHOCHUTENBHOW dKcmpeccuu reHa atpla3 B xabpax (a) u
KUIIEYHUKE (6) CaMOK M 0-CaMIlOB B MOJEJIM OCTPOM U XPOHHUECKON MPECHOBOIHOM
amantanuu. CtaTucTudeckas obpadorka: two-way ANOVA,; ** —p < 0,01; *** —p <
0,001; **** —p < 0,0001

OTtHomieHue ypoBHeW 3kcripeccuu reHoB atplal u atpla3 B xabpax B mojenu
MIPECHOBOJIHOM ajanTaliid HEe MEHSUIOCh HM Yy caMOK, HU y o-camioB (pucto 23a). B
YCJIOBUSIX MOPCKOM BOJIbI, B TPYyIIIax aJanTaluy K MPecHOW Boje B TeueHue 24 u 72
YaCcOB Pa3IMUMA 10 JAHHOMY TTapaMeTpy, CBA3aHHBIE C MTOJIOM 0CO0eH, He HAOII0IaTNCh
(Pucynok 23a).

B TkaHu KuIieyHrKa caMOK OTHOIIIEHHE YPOBHE#H sKcpeccuu reHoB atplal u atpla3
3HAYMMO CHIDKAJIOCh B MOJICIH MPECHOBOIHOM amanTanuy HaunHas ¢ 24 vaca (PucyHok

230). B ycrnoBusix MOpCKO# BOJbI OOHAPYKEHBI pa3iMyusi, CBA3aHHbIE C TIOJIOM: Y CaMOK

JIaHHBIN TTapameTp ObLT 3HAYMMO BHIIIE TI0 CPABHEHHUIO ¢ o-camiiamu (Pucynok 236).
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Pucynok 23 — M3meHnenue oTHoleHus skcnpeccuu reHoB atplal u atpla3 B xabpax (a) u
KUILIEYHUKE (6) CaMOK M 0-CaMIIOB B MO OCTPOM M XPOHMUYECKON MPECHOBOHOU
amantaru. Ctatuctudeckas oopadotka: two-way ANOVA,; * —p <0,05; *** —p < 0,001
CBojiHBIE JaHHBIE 00 OMHCATEIBHBIX XapaKTEPUCTUKAX OTHOCHTEIBLHBIX YPOBHEH
skcnpeccuu renoB atplal u atpla3 B :xabpax U KUIIEYHUKE CAMOK U 0.-CaMIIOB KOJIIOIIEK
B YCJIOBUSAX MOPCKOM BOJIbI, a TAKXKe Mociie 24- 1 72-4acoBOM ajjanTalvu K MpecHo# Bojie,

npencTaBieHHble Ha Pucynkax 21-22, npencrasiens B Tabmwuie 7.

Ta6auna 7 — OnucarenbHas CTATUCTUKA OTHOCUTENBHBIX YPOBHEH JKCIPECCUU T€HOB
atplal, atpla3 B xabpax M KHIIIEYHUKE CAMOK U 0O-CAMI[OB KOJIIOIIEK B YCIIOBHUSX
MOPCKO# BOJIbI, a TaKXKe mocie 24- 1 72-4acoBOM ajganTalyu K mpecHou Bojae; N = 6 s
KQKJIOW U3 TPYNII

I'pynma, CrangaptHoe Mesiceap-
PYITE | Teapy, I'en |Cpennee A1ap 1 kBapTuib | Meauana | 3 KBapTWiIb | THJIbHBIHN
(0 OTKJIOHEHHE pasmax

K, @ | XKabper |atplal | 1,142 0,4595 0,7357 1,124 1,36 0,6243

atpla3| 1,33 0,4381 1,022 1,15 1,83 0,808

Kume- |atplal| 0,6907 0,234 0,4797 0,6745 0,9132 0,4335

yauk |atpla3| 0,4522 0,1607 0,3249 0,4019 0,6002 0,2753

K, a-3 | Kab6per |atplal| 1,369 0,821 0,7811 0,9727 2,179 1,3979
atpla3| 0,6133 0,4433 0,0861 0,7971 0,9532 0,86714

Kume- |atplal| 0,6485 0,2023 0,4844 0,587 0,8886 0,4042

ynuk | atpla3| 0,7588 0,2872 0,5475 0,7073 1,018 0,4705

24, 9 | XKaopsr |atplal| 0,9343 0,2555 0,7289 0,919 1,156 0,4271

atpla3| 0,8251 0,307 0,6198 0,7678 1,044 0,4242

Kume- |atplal| 0,681 0,1395 0,5755 0,6803 0,8148 0,2393

yHuK | atpla3| 0,8612 0,6214 0,4154 0,6366 1,308 0,8926
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r C MexxkBap-
PYITIA, | reapy, I'en |Cpennee TAIIAPTHOT KBapTWIb | Meanana | 3 KBapTWiIb | THJIbHBIN
1 (0)) OTKJIOHEHHE pasmax
24, a-3' | Kabper |atplal| 1,138 0,3083 0,8268 1,182 1,427 0,6002
atpla3| 1,027 0,43 0,6455 0,9334 1,456 0,8105
Kume- |atplal| 0,6103 0,2129 0,4554 0,6932 0,7448 0,2894
yHMK |atpla3| 1,262 0,4442 0,8989 1,152 1,583 0,6841
72,9 | XKaopsr |atplal| 1,688 0,5545 1,165 1,676 2,173 1,008
atpla3| 1,031 0,3368 0,796 0,9889 1,206 0,41
Kume- |atplal| 0,4268 0,1981 0,2926 0,3796 0,5547 0,2621
yHuk |atpla3| 1,929 0,3709 1,602 1,859 2,295 0,693
72, -3 | XKabpwr |atplal| 0,7224 0,1747 0,5461 0,7278 0,8555 0,3094
atpla3| 0,6174 0,2932 0,4099 0,6639 0,8432 0,4333
Kume- |atplal| 0,5222 0,356 0,2916 0,4377 0,8362 0,5446
yHuk |atpla3| 0,758 0,4062 0,4967 0,8673 1,041 0,5443

3.3.2. U3menenue sxcnpeccuu 2enoeé mpancnopmépos NKCC u NCC

Okcrnpeccust rera NKCCla-oomennnka nkccla B TkaHH ka0p caMOK B MOJIENH

MIPECHOBOJTHOM a/lanTalliy 3HAYMMO CHIDKaJIach HauuHas ¢ 24-1o daca (PucyHok 24a). B

TKaHU kalbp o-caMIlOB 3Kcrpeccus reHa nkccla Takxke CHmXalach K 72-My dYacy

IIPECHOBOAHOM anantanuu. HU B KOHTPOJIBHOM, HU B DKCIIEPUMEHTAIBHBIX TPYIIIAX

pa3iindus, CBA3aHHBIC C IIOJIOM, IIO 3KCIIPCCCHH I'CHA nkccla B >1<a6pax BBIAIBJICHBI HC

obuta (Pucynok 24a).
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Pucynok 24 — l3MeHeHHe OTHOCHUTEIBHOM 3Kcmpeccuu reHa nNkccla B jxabpax (a) u
KUIIIEYHUKE (0) CaMOK M 0-CaMIIOB B MOJICIM OCTPOM M XPOHUYECKOW MPECHOBOTHON
agantanuu. Ctatuctuueckas oopadotka: two-way ANOVA,; * —p <0,05; ** —p <0,01;
**** _p<0,0001
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Okcnpeccus rera Nkccla B TkaHM KUIIEYHUKA CAMOK B MOJIENIM MPECHOBOTHOM
aJanTauy 3HAYMMO yBelW4yuBanach K 72-my uvacy (Pucynok 246). Y o-camiioB B
KUIIEYHUKE 3HAYUMBIX pPa3IMuuil MEXAY OSKCIEPUMEHTAIBHBIMU W KOHTPOJIbHOU
TPy 1Mo Kcrpeccuu reHa nkccla BeisBiieHo He ObuTo (PucyHok 246).

Oxkcnpeccust reHa NKCC2-o0mennnka nkcc2 B Tkanu xabp caMOK H 0-CaAMIIOB HE
MEHsIach B MOJENU NMpecHOBOAHON ananTtanuu (PucyHok 25a). 3HaunMele pasnnyus,
CBSI3aHHBIE C TIOJIOM, I10 SKCIPECCUU TaHHOTO T'eHa B TKAHU Ka0p He ObUTH 0OHAPYKEHBI
HU B YCJIOBHUSIX MOPCKO# BOJIbI, HH TIOCIIE TIPECHOBOAHOM ananTanuu (Pucynok 25a).

Okcnpeccus reHa NKCC2 B KUIIEYHHWKE CaMOK 3HAYMMO CHIDKAIACh B MOJICIH
MIPECHOBOJHOM anmanTanuu HauwmHast ¢ 24-ro vaca (Pucynox 256). ¥V a-camioB B
KUIICYHUKE JKCIpeccusi TeHa NKCC2 3HauMMO He pasinyaiach MEXIy TpyNIamu
(Pucynok 256). Hu B ycioBUsSX MOPCKOW BOBI, HU TIOCJE MPECHOBOIHOW aanTaluu

pas3nuus, CBSI3aHHBIC C IOJIOM, BhISIBIICHBI He ObLTH (PrucyHOK 256).
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Pucynok 25 — lI3MeHeHHe OTHOCHTEIBHOH 3Kcmpeccuu TreHa NKCC2 B »kaOpax (a) u
KUILIEYHUKE (6) CAMOK M 0-CaMIIOB B MOJEJIM OCTPOM M XPOHMUYECKON MPECHOBOIHOM
amanranuu. Craructuyeckast oopadorka: two-way ANOVA; ** —p <0,01; ***—-p < 0,001

Oxcnpeccust reHa NCC-tpancnioprépa NCC B TKaHU *KaOp CaMOK M 0-CaMIIOB He
MEHSUIaCh B MOJIEIM MPECHOBOAHOW amantanuu (PucyHok 26a). 3Hauumble pa3innyus,

CBSI3aHHBIE C TIOJIOM, I10 SKCIPECCUU TaHHOTO T'eHa B TKAHU Ka0p He ObLIM 0OHAPYKEHBI

HU B YCJIOBHSIX MOPCKOM BOJIbI, HH MOCJIE MMPECHOBOHOM afanTanuu (PucyHok 26a).
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B TkaHuM KuIIEYHUMKA CaMOK OJKCIOpeccHsi reHa NCC He MEHsJlach B XOJE
npecHoBoHOM amanrtanuu (Pucynokx 266). B TkaHu KuIeYHWKA CaMIIOB B MOJIETH
IIPECHOBOIHOM aJjanTaliK SKCIIPECCHs reHa NCC 3HaYMMo yBennumiach (PucyHnok 266).
Hu B yciioBusIX MOPCKOM BOJbI, HU MOCJIE MPECHOBOJIHOW aanTallu, 3HAYNMbIE

pa3iindusgd AaHHOTO IIapaMCETpa, ACCOOMUPOBAHHLIC C IIOJIOM, BBISBJICHBI HC ObLTH

(PucyHok 266).
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Pucynok 26 — l3MeHeHHE OTHOCHUTENIBHOM HKCHpeccMu TeHa NCC B xabpax (a) u
KulieyHuke (0) caMOK M 0-CaMmIlOB B MOJIEJIM OCTPOM M XPOHUUYECKOUN MPECHOBOJHOM
aganTtanuu. Ctatuctuueckas oopadortka: two-way ANOVA; * —p < 0,05

CBoJiHBIE JaHHBIE 00 OMHCATENbHBIX XapaKTEPUCTUKAX OTHOCHUTEIBHBIX YPOBHEH
skcmpeccun TeHoB Nkccla, nkcc2 m nCc B skabpax M KUIIEYHUKE CAMOK M Ol-CaMIIOB

KOJIIOIIIEK B YCIIOBUSIX MOPCKOM BOABI, a Takxke nocie 24- u 72-4acoBOM ajanTaiuu K

MIPECHOM BOJIE, peIcTaBIeHHbIC Ha Pucynkax 24-26, npeacrasieHsl B Tabmuie 8.

Tabdauuma 8 — OnucarenbHas CTATUCTUKA OTHOCUTENIBHBIX YPOBHEH ADKCIPECCHUU I'€HOB
nkccla, nkec2 u NCC B jxabpax M KUIIEUHUKE CAMOK U O-CaMIIOB KOJIIOIIEK B YCIOBHSIX
MOPCKOM BOJIbI, a TaKXKe mociie 24- u 72-4acoBOM ajantaiuuu K npecHoi Boae; N = 6 s
KaXXJ101 U3 TPYIIII

I'pynma CrangaptHoe Mekiceap-
PYIIA, | rcamy, I'en |Cpennee Aap I xBapTiiie | Mennana | 3 KBapTWIb | THIBHBIN
0TI OTKJIOHCHUE
pasmax
K, @ | XKabpsr |nkccla| 1,829 0,8673 1,062 1,599 2,628 1,566
nkcc2 | 0,1301 0,1291 0 0,142 0,2543 0,2543
ncc | 0,1855 0,2506 0 0,0811 0,403 0,403
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r C MexxkBap-
PYITIA, | reapy, I'en |Cpennee TAIIAPTHOT 1 xBapTuib | Menuana | 3 KBapTWIb | TUJIBHBII
1 (0)) OTKJIOHEHHE pasmax
K, @ | Kume- |nkccla| 0,4913 0,1693 0,3723 0,4339 0,5987 0,2264

yauk | nkec2 | 1,405 1,116 0,3813 1,13 2,512 2,1307
ncc | 0,3283 0,2964 0,1263 0,2202 0,5196 0,3933
K, a-3 | XKab6psr |nkccla| 1,498 0,4969 1,213 1,488 1,781 0,568
nkcc2 | 0,3817 0,6267 0 0,1191 0,7354 0,7354
ncc 0 0 0 0 0 0
Kume- |nkccla| 0,8645 0,6243 0,5079 0,6172 1,203 0,6951
yHuk | nkee2 | 0,5328 0,0497 0,4808 0,5379 0,5798 0,099
ncc | 0,104 0,2547 0 0 0,156 0,156
24, 9 | XKabpsr |nkccla| 0,836 0,2809 0,5923 0,8164 1,008 0,4157
nkcc2 | 0,2888 0,2625 0 0,3243 0,4718 0,4718
ncc | 0,2612 0,4154 0 0 0,7098 0,7098
Kumre- |nkccla| 0,9176 0,45 0,5417 0,8076 1,302 0,7603
yHuk | nkcee2 | 0,3552 0,2671 0,1263 0,3045 0,5931 0,4668
ncc | 0,1752 0,1542 0 0,1824 0,3398 0,3398
24, a-3' | XKabpwr |nkccla| 1,293 0,542 0,8006 1,194 1,835 1,0344
nkcc2 | 0,2338 0,352 0 0 0,5845 0,5845
ncc | 0,972 1,425 0 0,6558 2,102 2,102
Kume- |nkccla| 0,9026 0,1919 0,7654 0,8534 1,032 0,2666
yauk | nkee2 | 0,3918 0,1672 0,3196 0,4135 0,4984 0,1788
ncc | 0,3113 0,3638 0 0,241 0,6131 0,6131
72, 9 | XKabpsr |nkccla| 0,7134 0,4382 0,4109 0,6157 0,9167 0,5058
nkec2 | 0,3621 0,4534 0,0474 0,175 0,7213 0,6739
ncc | 0,5581 0,9406 0 0 1,382 1,382
Kumre- |nkccla| 1,918 0,344 1,674 1,821 2,107 0,433
yHuk | nkee2 | 0,1131 0,0388 0,0722 0,1127 0,151 0,0788
ncc | 0,3189 0,5625 0 0 0,7443 0,7443
72, -3 | XKabpwr |nkccla| 0,5038 0,1828 0,3716 0,5269 0,6462 0,2746
nkcc2 | 0,7691 0,7889 0 0,6016 1,609 1,609
ncc | 0,6476 1,034 0 0 1,746 1,746
Kumre- |nkccla| 1,137 0,5792 0,718 0,9451 1,613 0,895
yauk | nkcc2 | 0,3058 0,242 0,1329 0,2392 0,5262 0,3933
ncc 1,32 1,497 0,2766 0,552 3,135 2,8584

3.3.3. HU3menenue 3xcnpeccuu 2zenoée ECAC u NHE

Okcnpeccust reHa kanbiueBoro kanaga ECAC ecac B TkaHu kabp KOJIOIMIEK HE
MEHSJIaCh 3HAYMMO HHU y CaMOK, HM y 0-CaMIIOB B MOJEIH OCTPOH M XPOHUYCCKOMN
NPeCcHOBOAHOM ananTtaiuu (Pucynok 27a).

Hu B KOHTPOJBHOM, HU B AKCIIEPUMEHTAJILHBIX TPyNIax pa3iudusi, CBSI3aHHbIE C

10JIOM, BbIsIBJICHBI He ObutH (PucyHoOK 27a).
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Pucynox 27 — M3MeHeHUE OTHOCUTEIBHOW HIKCIIPECCUU TeHa ecac B xkabpax (a) u
KHIIIEYHUKE (6) CaMOK M 0-CaMIIOB B MOJIENIM OCTPOM M XPOHUYECKOUW MPECHOBOIHOMN
agantanuu. Ctatuctuaeckas oopadorka: two-way ANOVA; * —p <0,05; ***—-p < 0,001

B TkaHW KuIIeYHWKa CaMOK B MOJIEIM IIPECHOBOJTHOW ajanTanuy HaOJI01aI0Ch
3HAYMMOC YBEIIMYCHHE dKCIpeccuu reHa ecac (Pucynok 276). V a-camIlioB 3HaYMMBIC
W3MCHEHHUS 3TOTO TapaMmeTpa He ObUTM OOHApyXeHbl. B yCIIOBHSX MOPCKOW BOJBI
HKCIIPECCUs reHa €Cac B KUIEYHUKE CAMOK Obljla 3HAYMMO HIKE 1O CPABHEHHIO C O-
camiuamu; nociie 24 u 72 4acoB NMPECHOBOAHOMN aJanTaly pa3jiMyusi, CBSI3aHHBIE C
noJjiom, He HaOogamch (Pucynok 276).

Okcmpeccust reHa Na'/H*-oomennnka NHE2 nhe2 B Tkanu abp Komromiek He
MEHSJIaCh 3HAYMMO HHU y CaMOK, HM y 0-CaMIIOB B MOJEIN OCTPOH M XPOHUYECKOMN
npecHoBogHOM  anmantanuu  (Pucynox 28a). Hu B KOHTpOJBHOW, HH B
AKCIIEPUMEHTATILHBIX TPYIIAX pa3Iuyus, CBS3aHHBIC C TOJOM, BBISBICHBI HE OBLIH
(Pucynox 28a).

Dkcmpeccust reHa NNe2 B TKaHW KHUIIEYHWKA CaMOK 3HAYMMO YBEJIHYMBAjIach B
MOJIEJIM MPECHOBOIHON ananTtauuu K 72 dacy (Pucynok 286). Y a-caMiioB 3kcripeccus
reHa Nhe2 B KHIICYHWKE HE MCHSUIACh B MOJICIHM IPECHOBOIHON amanTanuu. Hu B
KOHTPOJILHOM, HU B OJKCIEPUMEHTAIBHBIX TPYyMIaxX pas3linuus, CBS3aHHBIC C TOJIOM,

BbIsIBJICHBI He ObLH (PrcyHOK 280).
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PucyHok 28 — ll3MeHeHHE OTHOCHTEIIBHOHM dKcmpeccnu reHa nhe2 B xkabpax (a) u
KUIICYHUKE (6) CaMOK M 0-CaMI[OB B MOJEJIM OCTPOM U XPOHMUECKON MPECHOBOIHOM
agantanuu. Ctatuctuueckas oopadotka: two-way ANOVA; ** —p < 0,01

Okcmpeccus reda Na*/H*-oomennuka NHE3 nhe3 kak B Tkanu xalp, Tak u B
TKaHW KHIIICYHUKA M y CaMOK, U Y 0-CAMIIOB B MOJIEIH NPECHOBOIHOW aJamnTanuy He
ObL1a oOHapy)eHa 100 AETEeKTUPOBAJIach Ha pa3peliarolieii rpaHu METOo1a.

CBoJiHbIE JaHHBIE 00 OMHCATENbHBIX XapaKTEPUCTUKAX OTHOCHUTEILHBIX YPOBHEH
9KCIIPECCHH TeHOB ecac u Nhe2 B xxabpax M KUIICUYHHUKE CAMOK M (i-CAMIIOB KOJIIOIICK B
YCJIOBUSIX MOPCKOM BOJIbI, a TAKXeE Mocie 24- u 72-4acoBOM ajanTaluy K PeCcHON BOJE,

npeacTaBieHHbIe Ha Pucynkax 27-28, npencrasiensl B Tabmurie 9.

Taboauuma 9 — OnucarenbHas CTaTHCTUKA OTHOCHUTENIBHBIX YPOBHEH SKCIPECCHU T'€HOB
nkccla, nkcc2 u nCe B xabpax M KUIICYHUKE CAMOK M 0-CaMIIOB KOJIOIICK B YCIOBUSIX
MOPCKO# BOJIbI, a TaKXKe mociie 24- 1 72-4acoBoM aganTaiuu K nmpecHoi Bojae; N = 6 mys
KaXXJ01 U3 TPYIIII

r C Mexksap-
PYITE, | Teapy, I'en |Cpennee TAIAPTHOT KBapTWIb | Meanana | 3 KBapTWiIb | THJIbHBIN
o OTKJIOHEHHE
pazMax
K, @ | XKabpsr | ecac 1,12 0,1342 0,9893 1,116 1,252 0,2627
nhe2 | 1,474 0,8948 0,9154 1,17 1,978 1,0626
Kume- | ecac | 0,3031 0,0819 0,238 0,276 0,401 0,163
gyauk | nhe2 | 0,4913 0,1816 0,3311 0,5232 0,658 0,3269
K, a-d | XKab6per | ecac | 1,279 0,3315 1,014 1,301 1,534 0,52
nhe2 | 1,288 0,3373 0,9704 1,307 1,595 0,6246
Kume- | ecac | 0,7566 0,2888 0,4953 0,7839 1,004 0,5087
yHuk | nhe2 | 0,6664 0,0969 0,581 0,6438 0,7632 0,1822
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r C MexxkBap-
PYITIA, | reapy, I'en |Cpennee TAIIAPTHOT KBapTWIb | Meanana | 3 KBapTWiIb | THJIbHBIN
1 (0)) OTKJIOHEHHE pasmax
24,9 | Kabper | ecac | 1,002 0,5809 0,5219 0,9271 1,387 0,8651
nhe2 | 0,8505 0,3916 0,4589 0,7819 1,279 0,8201
Kume- | ecac | 0,6321 0,2775 0,4174 0,5806 0,8199 0,4025
yHuk | nhe2 | 0,9295 0,7869 0,2485 0,8395 1,459 1,2105
24, a-3' | XKabpwr | ecac | 1,419 0,6411 0,762 1,501 2,035 1,273
nhe2 | 1,163 0,421 0,7199 1,341 1,516 0,7961
Kume- | ecac | 0,8667 0,2485 0,5732 0,957 1,06 0,4868
yHuk | nhe2 | 0,8458 0,2546 0,5977 0,8171 1,092 0,4943
72,9 | XKabpsr | ecac | 1,923 1,175 1,084 1,619 2,535 1,451
nhe2 | 1,184 0,7594 0,6074 1,001 1,666 1,0586
Kume- | ecac | 1,013 0,2787 0,7336 1,019 1,204 0,4704
yauk | nhe2 | 1,595 0,9115 0,822 1,234 2,549 1,727
72, a-3' | Xabper | ecac | 0,958 0,4918 0,4244 1,003 1,451 1,0266
nhe2 | 0,7863 0,1604 0,6174 0,8155 0,908 0,2906
Kume- | ecac | 0,9343 0,2921 0,7154 0,9167 1,198 0,4826
ynuk | nhe2 | 0,9516 0,4194 0,6446 0,7625 1,478 0,8334

3.3.4. Koppenauuu mesxncoy Ikcnpeccueil 2eH08 NPOJIAKMUHOBbIX PeUenmopos

U UOHHBIX MPAHCHOPMEPOE

Jns rpynn camMoOK M 0-CaMIOB MPOBEAEH AHAIN3 KOPPEISALMU SKCIPECCUU

MCCIIEJOBAHHBIX TEHOB MOHHBIX TPAHCIIOPTEPOB U TEHOB MPOJAKTUHOBBIX PELIENTOPOB.

3HaYMMBbIE KOPPESALNUUA MEXKIY IKCIPECCUEN T€HOB MPOJIAKTUHOBBIX PELENTOPOB

YU TEHOB MOHHBIX TPAHCHOPTEPOB B kKabpax M KUIIEYHUKE CAMOK IPEACTaBJICHBI B

Tao6mure 10.

Ta6auna 10 — 3HaunMbIe KOPPETSAIUN IKCIIPECCUN TEHOB MPOJAKTUHOBBIX PEIIETITOPOB
¥ TEHOB HMOHHBIX TPAHCIOPTEPOB B kaOpax M KHUIIEUYHUKE CaMOK KOJIIOmeK. R u p
yKa3aHbl 110 KpuTeputo CriupMeHna

TkaHb I'en 1 I'en 2 r p
XKabpsl prira prirb 0,93 < 0,00001
Kabpbr prira atpla3 0,76 0,0002
XKabpsr prirb atpla3 0,86 < 0,00001
Kaoper prira nkccla 0,75 0,0004
XKabpsr prirb nkccla 0,87 < 0,0001
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TkaHb I'en 1 I'en 2 r p

XKabpsr prira nhe2 0,95 < 0,0001

Kabper prirb nhe2 0,96 <0,0001
Kumeunuk prira prirb 0,63 0,005
Kumreynnk prira atpla3 -0,715 0,0009
Kumeunuk prirb atpla3 -0,65 0,004
Kumeunuk prira atplal / atpla3 0,61 0,007
Kumreunnk prirb nkccla -0,72 0,0008

v 0-CaMIOB 3HaUYUMaA KOPPEAIHA BbIAABIICHA TOJIBKO MCKIAY :—)Kcnpeccneﬁ T'CHOB

prirb u atpla3 B Tkanu sxabdp (r = 0,68; p = 0,0003; kpurepuii CiupmeHa).

3.4. CpaBHeHHE IKCIIPECCHH I¢HOB NPOJAKTHHA U HOHHBIX TPAHCIIOPTEPOB
B TKAaHU 5Ka0p U KHIIEYHHKA - H ()-CAMIIOB B MO/AE/IH TMIIEPIPOJIAKTHHEMHH

B YCJIOBUAX MOpCKOﬁ BOABI

Conepxanvie noHoB Na“ B mia3ze KpOBH 0-CaMIIOB 3HAYUMO HE Pa3invyalioch
MEXKY KOHTPOJIbHOM TPYIION U TPYIIIONW TUIEPIPOJIAKTUHEMHUM B YCIOBUAX MOPCKOH
BOJBL. Y ®-CaMLIOB TaKXe HE ObIJI0O 0OHAPYKEHO pa3auuuil 0 JaHHOMY MapaMeTpy MpH
CpPaBHEHHMU KOHTPOJIBHOM W JKcrmepuMeHTanbHOU Tpymm (Pucynok 29a). B ycmoBusix
MOPCKO¥ BOJIbI KOHIICHTpaIus cojepkanue Na* B rra3mMe KpoBH 0- U ©-CaMIIOB 3HAYMMO
He pasnuyanock. Ha hoHe BHYTpHOPIOIIMHHOTO BBEACHHUS OBeUbero npoiaktuna (0Prl)
MEXIy TpylnaMu 0- U (M-CAMIIOB 3HAYMMBIX Pa3IMUMi Takke He ObUIO OOHApYKEHO
(Pucynox 29a).

Conepxanne noHoB K' B 1mma3e kpoBu a-camiioB Ha ¢oHe BBeneHus OPrl Obuio
3HAYMMO BHIIIE TI0O CPABHEHHWIO C KOHTPOJILHOM Tpymnmoil. Y ®-caMiloB HE OBLIO
OOHapy’>K€HO pa3uyuil MO0 JaHHOMY MapaMeTpy IpU CPAaBHEHHH KOHTPOJBHOU U
sKcriepuMenTanbHoi rpynn (Pucynok 296). B ycioBusix MOPCKOM BOJbI KOHIIEHTpAIIUS

conepxkanne K* B muiazme KpoBH 0- M (-CaMIlOB 3HAUMMO HE pasziuyanock. Ha ¢one
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BHYTPHOPIOIIMHHOTO BBEIEHUS OBeUbero npojaktuna (0Prl) mexny rpynmamu o- u o-

CaMIIOB 3HAUYMMBIX Pa3IM4Yuil TakKe He ObUTO 0OHapyxkeHo (Pucynok 296).
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PucyHok 29 — N3menenve konteHTparyn noHoB Na* (a) u K* (6) B mia3me KpoBH 0-CaMIIOB

(cuHUMl KOHTYp) W ®-CaMmIlOB (rojy0oii KOHTYp) B MOJENIM THUIEPIPOJAKTHHEMUU B

yCIOBHSX MOpCKo Bojbl. CtatrcTdeckas oopadorka: two-way ANOVA,; ** —p < 0,01
CBojiHBIC JaHHBIC 00 OMUCATEIBHBIX XaPAKTEPUCTHKAX KOHIICHTpaIuii HOHOB Na*

u K* B 11a3mMe KpoBH 0- ¥ ®-CaMIIOB KOJIFOIIIEK B YCIOBHSIX MOPCKOM BOJIbI O€3 1 Ha (hoHe

BBejieHus oPrl, npencraBnennsie Ha Pucynke 29, npeacraiensl B Tabmuie 11.

Tadoauna 11 — OnucaTenpHas CTaTUCTHKA KOHIICHTpanui noHoB Na* u K* B murazme
KpPOBHU 0- U ®-CaMIIOB KOJIIOILIEK B YCIOBUSIX MOPCKOM BOJABI 0€3 U Ha (pOHE BBEACHUS
OPrl; N = 6 mist KaxJ10¥ U3 rpyIn

r I C MexkBap
Py, okasateli Cpennee TAIIAPTHOE | KBapTWiIb | MennaHna | 3 KBapTWib | -TUJIBHBINA
(o) (en.m3m.) OTKJIOHEHHE pasmax
K, 0-3 |[Na*] (mr/m) | 4150 536 3749 3974 4629 880
[K*] (mr/n) 25 14 16 26 38 22
K, -8 |[Na'] (mr/m)| 4123 482 3765 4233 4538 773
[K*] (mr/n) 36 47 15 18 49 34
oPrl, a-3 |[Na*] (mr/m) | 4434 1618 2855 4893 5784 2929
[K*] (mr/n) 201 173 35 178 378 343
oPrl, o-& |[Na*] (mr/m) | 4557 515 4122 4544 5072 950
[K*T (mr/n) 119 77 73 99 165 92
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3.4.1. H3menenue sxcnpeccuu 2eH06 NPOJIAKMUHOBHIX PEUENMOPOE

DKcIpeccus TeHa MPOJaKTHHOBOTO perenTopa a prira B Tkanu »xa0p o-caMIloB Ha
¢one BBemeHust OPrl B ycrmoBHsIX MOPCKOW BOJIBI HaOJIOAanach Ha 3HAYUMO Ooliee
BBICOKOM YPOBHE OTHOCHUTEIIBHO KOHTPOJIBHOU IpyNIibl (B YCIOBUAX MOPCKOW BOJABI Ha
dbone BBeneHus ¢uznonornyeckoro pactopa) (Pucynok 30a). ¥V o-camiioB naHHBIN
IapaMeTp HE PasIndalICs 3HAYUMO MEXKAY KOHTPOJIBHOW U ONBITHOU rpynnaMu. Hu miis
KOHTPOJIbHOM, HU IS ONBITHOM TPYMIbl PA3IUUUNA, CBA3AHHBIX C HEPAPXUUYECKUM
IOJIO’KEHUEM caMmIla, BbIsBIeHO He Obuto (PucyHok 30a).

DKcnpeccus: TeHa MPOJIAKTHHOBOTO perenTopa a pPrira B TkaHM KUIIEYHUKA O-
caMIioB Ha (oHe BBereHUs1 OPrl B ycrmoBusx MOpCKO#M BO/bI HaOMIOJANIaCh HA 3HAYUMO
0osiee BHICOKOM YPOBHE OTHOCHUTEIBHO KOHTPOJBHON TPYMIbI (B YCIOBHIX MOPCKOU
BOJIbI Ha (poHE BBeneHMs ¢uzuosorudeckoro pacrtsopa) (Pucynok 300). ¥ w-camiion
JAaHHBIN TTapaMeTp He pa3Iudalcs 3HAYMMO MEX]Ty KOHTPOJIHHON M OMBITHOM TPYIIIaMHU.
Hu 111 KOHTPOJIBHOM, HY JIJIS1 ONIBITHOM IPYIIIBI PA3JIUYHH, CBSI3aHHBIX C HEPAPXUUECKUM

MOJIOXKCHUEM CaMIla, BbIABICHO He Obu10 (PucyHok 300).
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Pucynok 30 — l3MeHeHHE OTHOCUTEIBLHOM dKCIIpeccuu TeHa prira B Tkanu xadp (a) u
KHILIEYHUKA (6) o-caMIOB (CMHUI KOHTYp) U ®-camIloB (roiyOoi KOHTYp) B MOJEIHU
TUIEPIPOIAKTUHEMUU B YCIOBHUSIX MOPCKOM Bojbl. Crarrcthueckas oOpadoTka: two-
way ANOVA; * - p <0,05



88

DKcrpeccus reHa MPOIAKTHHOBOTO perentopa 6 Prirb B Tkanu xabp o-camiioB Ha
¢one BBemeHus: OPrl B ycrmoBHsIX MOPCKOW BOJIBI HaOJIOAanach Ha 3HAYUMO Ooliee
BBICOKOM YPOBHE OTHOCHUTEIIBHO KOHTPOJIBHOU I'pyNIibl (B YCIOBUAX MOPCKOW BOJABI Ha
¢done BBeneHus (hr3roorndeckoro pacreopa) (Pucynok 31a).

VY ®-camMuoB AaHHBIN NapameTp HE pa3IMyalics 3HAYUMO MEXIY KOHTPOJBHOU U
ONBITHOW Tpynmnamu. Hu U1 KOHTPOJBHOW, HU IS ONBITHOW TPYIIBI Pa3Iuydi,
CBSI3aHHBIX C UEPAPXUUECKUM TTOJI0KEHUEM CaMIla, BBISIBICHO He ObuTo (PucyHok 31a).

DKcIpeccusi reHa MPOJIAKTHHOBOIO perentopa 06 Prirb B TkaHu KUIIEYHHKA O-
caMIlOB Ha (oHe BBeneHUs OPrl B ycioBusx Mopckoil Bojbl HaOIOAAIACh HA 3HAYMMO
00J1€€ HU3KOM YPOBHE OTHOCUTEIBHO KOHTPOJBHOM IPYIIIHI (B YCIOBHIX MOPCKOM BOJIBI
Ha (oHe BBeneHUs pusronornyeckoro pacteopa) (Pucynox 316).

Y ®-caMIIOB JaHHBIMA MMApAMETP HE PA3IMYAIICS 3HAYUMO MEXAY KOHTPOJIBHOU U
ONBITHOM TpynnamMu. Hu 17 KOHTPOJIBHOM, HU Ui OIBITHOM TPYMIbl pPa3jInuuid,

CBSI3aHHBIX C UEPAPXUUCCKUM ITOJI0KEHUEM caMIia, BhIsIBICHO He Obuto (Pucynok 316).
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Pucynok 31 — M3MeHeHne OTHOCUTENIBHOM dKCIpeccuu TeHa Prirb B Tkanu xadp (a) u
KHILIEYHUKA (6) o-caMIOB (CMHUI KOHTYp) U ®-camIloB (roiyOoi KOHTYp) B MOJEIHU

TUTIEPIIPOIAKTUHEMUN B YCIOBUSAX MOPCKOW Boabl. CtaTuctudeckas oOpaborka: two-
way ANOVA; *—p <0,05; **-p<0,01

CBoaHble TaHHBIE 00 OMUCATENBHBIX XapaKTEPUCTHUKAX OTHOCUTENIbHBIX YPOBHEH

9KCITPECCHUHN I'CHOB prlra 141 pI'lI'b B TKaHH >Ka6p N KMIICYHHUKA O- 1 0-CaMIIOB KOJJIOIICK B
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YCIOBUSIX MOPCKO# Bozibl O6€3 u Ha (oHe BBeneHus oPrl, mpeacraBnennsie Ha Pucynkax

30-31, npencraBnens B Tabmure 12.

Ta6auna 12 — OnucarenbHasi CTATUCTUKA OTHOCUTENBHBIX YPOBHEH IKCIIPECCUU T€HOB
prira u prirb B Tkanu »xabp ¥ KUIIEYHHUKA 0- K ®-CAMIIOB KOJIIOIICK B YCIIOBUSIX MOPCKOM
BO/IbI Oe3 1 Ha (oHe BBeneHus oPrl; N = 6 i kax o u3 rpynn

I'pynma CrannaptHoe Mesisap-
’| Tkanb I'en |Cpennee 1 xBapTiiib | Menuana | 3 KBapTHIb | THJIBHBIA

oJ OTKJIOHEHHE
pa3max
K Xabper | prira | 1,018 0,3743 0,7264 0,853 1,45 0,7236
o-& prirb | 0,7686 0,4547 0,5116 0,8118 1,03 0,5184
Kumre- | prira | 0,489 0,1813 0,3727 0,4041 0,6406 0,2679
yauk | prirb | 0,8828 0,3084 0,6891 0,7765 1,07 0,3809
K XKaopser | prira | 1,357 0,4317 1,077 1,336 1,619 0,542
-3 prirb | 1,757 0,843 1,08 1,63 2,199 1,119
Kumre- | prira | 0,5335 0,0796 0,4833 0,5491 0,593 0,1097
yHuk | prirb | 0,5146 0,1377 0,345 0,5574 0,63 0,285
oPrl | Kabpser | prira | 2,165 1,377 1,177 1,802 3,02 1,843
- prirb | 1,367 0,5645 0,8717 1,507 1,75 0,8783
Kumre- | prira | 0,7819 0,2535 0,5765 0,7415 1,022 0,4455
yuuk | prirb | 0,6022 0,2188 0,438 0,5655 0,7935 0,3555
oPrl | XKabpsr | prira 1,5 0,7147 0,9694 1,249 2,277 1,3076
- prirb | 1,373 0,4782 0,964 1,353 1,588 0,624
Kumre- | prira | 0,5557 0,1934 0,3685 0,5768 0,6817 0,3132
yauk | prirb | 0,4657 0,1676 0,313 0,4657 0,6388 0,3258

3.4.2. H3menenue sxcnpeccuu zenog a-cyoveounuuyvt Na' /K -ATDazwr

DOkcnpeccust TeHa ol-cyorenuaunbl Na'/K*-ATdas3er atplal B Tkanu xalp o-
CaMIIOB 3HAaYMMO HE Pa3IM4yaIach MEXAY KOHTPOJIBHOW TPYNIIOW U TPYIIION
TUIEPIPOIAKTUHEMUU B YCIOBUSIX MOpPCKOW BoAbl. B TkaHu xabp ®-camIlOB 3TOT
napaMeTp TakKe He MEHSIICS TIpy BBeieHuH OPr| 1o cpaBHEHHIO ¢ KOHTPOJIBHOM IPYIIIOW
(Pucynok 32a). Hu 11t KOHTPOJIBHOM, HU JUTS ONIBITHOW TPYIIINBI Pa3J MY, CBI3aHHBIX
C UePAPXUUYCCKHUM IOJIOKEHUEM CaMIla, BBISABICHO He ObLI0 (PucyHOK 324).

Dkcmpeccus reHa atplal B TkaHu KHIIIEYHUKA oi-caMIOB Ha (oHe BBeaeHwust OPrl B
YCIIOBUSIX MOPCKOW BOJABI HaOJIOJanach Ha 3HAYUMO 0OoJjiee BBICOKOM YPOBHE
OTHOCUTEIBHO KOHTPOJIbHOM Tpynibl (PucyHok 326). ¥ ®-caM1ioB JaHHBINA TapaMeTp HE
pa3Inyancs 3Ha4NMO MEXy KOHTPOJIBHOM U ONBITHOM TpynnaMu. Hu 11 KOHTPOJIBHOM,
HU JIJIS1 ONIBITHOM TPYNIIbI pa3Iuyui, CBSI3aHHBIX C HEPAPXUUYECKUM TOJIOKEHUEM caMlia,

BBISIBJIICHO He ObLT0 (PrcyHOK 326).
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Pucynok 32 — MI3meHeHue OTHOCUTENBHOM dKcnipeccuu reHa atplal B Tkanu xabp (a) u
KUIIEYHUKA (6) 0-caMIlOB (CMHUNA KOHTYp) M ®-CaMIOB (TOIy0OH KOHTYp) B MOJEIH
TUNEPIPOTAKTUHEMUN B YCIOBHUSAX MOPCKOM Boabl. CTaTuctuueckas oOpaboTka: two-

way ANOVA; *** —p < 0,001

Okcrpeccus reHa a3-cyosenuuaunpl Na'/K'-ATdaser atpla3 B Tkanu xabp o-
camIioB Ha (oHe BBeZcHHs OPrl B yCIIOBHSAX MOPCKOW BOJBI HA0JIIOIaach Ha 3HAYMMO
0oJiee BHICOKOM YPOBHE OTHOCHTEIBHO KOHTpOdbHOHN rpymmbl (Pucynok 33a). V o-
CaMIIOB JIaHHBIA MapaMeTp HE pa3Inyajicsi 3HAYMMO MEX]Yy KOHTPOJIBHOW M ONBITHOM
rpynnamMu. Hu 11t KOHTPOJIBHOM, HU JJIsI ONBITHOM TPYIIIBI PA3JIMYUM, CBSI3aHHBIX C
UEepapXUICCKUM TIOJI0KECHUEM CaMIla, BBISBICHO He ObuTo (PucyHok 33a).

Dkcnpeccus reHa atpla3 B TKaHU KUIIEYHUKA 0.-CAMIIOB 3HAYUMO HE Pa3Inyanach
MEXKY KOHTPOJIbHOM TPYIION U TPYIIIONW TUIEPIPOJIAKTUHEMHUM B YCIOBUAX MOPCKOM
BOJIbl. B TKaHU KUIIEYHUKA M-CAMIIOB ATOT MapaMeTp TakKe HE MEHSUICS TIPU BBEJACHUU
OPrl o cpaBHEeHHIO ¢ KOHTpOJIbHOM rpymmoi (Pucynok 336). Hu aist KOHTPOIBHOM, HU
JUIS OIIBITHOW TPYNIbl Pa3iNyMii, CBA3aHHBIX C MEPAPXUUYECKUM IOJOKEHUEM CaMIia,
BBIsIBJICHO He ObL10 (PrcyHok 336).

CBoJiHBIE TaHHBIE 00 OMHCATENBHBIX XapaKTEPUCTUKAX OTHOCHUTEILHBIX YPOBHEH
skcnpeccuu reHoB atplal u atpla3 B TkaHM xadp M KUIIIEUHUKA 0L- U (-CAMIIOB KOJIFOIIIEK
B YCJIOBUSIX MOPCKOM BOJIbI Oe3 1 Ha ¢oHe BBeneHus oPrl, npeacraBnennsie Ha Pucynkax

32-33, npencrapnensl B Tabmure 13.
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Pucynok 33 — MI3meHeHue OTHOCUTENBHOM dKcnipeccuu reHa atpla3 B Tkanu xabp (a) u
KUIIIEYHUKA (6) 0-caMIIOB (CHHHI KOHTYp) U (®-CaMIlOB (roiiyOoi KOHTYp) B MOJIEIH
TUIEPIPOIAKTUHEMUU B YCIOBHUSX MOPCKOHM Bojbl. Cratuctuueckas oopadoTka: two-
way ANOVA; * —p < 0,05

Tabauna 13 — OnucarenbHas CTaTUCTUKA OTHOCUTEIBHBIX YPOBHEH AKCIPECCUU I'eHOB
atplal u atpla3 B TkaHM XaOp W KUIIEYHUKA O- U (®-CAMIIOB KOJIOIICK B YCIOBHUSIX
MOpPCKOM BOJIbI 6€3 1 Ha (hoHe BBeneHus oPrl; N = 6 st kaxaou U3 rpynn

I'pynma CrangaptHoe Mesiceap-
PYITE | Teapy, I'en |Cpennee A1ap 1 xBapTune | Menuana | 3 KBapTWIb | TWIBHBIN
noJ1 OTKJIOHEHHE pasmax
K XKabpsr |atplal | 1,369 0,821 0,7811 0,9727 2,179 1,3979
o-& atpla3| 0,6133 0,4433 0,086 0,7971 0,9532 0,8672

Kume- |atplal| 0,6485 0,2023 0,4844 0,587 0,8886 0,4042

yauk |atpla3| 0,7588 0,2872 0,5475 0,7073 1,018 0,4705

K XKabpsr |atplal| 1,482 0,5011 1,031 1,443 2,018 0,987
-3 atpla3| 1,391 0,4922 0,8609 1,466 1,816 0,9551
Kume- |atplal| 1,526 0,4169 1,156 1,519 1,904 0,748

yHuK | atpla3| 0,945 0,3293 0,7614 0,948 1,134 0,3726

oPrl | XKabpsr |atplal| 1,285 0,3567 0,9196 1,297 1,599 0,6794
o-& atpla3| 1,021 0,4585 0,7228 1,147 1,353 0,6302
Kume- |atplal| 0,802 0,1937 0,6969 0,7926 0,9798 0,2829

yHuk | atpla3 | 0,7655 0,3952 0,4924 0,5867 1,089 0,5966

oPrl | JKabpw! |atplal| 1,71 0,5436 1,238 1,605 2,25 1,012
- atpla3d| 1,273 0,468 0,935 1,203 1,501 0,566
Kume- |atplal| 1,16 0,4704 0,7701 1,071 1,656 0,8859

yauk | atpla3 | 0,6295 0,1578 0,5067 0,5939 0,7772 0,2705




92

3.4.3. U3menenue sxcnpeccuu 2enoe mpancnopmépoe NKCC u NCC

Okcnpeccus reHa NKccla B TkaHu kaOp 0-CaMIIOB 3HAYMMO HE Pa3UYaIach
MEK1y KOHTPOJIBHOW I'PYIIION Y TPYIIION TUIEPIPOJAKTUHEMHAN B YCIOBUAX MOPCKOU
BOJIbI. B TkaHU ka0p m-caMIIOB 3TOT apaMeTp TaKKe He MEHsUICS pH BBeaeHuH OPr| o
CpPaBHEHMIO ¢ KOHTpoJbHOU rpymnmoi (Pucynok 34a). Hu nisa KOHTPOJIBHOWM, HU IS
ONBITHOM TPYMIBI Pa3IUYMid, CBA3AHHBIX C HEPAPXUUYECKUM TIOJOKEHUEM CaMIIa,
BBIsIBJICHO He ObLI10 (PrcyHok 34a).

Okcrpeccus reHa NKCCla B TKaHU KHUINIEYHUKA 0-CaMIIOB 3HAUMMO HE pa3iinvajiach
MEX/1y KOHTPOJBHOW T'PYMIION U TPyNION THIEpNpPOJIaKTUHEMUN B YCIOBUAX MOPCKOM
BO/Ibl. B TKaHU KMILIEYHHKA (®-CAMIIOB 3TOT MapaMeTp TaKKe HE MEHSUICS IIPU BBEACHUU
OPrl mo cpaBHeHHIO ¢ KOHTpOJIbHOM rpynmoi (Pucynok 346). Hu st KOHTPOIBHOH, HU
JUISL OIIBITHOM TPyNIBl Pa3iUyuil, CBSI3aHHBIX C HEPAPXUUECKUM IOJIOXKEHHEM camlia,

BBISIBJICHO He ObLT0 (PrcyHOK 346).
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Pucynok 34 — M3MeHeHHe OTHOCHTENBHOM 3Kcnpeccuu reHa NKCcla B TkaHW adp (a) u
KUIIEYHUKA (6) 0-caMIOB (CMHHUM KOHTYp) M ®-cCaMmioB (Tody0OM KOHTYp) B MOJENU
TUTIEPIIPOJIAKTUHEMHUH B YCIIOBUSX MOpCKOW Bojbl. Ctatuctuyeckass oOpadoTka: two-way
ANOVA

Dkcnpeccus reHa NKCC2 B TKaHH Kadp 0-CaMI[OB 3HAYUMO HE pa3indaiach MKy
KOHTPOJIbHOM TPYIIION U TPYIIION TUIIEPIPOJAKTUHEMUAM B YCIOBUSAX MOPCKOW BOJIbL. B

TKaHU JKadp O-CaMIOB JTOT IMapaMeTp Takke He MeHsuics npu BBenenuu OPrl mo

CpPaBHEHHIO ¢ KOHTpoJbHOU rpymnmoi (Pucynok 35a). Hu nisa KOHTpOJBbHOW, HU IS
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ONBITHOM TPYIIbl PAa3INYMiA, CBSI3AHHBIX C HMEPAPXMUYCCKUM ITOJOKECHHEM CaMmIia,
BBISIBJICHO He ObLT0 (PrcyHOK 354).

Dkcnpeccus reHa NKCC2 B TKaHU KHMILIEYHHMKA O-CaMIIOB Ha (poHe BBeneHus OPrl B
YCIOBHSAX MOPCKOM BOJBI HAOMIO[alach Ha 3HAYUMO 00Jice BBICOKOM YPOBHE
OTHOCHTEJIBLHO KOHTPOJIbHOM rpyiisl (Pucynok 356). Y m-caMIiioB JaHHBIN TapamMeTp He
pasIMyacs 3HaYMMO MEX Ty KOHTPOJIBHOM U OMBITHOM IpymmnaMu. Hu [j1s1 KOHTPOIBHOM,
HU JIUISI OIIBITHOM TPYIIIBI PA3INYMiA, CBA3aHHBIX C HEPAPXUUCCKUM ITOJIOKEHHUEM CaMIia,

BbIsIBJICHO He ObLI10 (PucyHOK 356).
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Pucynok 35 — V3MeHeHHe OTHOCUTEIBHOM dKCTpeccun reHa NKCC2 B TkaHu xalp (a) u
KUIIIEYHUKA (6) 0-caMIlOB (CHHHI KOHTYP) U (®-CaMIloB (roiiy0oi KOHTYp) B MOJIEIH
TUIEPIPOIAKTUHEMUU B YCIOBUSX MOPCKOM Bojnbl. CtaTucTHueckass oOpaboTka: two-

way ANOVA; * —p < 0,05

DKkcrnpeccusi TeHa NCC B TKaHW Xa0p M KUILIEYHHUKA O- U (O-CAaMIIOB B MOJIENHU
TUIIEPIPOIAKTUHEMHUH B YCIOBUSIX MOPCKOW BOJIbI IETEKTUPOBAIACh HA pa3peliaroniei
rpaHulie MeToa MO0 HE JEeTEKTUPOBAIACh.

CBojHbIe JaHHBIE 00 OMHUCATENBHBIX XapPaKTEPUCTUKAX OTHOCUTEIBLHBIX YPOBHEH
skcrpeccuu reHoB Nkccla u NKCC2 B TKaHM 5ka0p M KUIICYHHUKA 0i- U ®-CAMIIOB KOJTIOIIEK
B YCJIOBUSIX MOPCKOM BOJIbI 0€3 1 Ha ¢oHe BBeneHus oPrl, npeacraBnennsie Ha Pucynkax

34-35, npencrapnensl B Tabmure 14.
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Ta6auua 14 — OnucarenbHasi CTATUCTUKA OTHOCUTENBHBIX YPOBHEW 3KCITPECCUU T'E€HOB
nkccla u nkcC2 B TKaHM KaOp M KUIICYHHKA O- M (O-CAMIIOB KOJIOIIEK B YCIOBHSX
MOPCKOH BOJIbI 6€3 1 Ha (poHe BBeneHus oPrl; N = 6 s kaxoi U3 rpymnn

r C MexxkBap-
PYII&, | Ty, I'en |Cpennee TAIIAPTHOE | KBapTWIb | Meauana | 3 KBapTWiIb | THJIbHBIN
oI OTKJIOHEHHE

pazmax

K XKabpwr |nkccla| 1,498 0,4969 1,213 1,488 1,781 0,568
o-& nkcc2 | 0,3817 0,6267 0 0,1191 0,7354 0,7354
Kumre- |nkccla| 0,8645 0,6243 0,5079 0,6172 1,203 0,6951

yHuk | nkcee2 | 0,5328 0,0497 0,4808 0,5379 0,5798 0,099

K XKab6per |nkccla| 1,852 1,097 0,994 1,437 3,18 2,186
o-d nkec2 | 2,36 2,854 0 1,764 4,215 4,215
Kumre- |nkccla| 0,7246 0,331 0,4101 0,7225 0,9283 0,5182

yHUK | nkee2 | 1,958 0,7153 1,297 1,784 2,701 1,404

oPrl | JKab6per |nkccla| 1,773 0,8251 1,126 1,797 2,332 1,206
- nkcc2 | 1,871 1,424 0,7312 1,669 3,156 2,4248
Kumre- |nkccla| 0,7897 0,272 0,5339 0,7432 1,028 0,4941

yHuK | nkce2 | 0,6769 0,2546 0,4197 0,6723 0,9317 0,512

oPrl | JKab6psr |nkccla| 1,307 0,0816 1,234 1,295 1,384 0,15
- nkcc2 | 1,832 1,363 0,7873 1,607 3,14 2,3527
Kumre- |nkccla| 0,7855 0,2128 0,6017 0,7139 1,01 0,4083

yHuK | nkee2 | 1,279 0,6853 0,5771 1,326 1,804 1,2269

3.4.4. H3menenue sxcnpeccuu zenoe ECAC u NHE

DKcrnpeccHs TeHa ecac B TKaHH ka0p 0-CaMIIOB 3HAYMMO HE pa3inyajach MEXIy
KOHTPOJIBHOM TPYIIION U IPYIIION TUIIEPIIPOJIAKTUHEMHH B YCIOBUSAX MOPCKOM BOJbI. B
TKaHU Ka0dp M-camIloB ATOT mapametp Ha (oHe BBemenus OPrl nabmomancs Ha Gonee
HU3KOM YpPOBHE IO CPaBHEHHIO C KOHTpojbHOW Tpymnmnout (Pucynox 36a). Hu mns
KOHTPOJIbHOM, HU Ui ONBITHOM TPYNNbl PAa3IUYMid, CBA3AHHBIX C HEPAPXUUYECKUM
MOJIOXKCHUEM CaMIla, BIABICHO He ObuT0 (PrcyHOK 364).

DKcnpeccHs reHa ecac B TKaHW KUIIEYHHKA (i-CaMI[OB 3HAYMMO HE pa3iiMyasiach
MEXKY KOHTPOJIBHOM TPYIIION U IPYIIION TUIIEPHPOJIAKTUHEMUHN B YCIOBUSIX MOPCKOU
BOJbI. B TKaHM KHUIIEYHHKA -CaMLIOB 3TOT MapaMeTp TAK)Ke HE MEHSUICS IIPU BBEICHUU
oPrl o cpaBHeHuI0 ¢ KOHTpOIBHOM Tpynnoi (Pucynok 360). Hu 1ist KOHTpOJIbHOM, HU
JUTSL OTNBITHOM TPYIIIBI Pa3Muvid, CBA3AHHBIX C UEPAPXUUYECKUM IMOJIOKEHUEM CaMIia,

BbIsIBIIEHO HE ObLT0 (PucyHOK 360).
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Pucynok 36 — lI3MeHeHre OTHOCUTENILHON SKCIIPECCHH reHa Cac B TKaHM kalp (a) u
KHIIIeYHUKA (6) 0-caMIlOB (CHHHI KOHTYp) U (®-CaMmIlOB (roiiyOoi KOHTYp) B MOJIEIH
TUIEPIPOIAKTUHEMUU B YCJIOBHUSX MOPCKOHM Bojbl. Craructrueckas oopadoTka: two-
way ANOVA; * - p < 0,05

Okcrpeccus TeHa Nhe2 B Tkanu xkalbp 0-caMIIOB 3HAYMMO HE pa3Inyanach MEXIy
KOHTPOJIBHOM T'PYIIIION U IPYNIION THUIIEPIIPOJAKTUHEMUHN B YCIOBUAX MOPCKOM BOJbI. B
TKaHU JKadp ®-CaMIIOB JTOT IMapaMmeTp Takke He MeHsuics npu BBenaeHun OPrl mo
CpaBHEHHIO ¢ KOHTPOJbHOM rpymmoi (PucyHok 37a).

Hu 1 KOHTPOJIBHOM, HM JUISL OINBITHOW TPYHIIBl pPa3jIdudi, CBS3aHHBIX C
UepapXUUYSCKUM TOJIOKEHHUEM caMmila, BBIIBICHO He Obuto (PucyHok 37a).

Dkcmnpeccus reHa Nhe2 B TKaHW KUIICYHHMKA 0-CAMIIOB 3HAYMMO HE pas3iinyajach
MEXKy KOHTPOJIBHOW T'PYIIIONW Y TPYIIION TUNEPIPOJAKTUHEMHAH B YCIOBUAX MOPCKOM
BOJIbl. B TKaHU KUIIEYHUKA ®-CAMIIOB 3TOT MapaMeTp TaKKE€ HE MEHSUJICS MPU BBEJICHUH
OPrl o cpaBHEeHHIO ¢ KOHTPOJIbHOM rpymmoi (PucyHok 376).

Hu 1 KOHTPOJIBHOM, HM JUISL OINBITHOW TPYyNIIBl pa3jIMudi, CBSA3AaHHBIX C
UepapXUUECKUM TOJI0KEHUEM CaMIla, BIABICHO He ObuTo (PrcyHOK 376).

Okcrnpeccust reHa NNe3 B TkaHU kaOp W KHIICYHUKA O- U (O-CAMIIOB B MOJICIH
TUIEPIPOIIAKTUHEMHUHN B YCIOBHUSX MOPCKOM BOJIbI IETEKTHPOBAIach Ha paszpenatronieit
TpaHMIIe METO/a JIMOO HE IETEKTUPOBAJIaCh.

CBoJiHbIE JaHHBIE 00 OMHCATENIbHBIX XapaKTEPUCTUKAX OTHOCHUTENIbHBIX YPOBHEN

OKCIPECCUH I'CHOB €CaC 1 nhe2 B TKaHu >1<a6p U KHIIICYHHUKA O- 1 ®O-CaMIIOB KOJJIOIICK B
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YCIOBUSIX MOPCKO# Bozibl O6€3 u Ha (oHe BBeneHus oPrl, mpeacraBnennsie Ha Pucynkax

36-37, nmpencraBniensl B Tabmure 15.
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Pucynok 37 —VI3MeHeHre OTHOCHTEIBHOM 3Kcrpeccud TeHa Nhe2 B TkaHW xadp (a) u
KUIIeYHUKA (6) 0-caMIlOB (CMHUM KOHTYp) W ®-camiloB (ToiyOOM KOHTYp) B MOJENU
TUTIEPIIPOJIAKTUHEMHUH B YCIIOBUSX MOpCKOW Bojbl. Ctatuctuyeckass oOpadoTka: two-way

ANOVA

Ta6auua 15 — OnucarenbHasi CTATUCTUKA OTHOCUTENBHBIX YPOBHEH 3KCIIPECCUU TE€HOB
ecac u nhe2 B TkaHM )a0p U KUIIICYHUKA 0- ¥ M-CAMIIOB KOJIIOIICK B YCIIOBUSIX MOPCKOM
BOJbI 0e3 1 Ha (oHe BBeneHus oPrl; N = 6 i kax10i U3 rpynn

r C Mexksap-
PYIIR, | Tyams, I'en |Cpennee TAIIAPTHOE | KBapTWIb | Menuana | 3 KBapTWiIb | TWIbHBIN
(0 OTKJIOHEHHE
pazmax
K XKabpsr | ecac | 1,279 0,3315 1,014 1,301 1,534 0,52
o-& nhe2 | 1,288 0,3373 0,9704 1,307 1,595 0,6246
Kumre- | ecac | 0,7566 0,2888 0,4953 0,7839 1,004 0,5087
yHuk | nhe2 | 0,6664 0,0968 0,581 0,6438 0,7632 0,1822
K XKabpsr | ecac | 1,077 0,4046 0,682 1,103 1,402 0,72

o-d nhe2 | 1,766 0,6033 1,241 1,609 2,382 1,141
Kume- | ecac | 0,5211 0,2675 0,3359 0,5638 0,7348 0,3989
yHUK | hhe2 | 1,365 0,8619 0,7016 1,207 1,904 1,2024
oPrl | JKab6psr | ecac | 2,933 1,731 1,639 2,687 4,163 2,524
a-d nhe2 | 1,935 0,563 1,325 1,96 2,421 1,096
Kume- | ecac | 0,5845 0,1155 0,5046 0,5419 0,6867 0,1821
yauk | nhe2 | 0,931 0,3165 0,5764 1,042 1,168 0,5916
oPrl | JKab6psr | ecac | 1,551 0,7441 0,8704 1,339 2,461 1,5906
- nhe2 | 1,885 0,9343 1,277 1,419 2,836 1,559
Kume- | ecac | 0,6079 0,3917 0,2883 0,4558 1,061 0,7727
yHUK | nhe2 | 1,343 1,077 0,6 0,9322 2,394 1,794
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3.4.5. Koppenayuu mercoy skcnpeccueii 2eH08 RPOIAKMUHOBHIX PEUEenmopos

U UOHHBIX MPAHCHOPMEPOS

3HaYUMBbIE KOppCiIOnu MCXKIAY BKCHpeCCI/Ieﬁ I'CHOB IIPOJAKTHHOBBIX PCUCIITOPOB

U I'CHOB MOHHBIX TpaHCHOPTépOB B )Ka6an M KUIICYHHUKC O- 1 O-CaMIOB IIPCACTABJICHBI

B Tabmurie 16.

Ta6auna 16 — 3HaunMble KOPPETSAIUU IKCIPECCUN T€HOB MPOJAKTUHOBBIX PELIETITOPOB
U T€HOB HMOHHBIX TPAHCHOPTEPOB B kaOpax W KHUIICYHHMKE CaMOK KoJjomek. R u p

yKa3aHbl 110 KpuTeputo CriupMeHna

I'pynna TkaHb I'en 1 I'en 2 r p
0-CaMIIBI Kaopsr prira prirb 0,978 <0,0001
0-CaMIIbI Kalper prira atpla3 0,676 0,022
Ol-CaMIbI Kaopsl prirb atpla3 0,694 0,018
Ol-CaMIIbI Kuireynuk prirb atplal -0,6 0,04
Ol-CaMIIbI Kurmeunux prira nkcc2 0,924 0,0004
O-CaMIbI Kummeunux prirb nkcc2 -0,706 0,0336
®-CaMITbI Kabpsr prira prirb 0,73 0,007
(©-CaMIIbI Kaopwr prirb ecac 0,7 0,011

3.5. U3MeHeHue IKCIIPecCH TeHOB ONICHHOB B CeTYATKE CAMOK U (-CAMIIOB

3.5.1. Mooenwv couemannoit ocmpoii u XpoHuuecKkoil npecHo800HOU adanmayuu,

a makice Mooeb cunepnpojiaKkmunemuu 6 yCcjiloeuix MOpCKOIZ 6000l

Okcmpeccust reHa oncuHa SWS1 Swsl B TKaHM ceTYaTKHM CaMOK B MOJEIH

MPECHOBOAHON aJanTallMM 3HAYMMO YBEIWYMBajdach Ha 24-ii 4yac MOPECHOBOJHOMU

ajanTalyyd, HO CHIDKAJIACh K 72-My 4acy JO COMOCTAaBUMOIO C KOHTPOJIbHOUM TpyMIion

ypoBHs (PucyHnok 38a). Y a-caMIloB B ceT4aTKe 3TOT MapaMeTp HE MEHSUICS B MOJCIIH

MIPECHOBOJHOM ananTauu. Paznuuus, CBSI3aHHbBIC C M10JIOM, ObUIM BBISBJICHBI B TPYIIIE,

aJanTUPOBAHHOW K MPECHOU BOJE B T€UeHHE 24 4acOB: B CETYATKE CAMOK AKCIPECCHSs

reHa SWsl Ha6J'IIOI[aJIaCB Ha 3HAYNMO 00Jjiee BLICOKOM YPOBHC 110 CPAaBHCHHUIO C CETYaTKOM

a-camiioB (PucyHnok 38a).
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VY caMoKk B ceTyaTKe dKcIpeccus reHa SWS1 He MeHsuiach rmociie BBeaeHus OPrl B
YCJIOBUSIX MOPCKOM BOJABL, y 0-CaMmI[OB 3TOT IapaMeTp 3HAYUMO MOBBIIAJICA IO

CPaBHEHHIO ¢ KOHTPOJIbHOM rpymmoit (PucyHok 386).
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Pucynok 38 —I3MeHeHre OTHOCUTENIBLHON DKCITPECCUU reHa SWS1 B ceTyaTke CaMOK U 0.
CaMIIOB B MOJIENTU COYETAHHOW OCTPOU M XPOHUYECKOM MPECHOBOIHOM afanTaiuu (a) u
MOJIEIM THUNEPIPOJAKTUHEMUN B YCJIOBUSX MOpCKor Boawl (6). Cratuctudeckas
obpabotka: two-way ANOVA; *** —p < 0,001; **** —p < 0,0001

Dkcmpeccus reHa oncuHa SWS2 SWS2 B TKaHM ceTYaTKHM KaK CaMOK, TaK M O-
CaMIIOB B MO/IE€JIM MPECHOBOIHOM alanTalluM 3HAUMMO CHIDKaJIach HauuHas ¢ 24 u 10 72
yaca npecHoBoHOM aganTaiuu (Pucynok 39a). Pasnuuus, cBsizaHHbIE C MOJIOM, HU B
KOHTPOJIBHOH TPYIIE, HA B ONBITHBIX, BBIABIICHBI He ObLTH (PrcyHOK 394).

VY caMOK B ceTYaTKe SKCIPECcCus TeHa SWS2 3HaYMMO CHIDKAJIACh MOCIIe BBeAeHMs OPrl
[0 CPABHEHUIO C KOHTPOJBHOM TPyNION. Y «-CamIOB 3TOT IIOKA3aTelb HE 3aBUCEN OT
BeeneHus OPrl (Pucynok 396). Hu B rpymre, kotopoii BBoamiu OPrl, HU B KOHTPOJIEHOM
TPYIIIe pa3jinyms, CBSI3aHHBIC C ITOJIOM, BbIsIBJIeHBI He OblH (PucyHok 396).

Dkcnpeccus reHa orncuHa RH2 rh2 B Tkanu cetyaTku camMoOK, HO HE (i-CAMIIOB B
MOJIEIN IPECHOBOAHON afanTalyy 3HAYMMO YBEJIMYMIIACH HA 72-i 4ac NpecHOBOJAHOM
ajanTalyy MO CpPaBHEHHMIO C KOHTpoJibHOM rpynmnoil (PucynHox 40aq). Paznuuus,
CBSI3aHHBIE C TOJIOM, HU B KOHTPOJIbHOW T'PYIINE, HU B ONBITHBIX, BBISBICHbI HE ObLIN

(Pucynok 40q).
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Pucynok 39 — N3meHeHue OTHOCUTENIBHON SKCIPECCUU FeHa SWS2 B CETYATKE CAMOK U
0-CaMIIOB B MOJICJIM COYETAaHHON OCTPON M XPOHUYECKON MPECHOBOAHOM amanTanuu (a)
U MOJIEJId TUMEPHPOTIAKTUHEMUU B YCIOBUSIX MOpPCKOM Boabl (0). Cratuctuueckas

obOpabotka: two-way ANOVA; ** —p <0,01; *** —p < 0,001; **** —p < 0,0001.

Hu y caMoK, HU y 0-CaMIIOB B CETUATKE dKCIpeccHs reHa rh2 B ceruaTke 3HaYMMO
HE MCHsUIach mmociie BBeaeHus OPrl mo cpaBHEeHMIO ¢ KOHTPOJIbHOM rpymmoi (PucyHOK
400). Hu B rpymme, koTopoi BBOAMIX OPrl, HM B KOHTPOJBHOW TpyIIe pasiudwus,

CBSI3aHHBIC C TTOJIOM, BbIsIBIICHBI He ObuTH (PucyHok 406).
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Pucynok 40 — VI3mMeHeHre OTHOCHTEIBHOM KcIIpeccuu reHa 2 B ceryarke caMok u o-
CaMIIOB B MO/JIEJIA COUYETAHHOW OCTPOM M XPOHUUYECKOI MPECHOBOHOM aianTaiuu (a) u
MOJENIA THUTNEPIPOTAKTUHEMUN B YCIOBUSAX MOPCKOW Bomabl (6). CraTUCTHYECKas

obpaboTtka: two-way ANOVA; * —p <0,05



100
Okcnpeccus rena orncuaa LWS Iws B TkaHU ceT4aTKe HM CaMOK, HU (i-CAMIIOB HE
MEHsUIaCh 3HAYMMO B MOJENH MpecHOBOAHOM anantanuu (Pucynok 4la). B ycnoBusix
MOPCKOU BOJABI ObUIH BBISIBJICHBI Pa3jMyMsi, CBA3aHHBIC C IMOJIOM: Y CAMOK B CETYaTKe
sKcrpeccus TeHa |ws HaOmromamack Ha Oojiee HM3KOM YpPOBHE IO CPAaBHCHHIO C 0-
camiiamu (Pucynok 41a).
Hu y caMOK, HH y 0.-CaMIIOB B CeTYaTKe 3KCIpeccus reHa Iws 3HadnMo He MeHsIIach

nocie BBeaeHus OPrl mo cpaBHeHUIO ¢ KOHTpONIBHOM Tpymmoi (Pucynoxk 416).

a O
oo kkk X <. SE
257 ! ' 25 ! !
2 : 2z :
E 204 ! E 204
= @ : = = '
o 2 15 ! e 2 159 !
g | o g |
S = 1.0- = E 1.0-
Z = L z = L
= - = -
£ 0.5 E 0.5
0.0 0.0

T 1 | — | | | |
K2472 K 2472 K oPrl K oPrl

Pucynok 41 — Mi3aMeHeHUe OTHOCUTEIBHOMN dKCIPECCHH TeHa WS B ceTyaTke caMoK | o
CaMIIOB B MOJIENTU COYETAHHOW OCTPON M XPOHUYECKOM MPECHOBOIHOM afganTaiuu (a) u
MOJICNIA THUTEPIPOTAKTUHEMUU B YCJIOBHUSX MOpPCKOM Boxbl (6). CraTucTHUecKas
obOpabotka: two-way ANOVA; *** —p < 0,001

CBojHbI€e JaHHBIE 00 OMHUCATENBHBIX XapPAKTEPUCTUKAX OTHOCUTEIBbHBIX YPOBHEH
9KCIPECCHH TeHOB SWS1, SWS2, rh2 u WS B TKaHU ceTYaTKHU CaMOK H 0l-CAMIIOB KOJIFOIIEK
B YCJIOBHUSIX MOPCKOW BOJIbI, ITOcie 24- 1 72-4acOBOM ajanTalMu K MPECHON BOAE M Ha

dbone BBenenus oPrl, npencraBnennsie Ha Pucynkax 38-41, npencrasiensl B Tabmnuiie

17.
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Ta6auua 17 — OnucarenbHasi CTATUCTUKA OTHOCUTENBHBIX YPOBHEW 3KCITPECCUU TE€HOB
swsl, sws2, rh2 u Iws B TKaHM ceTYaTKM CaMOK M O-CAMIIOB KOJIIOUICK B YCIIOBHSX
MOPCKOH BOJbI, Tociie 24- 1 72-4acOBOM afanTaluy K IPECHOM BO/Ie U HA (JOHE BBEACHHUS

oPrl
I'pymma, MesxkBap-
I;[};FJII, I'en Cpennee Cranzaprroe 1 kBaptwiie | Meauana | 3 KBapTHIIb TI/IJIBHBIE
OTKJIOHEHHE
N pa3zmax
K swsl 0,9143 0,4273 0,6317 0,8505 1,402 0,7703
Q SWs?2 4,033 2,252 2,237 3,341 6,572 4,335
N=12 rh2 0,6524 0,16 0,5605 0,6634 0,7967 0,2362
Iws 0,6065 0,1459 0,5038 0,5668 0,6623 0,1585
K swsl 1,563 0,4124 1,243 1,618 1,826 0,583
o-d sws2 2,668 1,104 2,008 2,302 2,976 0,968
N=12 rh2 0,9738 0,321 0,7357 0,8965 1,272 0,5363
Iws 1,198 0,5387 0,8009 1,003 1,553 0,7521
24 swsl 6,37 1,901 5,018 6,935 7,731 2,713
Q@ SWs?2 0,7617 0,1198 0,637 0,7903 0,8546 0,2176
N=6 rh2 1,034 0,2697 0,7647 1,087 1,279 0,5143
Iws 1,001 0,1636 0,8941 0,9511 1,148 0,2539
24 swsl 0,9007 0,5995 0,4616 0,7059 1,428 0,9664
o-& SWs?2 0,7711 0,2699 0,52 0,8029 1,023 0,503
N=6 rh2 1,281 0,3286 1,113 1,172 1,538 0,425
Iws 0,7543 0,3702 0,4102 0,7843 1,023 0,6128
72 swsl 1,085 0,4403 0,713 0,9066 1,547 0,834
Q sws2 0,8596 0,2471 0,7132 0,7699 1,051 0,3378
N=6 rh2 1,166 0,2664 0,9324 1,177 1,393 0,4606
Iws 1,028 0,1819 0,8965 0,9743 1,186 0,2895
72 swsl 1,542 0,9949 0,8738 1,371 1,796 0,9222
o-& Sws?2 0,8876 0,6563 0,4383 0,7205 0,964 0,5257
N=6 rh2 1,113 0,3469 0,8217 1,085 1,311 0,4893
Iws 1,004 0,2339 0,8064 0,9503 1,2 0,3936
oPrl swsl 1,069 0,3988 0,7517 0,9818 1,434 0,6823
Q@ Sws?2 0,9558 0,449 0,4931 1,083 1,355 0,8619
N=6 rh2 0,7231 0,283 0,4715 0,729 0,959 0,4875
Iws 1,02 0,4062 0,6869 1,024 1,32 0,6331
OPrl swsl 0,8816 0,3359 0,5678 0,8961 1,187 0,6192
a-& SWSs2 1,445 0,7037 1,009 1,265 1,591 0,582
N=6 rh2 0,7711 0,234 0,5826 0,7105 1,008 0,4254
Iws 0,9937 0,3669 0,6445 1,001 1,231 0,5865

3.6. U3MeHeHHe IKCIIPecCH U FeHOB MPOJIAKTHUHOBOM OCH B TKAHM MO3ra (.-CaMLI0OB

B (pase KOHKypeHIMHU U B (pa3e JeMOHCTPALNH POAUTEIBCKOIO MOBECHUSA

Okcrnpeccusi reHa nposiaktuHa Pril B TkaHm Mo3ra 3HaYMMO HE pasiiuyaiach

MCKAY IpymiamMu o-CaMIiOB U CaMIlOB B (1)336 ACMOHCTpAalUK POAUTCIILCKOI'O ITIOBEACHUA

(Pucynok 42a). Dxcnpeccusi TeHa MPOJIAKTHHOBOTO perentopa a prira B Tkanu mo3ra
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3HaYMMO HE pa3inyaliach MEXIy IpYIIaMu 0-CaMIIOB U CaMLIOB B ¢aze IeMOHCTpALlUU
ponutensckoro moBeneHus (PucyHok 426). Dkcmpeccwss TeHa MPOJAKTHHOBOTO
peuentopa 6 prirb B Tkanu mo3ra camioB B (a3e JIEMOHCTPAIUH POJUTEIIHCKOTO
MOBEICHHUs Ha0M01amach Ha 60s1ee BBICOKOM YPOBHE IO CPAaBHEHUIO C TPYMIION 0l-CaMIIOB

B (haze koukypeHuuu (Pucynok 426).
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PucyHnok 42 —3MeHeHHEe OTHOCUTEIIbHOM dKcnpeccuu reHos pril (a), prira (6), prirb
(B) B TKaHM MO3ra 0-caMIloB B ¢aze KoHKypeHiuu (rpymnmna «Hepect») u camiioB B aze

JEMOHCTPAIIMA POJTUTENBCKOTO moBeneHust (rpynmna «[He3mgo»). Cratuctmueckas
oOpabotka: kputepuit Manna — YutHu; ** —p < 0,01

CBoJiHbIE JaHHBIE 00 OMHCATENbHBIX XapaKTEPUCTUKAX OTHOCHUTEILHBIX YPOBHEH

skcnpeccun redoB Pril, prira, prirb B Tkanu Mo3ra o-camiioB B ¢aze KOHKYPECHIIUU U

CaMIIOB B (1)&36 ACMOHCTpAaIUU POAUTCILCKOI'O IIOBCACHUA, IIPCACTABJIICHHLIC Ha PI/ICYHKG

42, npencrapiensl B Tabmume 18.

Taoauna 18 — OnucarenbHas CTaTUCTHKA OTHOCHTEIBHBIX YPOBHEH 3KCIPECCHU TCHOB
pril, prira, prirb B Tkanm mo3sra a-camioB B (pase KOHKYpEHIIMM M CaMIIOB B (ase
JIEMOHCTpAIMK POAMTEIbCKOTO ToBeAcHMsT; N = 6 /1 Ka) 0¥ IpyIIbI

Tpynna, CranpaptHoe Mesiceap-

110171, I'en Cpennee 1 xBapTuie | Menuana | 3 KBapTWIb | TWIBHBIN
N OTKJIOHEHHE pasmax
Hepecr pril 0,1717 0,3108 0,0172 0,0367 0,3936 0,3763
o-& prira 1,416 1,799 0,2926 0,5405 2,930 2,6374
prirb 0,8758 0,6102 0,4597 0,6155 1,498 1,0383
I'ue3no pril 0,1224 0,1173 0,0573 0,0788 0,1725 0,1151
d prira 0,7683 0,3510 0,4157 0,7563 1,155 0,7393
prirb 2,006 0,6495 1,514 2,055 2,551 1,037
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4. OBCYXJIEHMUE PE3YJIbTATOB

4.1. U3meHeHue PU3MOTOTMYECKHUX MOKA3aTe el KOJTIOMIEK B MOIeJIsIX

HpeCHOBOI[HOﬁ ajanraguu 1 THNEPpnpoJaKTUHEMHUHA

B nannHoii rnaBe npeacTaBieHo 00CYXICHHUE PE3yNIbTaTOB, OMYOJIMKOBAHHBIX B 2
cratbsix IlaBinoBoii u coast. [[IaBnoBa, Hepermna, CmupnoBa, 2024a; CMmupHOBa,
AOpamuueBa, [1aBnoBa, 2024]. AHann3 u3MeHeHus: MOPGHOMETPUUECKUX MOKa3aTeNei, a
Takxke KoHieHTpanuu woHOoB Na* m K' B miasmMe KpoOBU KOJIIOIICK ITO3BOJISET
MPOBATUIUPOBATh SKCIIEPUMEHTAIBHBIE MOJCIU U OLEHUTHh (DHU3UOJIOTHYECKUI OTBET
CaMOK U 0-CaMI[OB Ha MEPEHOC B THIIOOCMOJISIPHYIO CpPEy U BBEJCHHUE MPOJIAKTUHA B
YCJIOBUSIX MOPCKOW BO/IBI.

I'enaTocomatuyeckuii uWHACKC (OTHOCUTENbHAs Macca I[I€UEHH) SIBIISIETCS
MapKEpPOM SCTPOTEHHON aKTUBHOCTH O0COOECH, U YBEIMUYUBACTCS B HEPECTOBBIN MEPUOJT Y
CaMOK. DTO CBSI3aHO C TEM, YTO B PENPOAYKTUBHBIN MEPHOJI 3CTPOT€HBl CTUMYIUPYIOT
CUHTE3 U CEKPEIINIO NEYEHbIO B KPOBh O€JIKa BUTEIIJIOTCHUHA, KOTOPBIN SBIISIETCS OJHUM
13 MaKOPHBIM KOMITOHEHTOM >keiiTka [Mahalingam, Santhanam, 2023; Meucci, Arukwe,
2006; Nunez-Rodr\’\iguez et al., 2020; Ryffel, 1978]. Tak, u3MeHeHrEe OTHOCHTEIHLHOMN
Macchl T€YEHU KOCBEHHO OTPAKAET AKTUBHOCTh T'OHAJOTPONMHOM oOcu camMok. B
HACTOsIIeW paboTe TMOKa3aHO, 4YTO MpPU MPECHOBOJHOM anantanud (B MOJETSAX
XPOHUYECKOH, a TaKKe COYETAaHHOU oCcTpoi U XpoHudeckoil [TA) remarocomaTrudeckuit
WHJIEKC CAaMOK 3HAYUMMO YBEJIMYMBAETCS, HAUMHAS C MEPBBIX CyTOK MOCJE MEPEHOCY B
npecHyto Boay (PucyHok 7a, 76). Takum oOpa3om, Npu NPECHOBOJAHOM aaanTaivuu y
CaMOK KOJIIOIIEK YBEIWYUBACTCS MPOAYKIIUS ACTPOTeH3aBUCUMOTO BUTEUIOTEHWHA, YTO
CBUJETEIHCTBYET B TOJB3Y OOJBIIEH TOTOBHOCTH K penpoaykiuu. [loBbimenue
renaTocoMaTUYeCKOro MHJAEKCa CaMOK TakXke HaOMoJanoch I0Cie BBEACHUS
AK30T€HHOr0 mpojakTuHa (PuUCyHOK 76), 4TO MOATBEPKAACT HAIMYHUE Y KOJIOUIKH
B3aMMOCBSI3M MPOJIAKTUHA U 3CTPOrE€HOB, U3BECTHYIO KaK Y MIICKONMUTAIOMINX, TaK U Y
pui0 [Li et al., 2024; Onuma et al., 2005].

HedpocomaTtnueckuit nHaeKC (OTHOCUTENbHAS MAcca MOYEK) y CaMIIOB OTpakaeT

AKTUBHOCTb aHAPOI'CHOB. Ilouku B Pa3MHOXKCHHHU CaMIIOB TpéXI/IFJIOI\/'I KOJIIOIIKHW UT'PAr0T
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KITFOUEBYIO POJIb, TAK KaK UMEHHO OHH MPOU3BOJAT aHJIPOTECH3aBUCUMBIN CIUITHUH —
O€JI0K, KOTOPBIM CaMITbl YKPEIUISIOT THE3IA IS UKPBI, CKJICUBast TPABUHKHU M TICCUUHKH.
[Iponykuust U cekpelusi CIUITHHA MPOUCXOAMUT B MOYKAX, 3TO aHJIPOTCH3aBUCUMBII
IIPOIIECC, CBHJICTSIILCTBYIONINI O TOTOBHOCTH CaMIIOB K pa3MHokeHHWIo [Jones et al.,
2001]. Bmecte ¢ TeM B MOIEIAX MPECHOBOJHOW ajamTalid W B MOJICIH
TUIEPIPOIAKTUHEMUN B YCIOBUSIX MOPCKOW BOJIBI U3MEHEHHUE ATOTO MOKa3aTess y o-
cam11oB He HaOmoganock (Pucynok 8a, 86, 86). 310 MOXeT OBITH CBS3aHO C TEM, UTO O~
caMIIbl B X0/I€ 9KCIIEPUMEHTA HE U3MEHUJIN CBOE MOJI0KEHUE B HEPAPXUHU.

24- u 72-yacoBas ajanraius Kak caMoK, Tak U a-camioB G. aculeatus k mpecHoi
BOJIC COIPOBOXIAJTUCh YMCHBIICHUEM KOHIICHTpAalMd HOHOB Na® B IuUTa3Me KpOBHU
OTHOCUTEJIBHO KOHTpOJIbHOU Tpymibl (Pucynok 11a). [Ipu s3toMm Mexay Toukamu B 24
yaca W 72 yaca NPECHOBOJHOM ajanTalMd pas3inyusi He ObUIM OOHApYy>KEHBI,
MPEANOJIOKUTEIFHO, BBUJY TOrO, YTO MEXaHM3MBbI JIOJTOBPEMEHHOM ajanTaliuu
OCMOPETYJISTOPHON (DYHKIIMM y CaAMOK KOJIIOIIEK aKTUBUPYIOTCS MEXKIY NEPBHIMH U
TPETHUMU CyTKaMU MPeObIBAHMS B IPECHON BOJE.

W3meneHne koHIeHTpauu noHoB K* B ma3mMe KpOBH B MOJEIH IPECHOBOIHOM
aJianTaluy He ObLI0O OTMEYCHO HHM Y CaMOK, HU y o-caMIiioB koomek (Pucynok 12a),
OJIHAKO Y 0-CAMIIOB 3TOT MapaMeTp yBEIUYMBAJICS MO CPABHEHUIO C KOHTPOJIEM TOCTE
BBeieHus OPrl (Pucynok 126).

Takum oOpa3om, BBHJlY HM3MEHEHUS MOP(POMETPUUYECKUX IOKa3aTelseu,
aCCOIMMPOBAHHBIX C PENPOAyKIHeH u KoHIeHTpanuid nonoB Na* u K* B riasme kpoBu
ocoOeil Mmpu TPECHOBOJHOW  ajanTalud, ObUIM MPOBAIMIAUPOBAHBI  MOJEITU

MIPECHOBOJHOM aJanTalluy U TUIIEPIIPOIAKTUHEMUH B YCIOBUAX MOPCKOW BOJIBI.

4.2. U3MeHeHHUe IKCIIPECCHU TeHOB MPOJAKTHHOBOI OCH Y CAMOK M ¢i-CaMIIOB

KOJIIOIIEK NMPU MPEeCHOBOIHOM ajlanTanuu

B nannoii rnaBe npeacTaBiaeHO 00CYXKACHHE PE3YNbTATOB, OMMYOIMKOBAHHBIX B 2
cratbsix IlaBioBoit m coarrt. [[laBnoBa et al., 2022; ITaBmoBa, Hepetnra, CMupHOBa,

2020; [TaBnoBa, Hepetuna, CmupHoBa, 2024b].
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4.2.1. H3menenue 3xcnpeccuu 2ena nporakmuna Prll u zena nponaxmunnoooonozo

2opmona pPri2 ¢ modensax npecnosoonoii adanmayuu y camox u o-camyos

B Tkanu Mo3ra camok 3kcmpeccus reHa Pril mocroBepHO MOBBINIANACH TPU
ajanTallid K TPECHOM BOJE BO BCEX TPEX MNPOBEACHHBIX AKCIEPUMEHTaX. ITOT
MOKa3aTelb ObLI BHIIIE, YEM Y HEaJaITUPOBAHHBIX CAMOK, U Mocie 24 4yacoB, U noclie 72
4yacoB UX NpedbiBaHus B npecHoil Boje. [locne 72 yacoB aganTaiuu K MPecHOM BoJie OH
OBLT TaKke JOCTOBEPHO BhIIIE, YeM mociie 24 yacoB. TakuM 00pa3oM, B MO3Te CaMOK B
nepBbie 72 dYaca ajanTali K TMIIOOCMOTHYECKMM YCIIOBHAM dKcmpeccus reHa pril
pactér (PucyHok 13). TakuM 00pa3oM, pOCT 3KCIPECCHU T'€Ha MPOJIAKTHHA B MO3Tre
CaMOK TpH TMPECHOBOJAHOM aJanTallMM COIPOBOXKIAECTCS MOBBIIIEHHEM 3CTPOTCHHOMN
akTUBHOCTU opranusma (PucyHok 7a, 76) u, Kak cienctBue, 00Jbllield TOTOBHOCTBHIO K
Pa3MHOKEHUIO.

B Mozensax XpoHHYECKOW U COYETAaHHOM OCTPOM U XPOHUUYECKOW IMPECHOBOIHOU
ajanTanyy He OBUIO BBISBIICHO OOIIEH 3aKOHOMEPHOCTH M3MEHEHHUS DKCIPECCHH TeHa
prl2 B mo3re camok. bbuto mokaszaHo, 4to mocie 24 u 72 4acoB NpeObIBAaHHS CaMOK
TPEXUTIION KOJIIOIIKA B YCIIOBUSIX IIPECHOW BOJbI, KAK U B YCIIOBUSIX MOPCKOU BOJBI,
9KCIIPECCHS ATOTr'0 I'eHa B MO3Te OTCYTCTBYET. DKcIpeccus TeHa Pri2 B Mo3re caMok Oblia
BBISIBJICHA TOJIBKO B MOJIEJIM IMHAMHUKH OCTPOW MPECHOBOJHOM ananTauuu Ha 12-i1 u 18-
W 4Yac, U 3TO OTIWYME HE OBUIO 3HAYMMBIM OTHOCHTEIIBHO KOHTPOJBHOW TPYIIbI
(Pucynok 16). Takum 00pa3oM, MOXXHO TPEANOJIOKUTh, YTO MPOJAKTUHIIOIOOHBIN
FOPMOH y CaMOK HE BJIUSAET Ha JIOJITOBPEMEHHYIO aJlalTallui0 OpraHu3ma K
TUTIOOCMOTHYECKUM YCJIOBHUSIM, JIUOO BBITIOJIHSIET MUHOPHYIO POJIb MO CPaBHEHUIO C
MPOJAKTUHOM.

B 1iemom moBeliieHue skcnpeccud rera pril B Mosre camMok mpu amanTanudd K
MPECHON BOJE IO CPABHEHMIO C YCIOBHSIMHM MOPCKOW BOJBI COTJIACYETCSl C JAHHBIMU
JUTEPATYPHI, TOJTYYCHHBIMU Ha BRIOOPKAX 0€3 pa3eseHus Mo MoJy. Y caMOK KOJIOIIKH,
Kak y psaia Apyrux BHIOB pbiO, (Argyrosomus regius, Danio rerio, Oreochromis
mossambicus, Scophthalmus maximus, Paralichthys olivaceus) taxke xapakrtepHa

CTUMYJALIUA OKCIIPCCCUM I'CHA IIPOJIAKTHHA B YCJIOBHAX HpGCHOBOI{HOﬁ ajalitTanuu,
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OJTHAKO CTOWT yYUTHIBATh, UYTO JAHHBIE UCCIEIOBAHUS ObUIM BBIOJHEHBI IS OOIIMX
BBIOOPOK, BKITIOYAIOMIMX B ceOs1 ocoOeit 000oux 1oJioB 6e3 paszaencHus 1o moiy [Liu et
al., 2020; Mohammed-Geba et al., 2017; Moorman et al., 2014; Shu et al., 2016;
Watanabe, Itoh, Kaneko, 2016; Yuan et al., 2017]. Takum o06pa3om, skcripeccus rera pril
y CaMOK KOJIIOIIIEK, KaK U Y JPYTUX 3BPUTATUHHBIX BUJIOB PHIO, TTOJIOKUTEIBHO 3aBUCUT
OT TUIIOOCMOJISIPHOCTH BHYTPEHHEUN CpeJibl, KOTOpasi, CyAs MO JUTEPATYPHBIM JaHHBIM,
MOXXET HalpsIMyl0 BIUATH HA DSKCIPECCUOHHYID M CEKPETOPHYIO aKTUBHOCTh
JaKTOTpoOB runodusza CTUMYIHPYETCS IMPU MNEPEXOoJie B IMPECHYIO BOAY, O UYEM
CBHJICTEIILCTBYET TOBBIIICHUE 3Kcrpeccuu TeHoB mposaktuHa [Dobolyi et al., 2020;
Mohammed-Geba et al., 2017; Shu et al., 2016; Watanabe, Itoh, Kaneko, 2016]. Onnako,
IOCKOJIBKY B CBOUX HCCIIEIOBaHUSX JIpyrHMe aBTOphl O0COOEW HE NeMId IO IOy,
0I00HOE CpaBHEHHE C 0COOSIMM OOOMX TMOJIOB APYrOoro BUAA HE MOMKET SABISTHCS
MaKCUMaJIbHO KOPPEKTHBIM. B JmMTepaType OTCYTCTBYIOT JaHHBIE [0 HW3YyYECHHIO
U3MCHEHUSI OJKCIPECCHHM WM YpOBHS OelkoBOro mponaykra reHa prl2 B xone
MPECHOBOAHOM aJanTalyu.

Dkcnpeccus reHa pril B Mosre camiioB Oblila OOHapy)keHa BO BCEX IPYIIax, HO
JIOCTOBEPHO HE MEHSUIACh B OKCIIEPUMEHTAX IO MPECHOBOIHOM ananTanuu (Pucynok 14).
OO0riieii 3aKOHOMEPHOCTH U3MEHEHUS DKCTIpeccuy TeHa Pri2 B Mo3re caMIioB Bo BeeX TPEX
HKCIIEPUMEHTAX M0 aJanTaluy TPEXUIIION KOJIIOWKHA K MPECHOM BOJE BBISBICHO HE
obU10. B sKcniepuMenTe mo 24-4acoBOM MPECHOBOHOM aJanTaiiyi dKCIPECCHs JaHHOTO
reHa He HabJro1anack B YCIOBHUSX MOPCKOW BOJIbI, MOBbIIaNAch uepe3 12 u 18 yacos
npeObIBaHUS CaMIIOB B MPECHOM Boje, HO maxana k 24 yacy (cMm. Pucynok 16). B
IKCIICPUMEHTE IO U3YUYCHHIO 72-4acoBoil pecHOBoaHOM ananTanun MPHK rena pri2 B
MO3re caMIlOB He OOHapy»KMBajlaCh HM B KOHTPOJIbHOW, HU B OIBITHOW rpymme. B
AKCTIIEPUMEHTE MO CpaBHEHUIO 3P(HeKToB 24- u 72-4acOBOM MPECHOBOIHOMN aanTaluu
JKCIIpecCHs TIeHa MPOJAKTUHIOJOOHOTO TOpMOHA OOHapyXKHBajlacb B  MO3Te
KOHTPOJIBHBIX CaAMIIOB, KaK 0-, TAK U .

VY o-camioB nocne 24- u 72-4acoBoro npeObIBaHUs B MPECHOM BOJE SKCIPECCUU
ATOTO TeHa oOHapykeHo He ObuTo (cM. Pucynok 33). [TockonbKy UMEHHO CaMIlbl, HO HE

CaMKH TpéXHFJIOﬁ KOJIOHIKHM ACMOHCTPHUPYIOT IIOJIOBOC M POAUTCILCKOC ITOBCIACHHUC,
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MOXHO MPEANOJIOKUTh, YTO MEXAHU3MbI MPOJAKTUHOBOW PETYJSIIUA Yy CAMIIOB MOTYT
ObITh O0JIee KOMIUIEKCHBIMU M MOTYT HAXOAUTHCS O] BIMSHIUEM MHOXECTBA (PaKTOPOB.

[lonmy4yeHHble JlaHHBIE, KacaloIlIUecs OSKCIPECCMH TE€HOB MPOJAaKTUHA U
MPOJAKTUHIIOAOOHOTO TOPMOHA Yy CaMIIOB IpH aJanTalMd K MPECHOW BOJE, IJIOXO
COTJIaCYIOTCS C JIUTepaTypHbIMU. J[J1s1 OONBIIMHCTBA BUAOB PBIO MOKa3aHa CTUMYJISLIMS
MPOJIAKTUHOBOM OCH, YTO HanbOJee YacTo MPOSBIIAETCS B U3MEHEHUU SKCIIPECCUH TeHa
npojakThuHa. OJJHaKo, KaK ObLIO MOKa3aHO HA MO3aMOMKCKOM THJIANNH, ISl HOHUMAaHUS
BKJIa/ia MTPOJIAKTUHOBOW OCH KJIFOUEBYIO POJIb UTPAET UMEHHO €€ KOMIUJIEKCHBIN aHaJu3,
BKJTIOYAs €r0 pelenTophl Ha TKaHsAX-MumeHsXx [Breves et al., 2020b; Seale et al., 2014].

[IposiakTHH W3BECTEH KaK TOPMOH IMPECHOBOAHOW ajantanuu peid. B manHoM
paboTe MOKa3aHo, YTO SKCIPECCHs] F€HOB MPOJIAKTHMHA B MO3re KOJIOIIEK MEHSETCS B
X0Jle MPECHOBOAHOW amantanuu. Bo Bcex TpEX MOAENAX MPECHOBOJHOW aJlanTalud B
MO3Tre CaMOK dKcIpeccus reHa Pril 3HaunMo yBendnBaiach, y o-cCaMIlOB — HE MEHSLIAChH
(Pucynok 13, 14). Takum 00pa3oM, OTCYTCTBOBABIIHEC B YCIOBHUSX MOPCKOHW BOJIbBI
paznuuus  MEXJy CaMKaMd U O-CaMIlaMM pa3lidyus 10 JSTOMY HapameTpy
0OHapYKUBAIKCH K 72 yacy MpecHOBOAHOM ananTaiuu (Pucynok 15).

BwMmecte ¢ atum skcnipeccust reHa pri2 B Mo3re U caMok, U 0-CaMIIOB B YCIOBHUSX
MOPCKOM BOJIBI U TTOCIE 24 1 72 4acOB MPECHOBOAHOMN ajanTaliui He Obuta 0OHapyXeHa,
HO 3HAYMMO TOBBINIANACH Y ocoOel o0oux mojoB Ha 12-if u 18-if yac nmpecHOBOIHOMN
aJlanTaluy C MpeodIIalaHueM y 0-CaMIIOB IO CpaBHEHUIO ¢ camkamu (PucyHok 16).

N3BecTHO, uTO AuHamuka noBbiieHHus ypoBHen MPHK mnponaktuHOB B MO3ry
BUJIOCTIEU(UYHA, @ TIMK JKCIPECCUU y Pa3HBIX BUAOB pbI0 HaOIOIaeTcs B pa3HbIe
NEepUOJIbl MOCTEe MOMEIIEHUsS pbhI0 B MpecHyr BoAy. Tak, y a3umaTCKOro mnapaimxra
Paralichthys olivaceus ckopocTh peakuuu MpoOJaKTHHOBOW OCH Ha THIIOOCMOTHYECKHE
yCIIOBUSI OTCTaBJEHHAs: KOHIIEHTpalMs NpoJakTMHA B 1uiasmMe u ypoBenb MPHK
MPOJIAKTUHA B MO3TY HAUYMHAIOT MTOBBIMIATHCS HA 2-€ CYTKU MPEObIBAHUS B PECHOM BOJIE;
a ypoBeab MPHK nocrturaer nuka uyepes 5 CyTok mocie nepexoja peiObl B TPECHYIO BOLY
[Yuan et al., 2017]. Y mo3amOukckoi tuisimuu Oreochromis mossambicus Bo BpeMs
nepexoja B MPECHYIO BoAy moBbllieHUEe B Mo3ry ypoBHs MPHK rena nponaktuna-177,

KOTOPBI roMosiorudeH Pril TpéxXuriaon KOJIOMIKK, OTMEYEHO depe3 24 4, a MaKCUMyM
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U3MEHEHU — K 48-My 4 ajantanuu K npecHoi Boje; nosbimenue yposHs MPHK rena
npoakTuHal88 (romosoruueH Pri2 xosromku) HaOMIOJAIOCH ¢ 6 9 aJanTaldud K
npecnoii Bome [Breves et al., 2011]. IIpu >ToM mOBBIIICHHE KOHIIEHTpAIMKH OciKa
MpoJIakTUHA-177 B T1a3Me 3aperucTpupoBaHo, HauuHag ¢ 6 4, a mposiaktuHal 88 — ¢ 24-
ro 4 aJIanTaluH.

Y Kryptolebias marmoratus »skcnpeccuss reHa prll HaynMHAaeT 3HAYMMO
TOBBIIIATHCS YIKE Ha 6-1 U, M TOCTUTACT MHKa K 12-My 9 IpecHOBOIHO# ajpanrtaiuu [Rhee
et al., 2010]. B ynoMsHyThIX 3KCIIEPUMEHTaX HMCCICIyeMbIX OCOOCH He SNUIM TI0
nosioBoMy nipu3Haky. Cienyer y4ecTb, YTO €Cii, Kak U B CIIydae TPEXUTIION KOIOIIKH,
JuHaMuKa u3MeHeHus skcnpeccu MPHK 1Byx mposiakTMHOB oTiMuaercs y ocoOei
Pa3HOro M0JIa, TO 3TH BPEMEHHBIE PAMKH MOT'YT OBITh CIBUHYTHI B 3aBUCUMOCTH OT T10J1a
pBIO.

Harmu nanHbIe MO3BOJISIIOT OIIEHUTH KaK CKOPOCTh aKTUBAIUH MPOJIAKTUHOBOM OCH
TPEXUTIION KOJIIOIIKU B TUTIOOCMOTHYECKHUX YCIOBHSX, TaK U MOJOBYIO CHEU(PUIHOCTH
pEaKIMU IIEMEHTOB OCH Ha 3T ycioBus. Tak, akcnpeccust reHa pPril Bo3pacrana uepes
24 4 TOJIBLKO y caMoOK, a reHa pri2 — gepes 12 4 tonpko y camioB (Pucynok 15, 16). B
[EJIOM OTH JaHHBIE HEIUIOXO COTJIACyIOTCS C JWHAMUKOW JKCIPECCUH TEHOB
MPOJIAKTUHOB, HaOIr0gaeMoil y Mo3amMOuKckod Tuisnuu. OmHako TOT (akT, 4To y
0co0ell pa3HOro moJja MpH MOMEIIEHUU B MPECHYIO BOJY YBEIMUYMBAETCS 3KCIPECCHUS
pa3HBIX TEHOB IMPOJAKTUHOB, MOMET CBHJETEIbCTBOBATH B TMOJB3y TOTO, HYTO
OCMOpETYJISATOpHAs (DYHKIHS MPOJIAKTHHA Y CAMOK U CaMIIOB BBITIOIHSIETCS Pa3HBIMU
reHaMHu-TiapajoraMu. JTa THIOTe3a TpeOyeT MOATBEPKACHHS, MOCKOJBKY pa3indus
MIPOJAKTHHOBOM OCH, CBSI3aHHBIE C TIOJIOM, B KOHTEKCTE €€ OCMOPETYIATOPHON (QyHKITHH
U3y4aloTCs BIIEPBBIE.

Kpome Ttoro, mockosibky skcrpeccusi reHa Pril B yclioBHSIX MOPCKOW BOIBI
OTMEYeHa U Y CaMOK, M y CaMIIOB, IPUYEM Ha CONIOCTAaBUMOM YPOBHE, a IKCIIPECCHs T'eHa
prl2 e 3aperucTprpoBaHa, MOKHO MPEANOI0KUTH HATMYKHE 0a30BOM, 00IIEH 17151 000MX
noJioB, GyHkiwu Pril u BeimonHenue Pri2 HCKIHOYUTETEHO OCMOPETYIIATOPHOU (DYHKITHH

y CamIOB.
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4.2.2. H3menenue IKkcnpeccuu 2eno8 npoiakmunosvix peyenmopos prira u prirb ¢
MKAHU M032a, NOYEK, HCAOp U KUUIEYHUKA CAMOK U O-CAMUO08 NPU XPOHUYECKO

NPecHOBOOHOU adanmayuu

N3meHeHne sKCpeccuy TeHOB MPOJAKTUHOBBIX PEIENITOPOB B MO3TY CaMIIOB U
CaMOK BO BpeMs aJIalTallid K MPEeCHOW BoJe ObLIO Pa3IMIHO JUIS PELenTOpoB a u b.
[TonpoOHY!O HWHTEpIPETAMIO JAaHHBIX 3aTPYAHSECT OTCYTCTBUE B JIUTEpAType
uH(OpPMAITUU O BO3MOXKHOCTH O00OHX MPOJIAKTHHOB aKTUBUPOBATH 00a MPOJIAKTHHOBBIX
perenTopa y TpEXUriion Kook, Tem He MeHee MOXKHO MPOAHAIU3UPOBATh BIUSHUE
aJlanTalyy K npecHoi Bojie Ha u3MeHnenue yposHeit MPHK nponakTHHOBBIX perienTopoB
B IIEJIOM.

ITon nelictBueM 72-4acOBOM MPECHOBOJHOW aJanTallid B TKaHM MO3ra CaMoOK
KOJTFOIIICK COHAMPaBJICHHO U3MEHEHHIO dKCIIpeccHu reHa Pril usmensercs u sxcrpeccus
TeHOB 000MX MPOJAKTUHOBBIX perienTopoB (Pucynok 17a, 176). Ha ocHoBanum 31HX
PE3YNIBTATOB MOXKHO MPEANOJIOKUTh YUYACTUE TPOJIAKTUHA B PETYJISIUA TPAHCKPUIIITUU
reioB prira m prirb B Mo3re camMok TpEXUIIION KOJIOMIKH, JUOO BO3MOXKHYIO
COHarpaBJIeHHYIO peryisiiuto renoB pril, prira u prirb B Tkanu mo3ra. M3BecTHO, 4TO y
MJICKOTTUTAIOIINX JKCIPECCHS MPOJAKTUHOBBIX PEIENTOPOB IMOJIOXKHUTEIHHO 3aBHCHT B
TOM 4uciae oT camoro mposaktuHa [Kavarthapu, Dufau, 2022]. B cpaBHeHuH, y
Mo3amOukckoit Tuimammu Oreochromis mossambiCcuS B yCJIOBHSX TPECHOW BOJIBI
sKcIpeccus reHa pPrir2 B runoduse HUXKeE, YeM B YCITOBUSIX MOPCKOM BOJIBI, @ SKCIIPECCHS
rena prirl e 3aBucur ot conénoctu Boabl [Hewage et al., 2023; Moorman et al., 2014].
CrnenoBaTenbHO, OJTHOHAIIPABICHHAS PETYIISAIMS SKCIPECCUH TEHOB MPOJIAKTUHA U €r0
PELENTOPOB B MO3Te MOKET 3aBHCETh HE TOJIBKO OT T0JIa 0COOH, HO W OT BHJIA PHIO, U
MOKET OBITh CBSI3aHA C BUIOCTICIIU(PHISCKIMU OCOOCHHOCTSIMHU PETIPOTYKITHH.

B TkaHu modek KOJOIIEeK OT COJAEHOCTH CPEeIbl 3aBHCeNIa dKCIIpeccHs rena prirb,
JIOCTOBEPHO MOBHIIIASCH Y CAMOK, HO CHUXKASICh y CAMIIOB TO/1 BIUSIHUEM ITPECHOBOTHOMN
anantanuu (Pucynok 186). [IpotuBomnonoxHeiid 3¢ hekT y 0co0ei pa3HOro moja MOXeT
ObITh CBs3aH C A (HEKTOM IMOJIOBBIX CTEPOUAOB. Tak, IS deloBeKa Oblia MOKa3aHa

IMMOJIOJKUTCIIbHAA PCTyJIsinus SKCIIPECCHUU I'CHA ITPOJIAKTHHOBOI'O PCUCIITOPAa CO CTOPOHBLI
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sctpaauona [Banks, Trott, Hovey, 2024; Kavarthapu, Dufau, 2022; Leondires et al.,
2002]. Ilepexoa B THIIOOCMOJISIPHYIO CPEIy COIPOBOKIACTCS BHIOPOCOM KOPTH30J1a U
CpPaBHHM C KpaTKOBPEMEHHON CTPECCOBOM peakiueld. DTO MOXKET OBITh COMPSIKEHO C
YCHJICHUEM aHJIPOTeHHBIX 3()(PEKTOB y caMIlOB, KJIACCHYECKH aHTArOHHUCTHYHBIX
ACTPOTCHHBIM 3P eKTaM.

B TraHu xkabp sxcrpeccust 000X TEHOB MPOJAKTHHOBBIX PEIIETITOPOB IOCTOBEPHO
HE M3MCHWJIACH I107] BJIUSHUEM IMPECHOBOJAHOW aJanTallid HH y CaMOK, HA Y CaMIlOB
(Pucynok 19a, 196). Cxoxxue pe3ysibTaThl OBUIM IOJYYEHBI B JKCIICPHUMEHTE II0
M3YyYCHUIO MEXaHM3MOB AaKTUBHOW W IACCMBHOM aJamnTalMyd K MPECHOM BOAE Ha
CMCIIAaHHOHM 10 TMOoJTy BBIOOpKE a3marckoro mapamuxrta Paralichthys olivaceus. Bue
3aBHCHMOCTH OT TIOBEICHUCCKOTO THTIA aIaITaIllH, SKCIIPECCHs PEIenTopa MPOoTaKTHHA
B TKaHHW xa0p P. olivaceus mocroBepHo He MeHsiach [Zeng et al., 2022]. B »xabpax
tranmuu Oreochromis mossambicus skcrpeccus TeHa MpoIaKTHHOBOTO perientopa prirl
HaOmoamach Ha 0Oojiee BBICOKOM YpPOBHE y OCOOCH, COICPKABIIMXCS B YCIOBHUSX
IIPECHOM BOJIBI MO0 CPABHEHHMIO C MOPCKHUM KOHTPOJIEM, B TO BPeMs KaK dKCIIPECCHs reHa
prir2 mocroBepHo He pasaryanack MexIy ocodsmu odenx rpymn [Moorman et al., 2014].
B npyrom uccienoBanun ObLTO TTOKa3aHo, 4yTo pu aganTanuu 1 O. mossambicus, u O.
niloticus k Mopckoii Bojie, yKe B TEPBbIE CYTKH Y 0c00ei 000MX BUI0B 3KCIPECCHS T'eHa
BTOPOTO MPOJIAKTHHOBOI'O PelenTopa T0CTOBEpHO cHmxkaetcs [Yamaguchi et al., 2018].
[TotoOHBIC BHIOBBIC pa3ivuus MOTYT OBITH CBSI3aHBI C TEM, YTO THJIAIIUH OOBIYHO
OOUTAIOT B Cpelie C NUHAMUYHO MEHSIOMICHCS COJIEHOCTHIO, U YYBCTBUTEIBHOCTh MX
kKaOp K MPOJIAKTHHY, a TaK)Ke IKCIPECCHSI HOHHBIX TPAHCHIOPTEPOB 00J1a1af0T OOJIbIIEH
miactnyHocteio [Seale et al., 2019]. B xabpax Scophthalmus maximus, Paralichthys
olivaceus u Acanthopagrus schlegelii B ycmoBusix mpecHOBOAHOM aanTaliu SKCIPECCHs
réHa CJIMHCTBEHHOI'O M3BECTHOrO IS ATHX BHJIOB IPOJIAKTHHOBOIO perienTopa Prir
takxe moseimanack [Liu et al., 2020; Nagarajan et al., 2023; Yuan et al., 2017]. Tem He
MEHee, YUYUTHIBAs JOCTOBEPHOE MOBBIIICHHE SKCIIPECCUH reHa npojakTiHa Pril B Mosre
y CaMOK TPEXUIJION KOJIOMIKH, MOKHO TPEINOI0KUTh OOBININN BKIIAJ MPOJIAKTHHA B
PETYJISALNAI0 TKAaHU )a0p CaMOK B YCJIOBHSIX IPECHOW BOJBI, HECMOTPS Ha OTCYTCTBHE

u3MeHeHus conepxanus B Tkanu MPHK prlra u prirb npu ananramuu k npecHoit Boje.
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B Tkanm kunreyHuka sKcnpeccus reHa prirb mocroBepHo cHU3MIACH KaK y CaMoOK,
Tak u 'y camioB (Pucyrok 200). [Toxoxwue nanHble ObUIM TOJYYCHBI HA MO3aMOMKCKON
TUJIANNAN, B KAIIEYHUKE KOTOPOH MpH aJanTallid K MOPCKON BOJIE JOCTOBEPHO PACTET
skcnpeccus reHa prir2. CnenoBarenbHO, y MO3aMOUKCKO THIIAIIMH B YCIIOBHSIX ITPECHOM
BOJIBI dKcrpeccus Prir2 B kumeunnke Huke [Seale et al., 2014; Takahashi et al., 2007].
OnuH u3 3¢ (HeKToB MPOJIAKTHHA B KUIIICYHHUKE PhIO — yMEHBIIICHUE 3axBaTta Na*, Io3ToMy
CHIDKEHHME OJKcrmpeccun TeHa pPrirb B xome mnpecHoBomHOW amanTanmum MOXeET
paccMaTpUBATHCS KaK KOMIICHCATOPHBIN MEXaHU3M JJIs TIOBBIIICHUS 3aXBaTa HOHOB Na*
U3 pocBeTa kumieuanuka [Manzon, 2002].

HHTepecHO 0TMETHTD, UTO SKCIpeccus reHa pPrira B skabpax, movkax v KAIICUHUKE
HE M3MEHWJIACh JOCTOBEPHO B XO/I¢ 72-4acOBOM MPECHOBOHOM afanTallii HU y CaMoOK,
Hu y camiioB (Pucynku 18a, 19a, 20a). 9T0 mO3BOASET BHIABUHYTH MPEIIOIOKEHNAE O
TOM, YTO MIPOJIAKTUHOBBIN pelenTop b, HO He a, ABJIAETCS KIIFOUEBBIM B PETYJISAIINN BOJAHO-
coJIeBOro OanaHca.

B ycnoBusix MOpCKO BOJbI pa3inyusi, CBA3aHHbBIE C MOJIOM 0C00€ei, HaOII0AAINCh
B JKcrpeccun rera prira B mosre u moukax (Pucynok 17a, 176). 1 Mo3r, U modYku
NPUHUMAIOT y4YacTHe B PEMPOAYKIIMH Yy KOMIOMICK: MO3T [0 NPUYWHE HAIWYUS Yy
KOJIIOIIEK CJIOKHOTO PENpPOAYKTUBHOTO U POIUTEIHCKOTO TMOBEJACHUS, a B MOYKAX Yy
CaMIIOB TMOJ] BIUSHUEM AaHAPOTCHOB CHUHTE3UPYETCS OENOK CIUITHH, KOTOPBIM OHH
UCITOJIB3YFOT JUTsl TOCTpoeHus rTHE3 . Hedpocomarnuecknii maaekc camios (PucyHok 8a,
860) nmpu TPECHOBOJAHOM ajanTalluM OCTAJICS CTOJb K€ BBICOKMM, KaK U B YCJIOBHSAX
MOPCKOHM BOJIBI, TOCKOJIBKY CaMIIbI TaK K€ OCTaJINCh HA dTalle yCTAaHOBJICHUS UEPapXUH.
Bo3MmokHO, penpoaykTuBHAs (DYHKIHS MPOJIAKTHHA PEaTU3yeTCs MPEHMYIIECTBEHHO
4yepe3 TMPOJAKTHHOBBIM pelenTop a, OJHAKO JJaHHOE MPEANoJoKeHue TpeOyeT
JOTIOJTHUTENIBHBIX ~ JIOKA3aTeNbCTB. 1aK, 110 JIAaHHBIM JIMTEPATypbl, IPOJAKTHH
CTUMYJIUPYET DKCIPECCHI0 TeHa egr-1 B rumoTaiiamyce KpbiC, B TO BpeMs Kak 3TOT T'eH
MOBBIIIACTCSI B MO3I€ CaMIIOB KOJIIOIMICK B MepHro; 3a00Thl 0 motoMcTBe [Blume et al.,
2009; Kent, Bell, 2018].

CoxpaHWINCh pa3IuiMs B SKCIPECCHH TeHa Prira B mouke ¢ mpeoOiagaHueM y

caMoOK 1o cpaBHeHUIO ¢ camiamu (Pucynok 18a). IlpennonoxuTenbHO, TPAHCKPUILIUS
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reda prira B TkaHuW modek peryyimpyercs MPEHMYIIECTBEHHO ITOJOBBIMH TOPMOHAMH,
BKJIIOYasl ITOJIOBBIC CTEPOMJIbI, © B MCHBIICH CTEIICHW 3aBUCHT HEIOCPEICTBEHHO OT
NPOJIAKTHHA W YCIOBHH COJIEHOCTH BOJBI. DKcmpeccus reHa prirb B moukax, koropas B
YCIIOBHUSIX MOPCKOM BOJIBI Y CAMOK M CaMIIOB HaOJIOa1ach Ha COMMOCTABUMOM ypPOBHE,
1ocJie MPECHOBOJHOM afanTanuyd OblIa JOCTOBEPHO BhIie y camok (Pucynok 186).
M3BecTHO, 4TO B YCIOBHSX IPECHOBOIHOM aganTamuy B moukax Scophthalmus maximus,
Paralichthys olivaceus u Acanthopagrus schlegelii skcrpeccust reHa eIUHCTBEHHOTO
U3BECTHOTO JII1 3THUX BHUAOB PbIO MPOJIAKTHHOBOrO perenrtopa Prir mocroBepHo
TOBBIIIAJIACH TI0 CpaBHEHHUIO ¢ KoHTpoJieM [Liu et al., 2020; Nagarajan et al., 2023; Yuan
et al., 2017]. Takum oOpa3zom, 3(deKT amanTalri K YCIOBUSAM IPECHOW BOJIBI,
OKa3bIBacMbIii Ha JKCIIPECCHIO I'€Ha MPOJIAKTHHOBOTO perenTopa b B MOYKaX CaMOK
KOJTFOIIICK COTJIACYeTCS C JINTEPATYPHBIMH JaHHBIMH, MOJIYYCHHBIMU Ha JPYTHUX BHIAX
pBIO 6e3 pazneneHus: BBIOOPKHU IO MOIy.

Hanmuue mosioBeIX pa3iwuvii B 3KCIPECCHU T'eHa MPOJIAKTHHA B TIPECHOH BOJIE,
MIPEANOIOKUTEIBHO, CBSI3aHO ¢ A((PEKTOM TOJIOBBIX CTEPOHUIOB, B TIEPBYIO OUYEpEb,
ACTpaguoia. OCTPOTeHBl CTHMYJIHPYIOT CEKpPEIUI0 TIPOJIAKTHHA HE TOJIBKO Y
MJICKOITUTAOIINX, HO TAaKXKe Y PBIO Kak In Vitro, tak u in vivo Ha mpumepe Oreochromis
mossambicus u Clarias batrachus [Kavarthapu, Dufau, 2022; Saha, Chakraborty, Das,
2021; Singh, Singh, 1981]. Ha O. niloticus Obut0 MOKa3aHO, YTO ADKCIIPECCHS TI'eHA
IPOJIAKTHHOBOTO perentopa 2 Prir2 B TkaHW SIMUHUKOB MOJIOKHUTEIBHO PETYIHPYETCS
sctpanuosiom [Zhang et al., 2010]. Dddexrbl aHApOreHOB | MpPOJIAKTHHA B
PEIPOAYKTHUBHOM IMEPHOAC PbHIO MPOTHBOIOCTABIAIOTCS: aHAPOTEHBI MPUHUMAIOT
y4acTHUE B OMNOCPEIOBAaHMHU (ha3bl KOHKYPCHIIMH MEXKIY caMIlaMd M yXaKHMBaHHUS 3a
CaMKaMH, a MPOJIAKTUH — TOCIEAYIONIyI0 3a00Ty O MOTOMCTBE y TaKHWX BHIOB, Kak
Lepomis macrochirus u Gasterosteus aculeatus [Cunha et al., 2019; Pall, Mayer, Borg,
2002]. CnenoBatesbHO, YCIOBHSI MMPECHOM BOABI M CTUMYJISIIIHS MTPOJAKTUHOBON OCH Y
CaMOK TpW TIPECHOBOJIHOM aJamnTaliii MOTYT BOBJICKaTh TOHAJIOTPONHYIO OCh B
NoTeHIIMUpoBaHne d(p(deKTa MpoIaKTHHA, OKAa3bIBAEMOT0 Ha TIOYKH, B TO BpeMs KakK y
CaMIIOB BKJIaJI MPOJIAKTHHA B PETYIISIIIMIO ATOT'0 OpraHa CHIKaercs. B pesynbrare naHHou

pa6OTBI MOXHO BBIJIBUHYTb IPCAINOJIOKCHHUE O HAJIWYUKW PErysaiunu 3CTPOrcHaMu
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AKCIPECCUU HE TOJBKO I'€Ha MPOJIAKTMHA, HO U T'€HOB MPOJIAKTUHOBBIX PELIENTOPOB B
MO3T€ U MOYKE.

HNHTepecHo OTMETUTD, YTO Pa3IMuKs, CBSI3aHHbBIE C MOJIOM, HaOI0Ial0TCS TOJIBKO
B MO3r€ M TMOYKax TPEXUIION KOMIOMKU. MO3r M TOYKH SBJISIIOTCS OpraHaMu,
3aBUCSIIMMHU OT BHYTPEHHHX (AKTOPOB, U MX UYYBCTBUTEIBHOCTH K MPOJAKTHHY B
YCJIOBUSIX aJIallTAl[UU K IPECHOW BOJE YK€ MPOSBIIAET 3aBUCUMOCTH OT Iona. bosnee Toro,
o0a opraHa HEMOCPEJCTBEHHO YYAaCTBYIOT B PEMPOIYKIIMH KOJIOMIEK JHUOO B TIaHE
noBeeHus (MO3r), MO0 B TJIaHE MPOIYKIIUHU MOI3aBUCUMBIX OCJIKOB (CUHTE3 CIIUTTHHA
B [IOYKaX CaMIIOB). Pa3inuHast 4yBCTBUTEILHOCTh MO3Ta M TTOYEK K MPOJAKTUHY Y 0cO0ei
Pa3HOrO 10JIa CIIOCOOCTBYET COOTBETCTBYIOUIUM PENPOAYKTUBHBIM (DYHKIIUSIM.

Haob6opoT, HecMOTpsi Ha pa3IMYHYIO CTETIEHb AKTHUBAIIMU MPOJIAKTUHOBOM OCH CO
CTOPOHBI [ICHTPAIBHON CEKPEIMU Y CAMOK U CaMIIOB KOJIIOIIEK, YyBCTBUTEIHHOCTH 3Ka0p
U KUIIEYHUKA K MPOJAKTUHY HE 3aBUCUT OT mojia. [IockoNbKy u ka0phl, U KUIIEUHUK
KOHTAKTUPYIOT HE TOJBKO C BHYTPEHHEW, HO U C BHEIIHEN CPENIOM, X OTBET MOKET BO
MHOT'OM OIpPENENSAThCS BIUSHUSIMU CO CTOPOHBI BHElIHEH cpeabl. OnocpenoBaHHbIC
IPECHOBOJAHOM aJanTalye BIUSHUS NPOJIAKTUHOBOM OCH CO CTOPOHBI BHYTPECHHEH
Cpe/bl MOTYT BHOCUTh MUHOPHYIO poJib. TeM HE MEeHee, MOCKOJIbKY Y CAaMOK SKCIIPECCHs
reHa prll gocToBepHO BhIIIIE, YEM Y CAMIIOB, TIOCIIE MPECHOBOIHOW aIaNTallliH, JaKe MPH
OJIMHAKOBOW YYBCTBUTEJIBHOCTU XaOp M KHUIIEUYHHWKA, Y CAMOK W CaMIIOB HTOTOBBIN
ahdexkt MoxeT paznuyaThes. TakuM o00pa3oMm, MPOJAKTUH MOXKET CIOCOOCTBOBATH
MIPECHOBOJTHOM a/IanTallui B COOTBETCTBUU C TIOJIOM OCOOEH.

Paznuuust B OTBETE AJIEMEHTOB MPOJAKTHHOBON OCH CaMOK U CaMIIOB B YCJIOBHSX
MIPECHOBOJHON ajanTaiud MOTYT ObITb OOYCIIOBJIEHBl MNPUHIIUIIMAIBHO pPa3HbIMU
PENPOAYKTUBHBIMH CTpaTErusiMM CaMOK W CcaMIOB Kojromek. B To Bpemsa Kkak
peNpoOAYKTHUBHAST CTpAaTEeTUsi CaMOK CBOJMUTCS HMCKIIOUMTENIBHO K BBIOOpY HamOosiee
MOIXO/ISIIIIETO apTHEPA U HEPECTY, TTOJIOBOE MOBEICHNE CAaMIIOB BKJITIOUYAET B ce0s1 (asbl,
TpeOYyIOIIre PAa3INYHBIX MOBEICHYECKUX PEAKIINM, ¥ TIPEIoIaraeT moo4epEaHy0 CMEHY
KOHKYPEHTHOTO, MOJIOBOTO M POAUTENBCKOTO MOBeAeHUs. Takum oOpa3om, B paboTe
YCTaHOBJICHA 3aBUCUMOCTh OCMOPETYJISATOPHON (DYHKIIMH MPOTAKTHHA OT MOJa PhIO, 1Mo-

Pa3HOMY IIPOABJEAOIIAACS B YCIIOBUAX paSHOP'I COJICHOCTH.
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4.3. U3MeHeHune IKCIPecCHU F'eHOB MOHHBIX TPAHCIIOPTEPOB B TKAHM KJIIOYEBBIX
OCMOPEryJsITOPHBIX OPraHOB: KA0p U KMILIEYHUKA CAMOK M (-CAMIIOB B MOJeJIN

NMPECHOBOAHOM alanTaluu

B nmaHHOW T1yaBe NPEACTaBICHO OOCYXJIEHUE pe3yJIbTaTOB  aHaIu3a
OTHOCHUTCIIbHBIX ypOBHeI\/’I 9KCIIPECCUN TCHOB HMOHHBIX Tp&HCHOpTépOB B KIIFOYCBBIX
OCMOPCTYJEITOPHBIX OpraHaxXx CaMOK KM O-CaMIOBB MOJICIIN HpGCHOBOIIHOfI agalriTaluu.
DTa JacThb pa60TaBI MMOCBAIICHA UCCIICTOBAHUTO 3aBUCUMOCTH IKCIIPCCCUU I'CHOB NOHHBIX
TpaHCHOpTépOB, YYBCTBUTCIIBHBIX K HpGCHOBOIIHOP'I aganTanmnuu /U ,HGfICTBPIIO
IIPpOJIaKTHHA, B >1<a6pax N KHIICYHUKE TpéXHI‘JIOﬁ KOJIFOIIIKM OT II0JIa H YCJIOBI/Iﬁ
coi€HOCTHU cpeapl. [lomydeHHbIe pe3yabTaThl MOKA3bIBAIOT, YTO U3MEHEHUS IKCIIPECCUU
HMOHHBIX TpElHCHOpTépOB BBIPAKCHBI CUJIBHEC ¥ CAMOK, 4TO, ITPCAIIOJIOKUTCIBHO, CBA3aHO
c OouspIelt akTUBaIMel npolakTHHOBOM ocu [Pavlova et al., 2022; Pavlova, Neretina,
Smirnova, 2020; Pavlova, Neretina, Smirnova, 2024]. JlanHble MO H3MCHEHHUIO
HKCIPECCUU MOHHBIX TPAHCIIOPTEPOB B TKAHU >Ka0p M KUIICUHUKA y KOJIOIIEK, a TAKKE
Halmiy 1NOpCAaAbIAYIINC pa6OTBI, MOATBCPKAAOT HaAIly THUIIOTE3y O TOM, 4YTO IIPpHU
IMPECHOBOJHOM IICPCXOJAC Y CAMOK II0 CPAaBHCHHIO C CaMIlaMH CHUJIBHCC CTUMYJIHPYCTCA
MPOJIAKTUHOBASI OCh M MEHAETCS OCMOPErysiTopHas pyHkuus. Takum o0pa3oM, MOJIOBbIE
pa3nuyus B OCMOPETYIATOPHOU IUIACTUYHOCTH Y TPEXUTIION KOIIOUIKH, MO-BUIUMOMY,
ABJIIAOTCA aAallITUBHBIMU W CBA3aHbBI KaK C FOpMOHaHBHOI}JI perynﬁuneﬁ, TaK U C

PENPOAYKTUBHBIM COCTOSHHUEM KMBOTHBIX.

4.3.1. Na'/K*-AT®asza: uzopopmut ala, a2a u a3a

I'en aa-cyobenuuuiel Na'/K™-AT®da3bl skcnpeccHpoBaics Ha pa3periaromiei
rpanune Merona III[P B peanbHOM BpeMEHHM W 3HAYUTEIBHO HUXKE IO CPABHEHUIO C
reHamu ala u a3a-cyObeIMHUIL U B 5ka0pax, U B KUIIEUHUKE Y 0c00€eil 000uX MoJI0B. ITO
MO3BOJISIET MPEAINOJIOKUTh, YTO B KIIFOUEBBIX OCMOPETYJSATOPHBIX OpraHax KOJIFOIIKH
a2a-cyobenaunuiia Na'/K'-ATda3bl He urpaeT BaxHYH (YHKIIMOHAJIBHYIO POJIb, YTO
COIJIACYeTCsl C JAHHBIMH, MOJYYEHHBIMU Ha IPYIMX BHJIAX PbIO: JIOCOCEBBIX, IUXJINJAX,

xa"oce Chanos chanos u menake Oryzias latipes [Bystriansky et al., 2006; McCormick
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et al., 2013; Tipsmark et al., 2011; Yang et al., 2019]. He tosbko st peiO, HO W IS
MJIEKOTIUTAIONIUX TTOKa3aHa MUHOPHAs dKCIpeccus 02a-CyObeIMHUIIBI B OpraHax BOJAHO-
COJICBOr0 0OMEHa U IpeBalipyromas sxcrpeccus B Mbimnax [Bollinger et al., 2016].

Okcnpeccus reHa ola-cyObeIUHUIBI, KOTOpasi B abpax JOCOCEBBIX, MUXIHUI U
MEIaKHu SBISETCS OCMO3aBHCHMOH, B abpax HH y CaMIIOB, HU y CaMOK KOJIIOIIIEK HE
MEHSJIach IOCTOBEPHO MPH MIPECHOBOAHOM Tiepexo/ie (Pucynok 21a). Tonbko B yCIOBUAX
XPOHUYECKOM MPECHOBOAHOW amanTauuu (72 4.) y caMOK OHa ObljIa 3HAYMMO BBILIE 10
CPaBHEHUIO C TPYMIION CAMIIOB, OJTHAKO IMOTYYEHHBIC JaHHBIE TPEOYIOT TOMOJTHUTEIbHBIX
NOJITBEPIKIcHUI Ha OoybIux BeIOOpKax [Bystriansky et al., 2006; Mackie et al., 2005;
Madsen, Kiilerich, Tipsmark, 2009; McCormick et al., 2013; McCormick, Regish,
Christensen, 2009; Richards et al., 2003; Tipsmark et al., 2011]. B Tkanu KuIilIeYHHKA
skcrpeccus atplal mocToBepHO HE MEHSUIaCh HU Yy CAMOK, HH y CamIlOB KOJIOIIEK
(Pucynok 216). B cpaBHeHHH ¢ MO3aMOMKCKOW THJIAITHEH, Y KOTOPOH B X0JI¢ alalTallud
K MpecHoM Boje skchpeccus atplal B KuieyHUKE CHUXKAETCs, TPEXUTIIAs KOJIOIIKA,
IPEINONIOKATENBHO, 007aaeT MEHbBIIEH IUIACTUYHOCTBIO JKCIPECCUU  JTaHHOU
cyobenunuiiel Na'/K™-ATdassr [Seale et al., 2014].

Okcnpeccusi TeHa 03a-CyObeAMHUIIBI, KOTOpas MO JUTEPAaTypHBIM JaHHBIM,
MPOSIBIISIET OOJBITYIO TUTACTUYHOCTD B TKAHU KUIIIEYHHUKA, HO HE %Ka0p, Y KOJIOIIEK TaKkKe
HauOoJIee 3aBucesa OT YCIOBUIM COJIEHOCTH CpPEebl B KUIICYHUKE, U TOJIBKO y CaMOK, HO
He camioB (Pucynok 22). IloBeimenne skcrnpeccun atpla3 B KHUIIEYHHKE Y CaMOK
corjacyercs ¢ JUTEPAaTypPHBIMH JAHHBIMU, MOJYYEHHBIMU Ha MO3aMOMKCKOW THIJIAIUH
Oreochromis mossambicus (0e3 pasaencHus BBIOOPKHM TIO TIONY): y OCOOCH,
COJIEPKaBIINXCS B MPECHOUW BOJIE, OTMEUYCHO MOBBINIEHUE dKCIpeccuu atpla3d Bo Bcex
CErMEHTaX KHUIEYHHKA MO CPABHEHHUIO C OCOOSMH, HAXOJUBIIMMHUCS B MOPCKOU BOJE
[Seale et al., 2014]. [TpeamnonokuTEaHHO, 32 CYET ITOTO COOTHOIIICHHE IKCIIPECCHH IeHa
ala- k akcrpeccuu reHa o3a-cyobenunuibl Na'/K*-ATdasbl cHIKAETCS B KHIIICYHUKE
CaMOK BO BpeMsI IIPECHOBOHOTO MEPEX0/ia, ¥ TAKUM 00pa3oM, BKJIa] 0.3a-CyObeTMHHUIIBI
3HAYHUTENIBHO BBIIIC B YCIOBUAX MPECHOM BojbI (PucyHok 2306).

Taxum 006pa3oM, pu nepexoie B TMIIOOCMOTHYECKYIO CPEly, MIMEHHO Y CaMOK, HO

HC CaMIIOB KOJIIOIIIECK, OTMECYAIOTCA OoJice CUIIbHEIC U3MCHCHMS 9KCIIPECCHUHN pa3IMYHbIX
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a-cyobenunui Na'/K*-AT®da3pl, 3a cu€T 4ero MOXHO MPEANOJIOKUTH OOJBIIYIO O
CPaBHEHMIO C CaMIaMH 33J€pKKy HOHOB BO BHYTPEHHEUW cpene. BoBined€HHOCTH
NPOJIAKTHHA B PETYJISALHNIO 3KCIIPECCUU TeHOB o-cyobenuuui] Na*/K*-ATda3sl y camok
KOCBEHHO MOJTBEPKIAETCSI HAUTMYNEM 3HAUYMMOM CUIIBHOM MOJIOKUTENBHON KOPPEIALNAN
ypoBHeit M PHK reHoB o0oux mpojlakTHHOBBIX perienTopoB ¢ ypoBHsaMu MPHK renos

kak atplal, tak u atpla3.

4.3.2. NKCC-mpancnopméput

JUIss MHOTHX 3BpUTIMHHBIX pBIO H3BECTHO, 4TO M3 cemeiictBa NKCC-
O0OMEHHUKOB B jxka0pax kiodeBbiM siBisieTcss NKCCla, a B kumeunuke — NKCC2 [Hiroi
et al., 2008; Inokuchi et al., 2008; Zhang et al., 2019]. DTo moaTBep:kIaeTCA M IS
TPEXUTIION KOMOMIKK: 3Kcrpeccus hkccla B sxabpax cHUKanIach y oco0eit 000uX MoJIoB
npu Tepexoje B npecHyro Boay (PucyHnok 24a), a nKCC2 cHmkanach B KUIICUHUKE, HO
TOJIKO Y caMOK (PucyHOK 256). OTu BEKTOPBI PEryJISIUN COTIACcyIOTCs C JAHHBIMU 10
TWJIAMTUN, MyMMHXOT'Y, MOPCKOMY OKYHIO H sITOHCKOMY yrpio [Breves et al., 2022; Hiroi
et al., 2008; Watanabe et al., 2011; Zhang et al., 2019]. B To xe Bpemsl, OTCYTCTBHE
pas3yInyMii, CBA3aHHBIX C MTOJIOM U TIPECHOBOIHBIM IIEPEX0I0M, B IKCTIpeccHu TreHa Nkee2
B ’KaOpax M CaMOK, M CaMIIOB, TAKXKE COTJIACYETCsI C IAaHHBIMU JIUTEPATYPHI, IO KOTOPHIM
NKCC2 nu6o cnabo, 1100 coBceM HE IKCIPECCUPYETCS B MOHOIMTAX, KaK U Y THUJIAMHH,
yrps 1 Mmopckoro okyHs [Wu YuChing, Lin LiYih, Lee TsungHan, 2003; Zhang et al.,
2019].

OTnenbHOTO BHUMAHMSI 3aCIy)KHBAET POCT SKCIPEcCHU TeHa NKCC1la B KUIIICUHHKE
y CaMOK MpH MPECHOBOHON aKKIUMAIUH — () PEKT, He XapaKTePHBINA I APYTUX BUIOB
pei0 (Pucynok 24a). IlonmydeHHble JaHHBIC TO3BOJSIOT TPEANOIOXKUTH, YTO 00a
TpaHCTIOpTEPaA MOTYT OBITH crielU(PUUHBI K pa3HbIM yacTsiM MeMOpansbl kieTok: NKCCla
— Ha anukanbHOM, a NKCC2 — Ha 6a3onaTepaibHOW MeMOpaHe KJIETOK KHINEYHUKA, U
TakKUM 00pa3oM, y CaMOK MOXET Pealin30BbIBAThCS HE TOJbKO CHHM)KEHUE BBIBEICHUS
WOHOB B KHUIICYHUKE MPU NPECHOBOJHOW AaKKIUMaluu (B CBSI3M CO CHIDKCHHEM
skctipeccun  NKcc2, dro mpuBenét k cHmwkeHnto NKCC2 Ha 06a3osatepalibHOM

MCM6paHC), HO KW YBCIMYCHHUEC 3axXBaTa HMOHOB M3 IIPOCBCTAa KHIICYHHUKA (B CBiA3HU C
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noBelieHueM skcnpeccur nhkccla, uro mnpuBenér k mnosbimeHnio NKCCla Ha
anuKadbHONH MeMOpane). JlaHHas runoresa TpedyeT AOMOIHUTENBHOTO MTOATBEPKACHUS
B JAIIbHEWIINX paboTax ¢ MPUMEHEHUEM METO/I0B HE TOJBKO MOJIEKYJISIPHOM OMOJIOrHH,
HO 1 HYMMYHOTUCTOXUMUHU.

VY camIoB 3kcnpeccusi TeHa NKCC2 B KHUICYHHUKE W KaOpax MpH MPECHOBOJIHOM
nepexojie He u3MeHs1ach (Pucynok 25). Dkcnpeccus reHa nkccla y caMIioB CHIKaNAch
JIOCTOBEPHO K 72 yacaM ajanTanuu B xkabpax, HO He B kumeuyHuke (Pucynok 24). Oto
YKa3bIBa€T Ha MEHbBIIYIO IIacTUYHOCTh cucteMbl NKCC y caMIOB 10 CpaBHEHUIO C

CaMKaMHM.

4.3.3. Tpanucnopmépwvr NCC u NHE2

Dxkcnpeccus reHa NCC, koaupyromero Tpancnoptép NCC, oTBeHaronumi 3a 3aXBar
Na* u Cl" u3 BHelHel cpe/ipl, ObLTa cTaOUIBHOM B xa0pax U KuIlIeyHHKe caMok (PrucyHok
26). B kumieyHuke caMIOB 3KCIPECCUs NCC BoO3pacTalla, 4YTO COIJIaCyercs C
HaOJTIOICHUSIMY TSI MEJIaKU 1 MyMMUXora B TkaHu »ka0p [Bollinger et al., 2016; Breves
et al., 2022; Hiroi et al., 2008]. ¥ stmonckoro yrpss NCC B KullleUHHKE 0OHAPYKUBAETCS
B IPSIMOM KUIIKE, U BBIIIE Y 0COOEH B yCIIOBUSX MPECHOM BOJbI IO CPABHEHHIO C OCOOSIMU
B YCIOBHUSIX MOPCKOH BOJIbI, YTO XOpOILIO COIVIACYeTCS C HAIIUMHU JaHHBIMH,
nojydeHHbIMH Ha camiiax [Watanabe et al., 2011]. Taxxe, y MO3aMOMKCKOW THIIAITUH
oTMmeuaercd nonoxurenbHas peryianus NCC B TKaHU %a0p co CTOPOHBI IPOJIaKTUHA, U
Oonbllas MPEACTABIEHHOCTh B YCJIOBUSAX MPECHOM BOJbI MO CPABHEHHUIO C MOPCKOU
[Watanabe, Itoh, Kaneko, 2016].

Jlns rena nhe2, koaupyiomero Na'/H™-oOMeHHUK, yBeIHMUEHHE SKCIPECCHH
OTMEYaJIOCh TOJIBKO y CaMOK B KHIIEYHHUKE, a HE B jkaOpax. DTO KOHTPAaCTUPYET C
JAHHBIMH JUIS JAPYTUX BUJOB, TakuX Kak kwumdum, roibsa Cyprinodon variegatus
variegatus u angoyc Coilia nasus: y Hux B yCJI0BHSIX HU3KO# COJIEHOCTH CpeIbl skabepHast
sxcnpeccust nhe2 ysennuusaetcs [Brix et al., 2015; Gao et al., 2022; Scott et al., 2005].
OTO MOXET CBUJIETEIBCTBOBATh O CMEIICHUHW OCMOPETYIATOPHONH aKTHUBHOCTH Y
KOJIIOIIEK B CTOPOHY KHMILIEYHHUKA Y CAMOK. Y MHOTHX BHUJOB PbIO, TAKUX KAK MYMMUXOT,

MUKW)Ka M aH40yC, dKcIpeccuss reHa Nhe2 B ocMoOperyisTOpHBIX OpraHax Ju0o He
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JIETCKTUPYETCsI, JTMOO HE 3aBUCUT OT IMIPECHOBOIHOM amanTaruu [Breves et al., 2022; Gao
etal., 2022; Genz, Esbaugh, Grosell, 2011]. Takum o6pa3zom, NHE2-00MeHHUK y pa3HBIX
BUJIOB pPbIO BOBIEYEH B PAaOOTYy pa3HBIX OPraHOB OCMOPETYISIIUH, W HaTU4HE €ro
3aBHCHMOCTH OT IIPECHOBOJIHOTO IePeX0a BUIOCICITU(PUIHO, & Y TPEXHUTIION KOJFOIIKH
TaK)Ke 3aBUCHUT OT T10J1a OCOOEH.

[TommydeHHbIe pPe3ybTAThl IMO3BOJSIIOT 3aKIIOYHUTh, YTO Y CAMOK TPEXUTIION
KOJTFOIIIKH TTPH TTPECHOBOJTHOM aJanTalliy IPOUCXOIUT O0JIee BRIpAKCHHAS IIEpeCcTPOiiKa
OKCIIPECCHHA TEHOB HOHHBIX TPAaHCMOPTEPOB. DTO KacaeTcs MOBBIMICHUS SKCIPECCHH
atpla3, nkccla u nhe2 B kumreunuke. Y caMIloB aHAJIOTMYHBIC H3MEHEHHMSI HE BBISBIICHBI
WJIM BBIPAXKEHBI 3HAUUTENIBHO ciialee.

[TosrydeHHbIC MaHHBIC MO3BOJISIOT BBIIBHHYTH THIIOTE3Y, YTO OJHOW W3 MPUYHUH
3TOr0 MOXET OBITh OOJIbIIAs AKTHUBAIUSA IMPOJAKTHHOBOW OCH y CaMOK: IOBBIIICHHUC
skcrpeccun Pril B Mo3re y camMok, MOBBIIIEHUE YYBCTBUTCIBHOCTH K MPOJIAKTUHY B
MO3Tr€ ¥ [T0YKaX, a TAK)KE POCT rermaToCOMAaTHYECKOTO UHCKCA MPH MEPEX0/Ie B MPECHYIO
Bony [Pavlova et al., 2022; Pavlova, Neretina, Smirnova, 2020; Pavlova, Neretina,
Smirnova, 2024]. AHanu3 KOppeNsSlUi MMOATBEPKIAACT 3Ty THIOTE3Y: Y CaMOK
skcrpeccus prira u prirb TecHo cBs3ana ¢ ypopusmu atplal, atpla3 u nkccla kak B
*)abpax, Tak ¥ B KuieyHuke (Tadu. 2). HarpoTus, y caMIioB KOppesSiUuyd €TUHUYHBI.

WutepecHo, uto B xkabpax y camok prira u prirb nemoHcTpupyroT mosoxuTenbHbie
KOPPEJSILIAK C TeHAMH, SKCIIPECCHUS KOTOPBIX HE BCET/Ia MOBBIMIACTCS IIPH IMPECHOBOTHOM
nepexone (Hanpumep, nkccla camwkaercs). ITO MOKET yKas3bIBaTh Ha 00Jiee CIOKHYIO
MOJICJIb PETYJISAIAN — IPSIMYIO KT OITOCPEAOBAHHYIO, BO3MOXHO, C y4aCTHEM KOPTH30J1a
[Guh, Lin, Hwang, 2015]. B kwuimieuyHuke y CaMOK, HampOTHB, OOHAPYKCHBI
OTPHIIATEILHBIC KOPPEISAIIUU MEXITy TeHaMH MPOJIAKTHHOBBIX perenTopoB ¢ atplald u
nkccla, 4To MOXKET CBHAETEILCTBOBATh O PA3HbIX MEXaHHW3MaxX PEryJISIUH B Pa3HBIX
opranax (Tabmuna 2).

C TOUYKM 3peHMsI aJanTaiuu, 0ojee BhIpaKCHHAS OCMOPETYJIATOPHAS PEaKIus Y
CaMOK MOXET OBITh CBsi3aHa C (PU3MOJIOTUYECKON HArpy3KOW: B HEPECTOBBIN MEpHO.
Macca CaMOK 3HAYMTENIbHO MpeBbIIaeT maccy camioB (4,94 r npotuB 2,73 1), 4TO

TpeOyeT 0oJiee aKTUBHOTO BOJIHO-COJIEBOIO 0OMeHa. Takum 00pa3oM, MOJI0BbIE pa3Inyus
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B PEryJSlMM SKCOPECCHM TIE€HOB MpU INPECHOBOJHOM aJanTaluyd MOLYT OBITh
pe3yabTaTOM KaK TOPMOHAJbHBIX, Tak M MOP(}o-(hU3HONIOrHuecKkux 0coOeHHOCTEH
0c00ei pa3HbIX IOJIOB.

[IpeacTaBieHHbIE [aHHBIE JIEMOHCTPHPYIOT, YTO NpPH NEPEXOAe TPEXUTION
KOJIIOIIKHM B MPECHYIO BOJY OCMOPETYJISITOPHAs MEPECTpoilka 3aTparuBaeT Kak >ka0pbl,
TaK U KALIEYHUK, OJIHAKO HauboJiee BhIpayKEHa OHA B KUIIEUHUKe caMoK. [loka3aHo, 4to
IKCIPECCHsl TeHOB KIIIOUEBBIX HOHHBIX TpaHcmoptépoB — atpla3, nkccla m nhe2 —
MOBBIIIAETCA Y CAMOK B KHIIEYHUKE, TOT/1a KaK y CaMIIOB 3HAYMMBIX U3MEHEHUI HE
HaOIroAaeTCs, 32 UCKIFOYEHUEM POCTa 3Kcpeccuu NCC. B To ke BpeMs B xabpax y o0enx
TI0JIOB CHIDKAeTCs dKcrpeccus NKccla, a Apyrue n3MEeHeHHsI MEHEe BBIPKEHBI U JIUIIIb
YaCTUYHO COIJIACYIOTCS C JINTEPATyPHBIMU JAHHBIMHU ISl IPYTUX BUJOB.

Ha ¢one 3tux paznuunii HaMu 0OHapyKE€Hbl OpraHocnenu(pUUHbIE U 3aBUCHUMbIE
OT 110JIa KOPPEISALUU MEXYy SKCIPECCUEN T€HOB MTPOJAKTHHOBBIX PELENTOPOB U I'€HOB
VWOHHBIX TPAHCIOPTEPOB, YKa3bIBAIOIIME HA BO3MOXHOE Yy4YacTHE IIPOJIAKTHHA B
PEryISIUU OCMOPETYJIATOPHOU PYHKIIUU MPEUMYILIECTBEHHO Y CAMOK. DTH PE3yJIbTaThl
MOJITBEPKJAIOT TUIIOTE3Y O 00JIee BHICOKON MIIACTUYHOCTH OCMOPETYJIATOPHON CUCTEMBI
y CaMOK U IIPEII0JIaratoT, YT0 0COOEHHOCTH BOJAHO-COJIEBOr0 OOMEHA KOJIIOIIEK CBA3aHbI

C TIOJIOM 0CO0€# 1 MPOJIAKTHHOBOM OCBIO B PEMPOIYKTUBHBIN MTEPHO/I.

4.4. I3MeHeHue IKCNPecCH FeHOB NMPOJAKTHHOBBIX PelenTOPOB M HOHHBIX
TPAHCHOPTEPOB B :KA0PAX U KMIIEYHHUKE O- U (D-CAMIIOB B MOJ1€JIU

THIEPIPOJTAKTUHEMHH B YCJIOBHAX MOPCKOH BO/IbI

[TockonpKy y caMIIOB B MOJICJIM TIPECHOBOAHOM aIalTalMK, B OTJIMYKE OT CAMOK,
He Oblla BBIABIICHA CHJIbHAS CTHMYJSALMS SKcrpeccuu Trena Pril, a taxke menee
BBIpOKEHBI 3(PPEKTHI, aCCOIMUPOBAHHBIC C JEHCTBHEM MPOJAKTHHA, OBIJIO PEIICHO
CPaBHUTH CAMIIOB Pa3JIMYHOTO HEPAPXUUYECKOTO TOJIOKCHUS Ha (DOHE CTUMYIISAIHH
HK30TE€HHBIM MPOJIAKTHHOM. YYacTHE MPOJIAKTHHA B POIUTEIIHCKOM ITOBEICHUN CaMIIOB
KOJIIOIIEK JIaBHO M3BECTHO M TMOKA3aHO, OJTHAKO JTAHHBIX O BOBJICUYCHHUH TPOTAKTHUHOBOMN

ocu B (pa3y KOHKYPEHIIUH MKy caMIlaMK JI0 CUX IMOp OCTaércsi HemzyueHHbIM [Ruiter

de et al., 1986; Slijkhuis et al., 1984].
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YcraHoBIIEHHE HUCpapxmu cpeaun caMIOB IIO3BOHOYHBIX KJIaCCUUYCCKU
aCCoOOMHPYCTCA C II0JOBBIM CTCPOMIHBIM TOPMOHOM TCCTOCTCPOHOM. Y  H#H3mmx
MMO3BOHOYHBIX aKTUBHOU (1)OpMOI>'I AHJAPOIrcHa ABJIACTCA HC TOJIBKO CaM TCCTOCTCPOH, HO
u 11-keToTecTocTepoH, M KOHILEHTpalus OOOMX 3THX AaHAPOTEHOB B IUIa3Me pbIO
IMOJIOKUTCIIBHO KOPPCIUPYCT C IIOJTOKCHHUECM CaMIld B UCPAPXHUH. IT0 OBLJIO ITIOKA3aHO JJIA
psaga pei0, Bkaoyas Oreochromis mossambicus, Oreochromis niloticus, Cichlasoma
dimerus, Astatotilapia burtoni [Golan, Levavi-Sivan, 2013; Huffman et al., 2012;
Maruska, 2015; Maruska et al., 2022; Maruska, Fernald, 2010; Oliveira, Almada,
Canario, 1996; Parikh, Clement, Fernald, 2006; Pfennig et al., 2012]. [dns >Tux BUAOB
IIOKa3aHoO, 4YTO YPOBHHU o0oux AHAPOICHOB YBCIIMYHBAIOT PCIIPOAYKTUBHOC ITIOBCACHUC,
arp€CCUBHOC IMOBCACHHC IIO OTHOIICHHIO K APYIHMM CaMIaM, a TAKKC YXa)KHBAHUC 3a
CaMKOH.

[IponakTHH U TECTOCTEPOH Y PHIO (PYHKIITMOHAIBHO CBSI3aHbI, OJIHAKO HEOOJBIION
00BEM JIUTCPATYPHBIX JdHHBIX IIPOTHBOPCYNB. TaK, JJIsI MOPCKOTI'O OKYHA ITIOKAa3aHO, YTO
TECTOCTCPOH, B OTIMYMUC OT 3CTPaAuOJia, HEC AKTUBHUPYCT IMPOMOTOP HHM OJHOI'O IrcHa
IIPOJIAKTUHOBOI'O pPCOCIITOPAa, a A M033M6HKCKOﬁ TUJIaIITMKN HU3BCCTHBI JAaHHBIC,
COIJIaCHO KOTOPBIM IMPOJIAKTUH CTUMYJIIUPYCT CCKPCUUIO TCCTOCTCPOHA rOHalaMU TOJIBKO
y HepecTsamuxcs camioB [Huang et al., 2007; Rubin, Specker, 1992]. Takum o0Opa3zom,
MOYKHO ITPEIIIOJI0KUTh BOBJICYEHHUE MPOJAKTHHA B UEPAPXUIO U Yy CAMLOB TPEXUIIION
KOJIFOIIIKHA.

[TomyyeHHnsie B pamMKax JaHHOW pabOThl pPE3yNbTaThl I[MOKA3bIBAIOT, YTO
MPOJIAKTUHOBAS OCh O- U (D-CAMIIOB HEOJMHAKOBO pearupyer (MoCpeACTBOM U3MEHEHUS
HKCIPECCUU T€HOB MPOJIAKTUHOBBIX PEUENTOPOB) HA TUIEPIPOIAKTUHEMHUIO B YCIOBUSAX
MOpPCKOH BOjbl. Takke nake Oe3 MPECHOBOIHOH aJanTalldd 3TO COIPOBOXKIACTCS
U3MEHEHUEM  DKCIPECCMH  T'E€HOB  HEKOTOPBIX  HMOHHBIX  TPAHCHOPTEPOB B
OCMOPCTYJIIATOPHBIX TKAHAX CaMIIOB. CoryacHO M3MEHEHHUIO 9KCIIPECCUN HN3YUYCHHBIX
I'CHOB, a TAKKC KOPPCIIIIUU MCIKAY HUMU, 6I)IJ'II/I COCTAaBJICHBI CBOJOHBIC CXCMbI IJIAd O- U

-camiioB (Pucynok 43).
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PucyHnok 43 — CBoaHas cxeMa U3MEHEHHUsI SKCIIPECCUH T'€HOB HOHHBIX TPAHCIIOPTEPOB B
TKaHU ka0p U KULIEYHUKA O- U O-CaMIOB IOCJI€ BBEJCHHS IMPOJAKTUHA B YCIOBHUSAX
Mopckoi Boabl. IIpencTaBieHbl TOJBKO 3HAUYMMBIE U3MEHEHHS HKCIPECCUU (CTPENKU
BBEPX U BHHU3), U 3HAYMMbIEC KOPpESIMU (KPACHOW JMHHUEW IMOJIOKUTEIbHBIE, CUHEH
JUHUEH OTPULIATENIbHBIC)

Pa3nnune B peakuyu caMIlOB pa3HOTO HEPAPXUUYECKOI0 IOJIOKEHHS Ha BBEJICHUE
NPOJIAaKTHHA OOHAPYKUBAUCh B KOHIICHTpanuu HoHOB K' B mina3me: y o-, HO HE ©-
camIioB Ha (DOHE BBEJICHUS MPOJIAKTHHA 3TOT MOKa3areib yBennuusaics (Pucynok 29).
MHTEpecHO OTMETHTh, YTO MPOJAKTUHOBAS OCh HA YPOBHE JKCIPECcCHUH TeHOoB prira u
prirb HeomuHAaKOBO MEHSIETCS Y O1- U ®-CAMIIOB MTOCIIE BBEICHUS MTPOJIAKTHHA. Y 0l-CaMIIOB
B TKaHU >Ka0p yBEJIMYMBAJIACh SKCIPECCUS] TEHOB 0OOMX MPOJAKTHHOBBIX PELENTOPOB
prira u prlrb, B Tkanu kuieyHuka sKcmpeccust reHa prira yBemuumBaiack, prirb —
ymenbpmianach (Pucynok 30, 31). CnenoBarenbHO, MOXHO MPEANOJIOKHUTh, YTO TOJ
BJIMSIHUEM  TMpOJaKTHHA y  0-CaMIlOB MOTCHLUMAJIbHO TKaHb kabp  Oyzder
CEHCHUOWIM3UpPOBAaHA K JIEUCTBUIO NPOJIAKTHHA, TO €CTh T'OPMOH MOJIOKHUTEIHHO
pEeryaupyer SKCHPECCHIO PELEnTOpOB. Y ®-CaMIIOB U3MEHEHHE B JKCIPECCUU T'€HOB
NPOJAKTUHOBBIX PELENTOPOB B OCMOPETYJSTOPHBIX OpraHax BBISIBJICHO HE ObLIO
(Pucynkwu 30, 31). Bmecre ¢ 3TUM U y 0-, 1 Y ®-caMIIOB B xabpax ypoBau MPHK reHoB
000MX MPOJIAKTUHOBBIX PELENTOPOB MOJOKUTEIBHO KOPPETUPOBAIH APYT C APYTOM, YTO
TOBOPHUT O COPETYJISIITUU O00UX MPOJIAKTHHOBBIX PEIenTOpoB (Tadm. 3).

VY a-caMIOB B jka0pax yBeIMUMBAJIACh IKCIpeccus reHa atplad, v nonoxuTeabsHo

KoppenupoBaia ¢ dkcrpeccueit reHoB prira u prirb (Pucynok 336). B Tkanu kumeyHnKa
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0L -CaMIIOB YBEIHMYMBAIIACH KCIIpeccus TeHa NKCC2, MONI0KUTENBHO KOppEIupyomiast ¢
aKcIpeccueld TeHa prira m orpunarenbHo — ¢ skcnpeccuei reHa prirb (Pucynok 3560).
Okcmnpeccusi rera prirb, ymeneimaromasics Ha (oOHE BBEICHHUS MPOJIAKTHHA, TAKKE
OTpULIATEIBHO KOpPpEIUpoBalia ¢ 3Kcnpeccuerd reHa atplal B kumiedyHHWKE O-CaMIOB,
KOTOpasl yBEJIUYMBAJIACh MOCIIC BBeIeHU MpojiakTrHa (PucyHok 326).

Y o-camM1i0oB MOJ BIMUSHUEM SK30I'€HHOI'O MPOJAKTHMHA HW3MEHWIACh TOJIBKO
IKCIIpeccHs T'eHa eCac B xabpax B cTopoHy cHIbKeHus (Pucynok 36a). Dkcrpeccus reHa
ecac Takke IOJIOKUTEIbHO KOppemupoBaia ¢ dKcmpeccued rena Prirb, uro maér
BO3MOXKHOCTH MIPEIMTOJIOKUTD X (DYHKIIMOHAIBHYIO CBSA3b, OJTHAKO 3TOT 3P PeKT TpedyeT
JAJbHEUILIETO U3YYEHUS.

OOwmuit TpeHJ U3MEHEHMH SKCIPECCHM T'€HOB MPOJAKTHHOBBIX PELENTOPOB U
MOHHBIX TPAHCHOPTEPOB B OCMOPETYIATOPHBIX TKAHSIX O- U (M-CAMIIOB KOJIOIIKU
CBUJETEIBCTBYET B IOJIb3Y OOJbLIEH 3aBUCUMOCTU OCMOPETYJIATOPHOM (DYHKIHMU OT
IPOJAKTHHA y 0-CaMIIOB IO CPABHEHHUIO € ®-camIiiamMu. Takum o0pa3oM, HECMOTPs Ha TO,
YTO paHee B MOJEISAX MPECHOBOAHOMN aJaNTalliid HAMH HEe OBUTO BBISIBICHO MOBBIIICHUE
skcrpeccur TeHa Pril y camioB, MpoOJakTHH MOXKET ObITh BOBJICYEH B IMPOIECCHI
JOMUHUPOBAHUS W YCTAHOBJICHHS HEPapXUHM CPEAH CaMIIOB B HEPECTOBBIA MEPHO.
AJbTepHAaTUBHOE OOBSICHEHHE MOJIYYEHHBIX PE3YJIbTaTOB MOYKET OCHOBBIBATHCS HA TOM,
4YTO y ®-CaMIOB JOKa3aH Oojee cliaOblii SHIOKPUHHBIM CTaTyC MO CPAaBHEHUIO C O.-

caMIlaMH, YTO MOXET BKIIIOYATh U MPOJIAaKTHHOBYO ock [Maruska et al., 2022].

4.5. N3MeHeHue IKCNPecCd reHOB ONICUHOB B CETYATKE Y CAMOK M (-CAMIIOB
B MO/IeJIM COYETAHHOM OCTPOI U XPOHUYECKON MPECHOBOIHOM alaNTaALMU

U MOJECJIU THNIIEPIPOJTAKTHHEMHUN B YCIIOBUAX MOpCKOﬁ BO/bI

B nanHoli rnaBe mpencTaBiI€HO OOCYXIACHHE Pe3yJbTaTOB, OMYyOJMKOBAHHBIX B
cratbe [laBrnoBoi u coast. [Pavlova et al., 2022].

Dkcrpeccust TeHa SWS1 y caMOK TpEXUTIION KOJIOMIKU B YCIOBUSX MPECHOBOIHOM
ajanTanuyu HE HAaXOOUTCS II0J KOHTPOJIEM IIPOJIAKTMHA, B OTJIWYHUE OT CaMIIOB.
Paznuunbiii otBeT niposiakTuHOB (Pril u pri2) camok u o-camIoB TPEXUTIION KOJIOIIKH

Ha OCTPYIO M XPOHUYECKYIO MPECHOBOJHYIO aJaNTallMI0 YaCTHUYHO MOATBEPHKIACTCS
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OTCYTCTBHEM Y CaMOK W HaJHYMeM Yy 0-CaMLOB MPOJaKTUH-HUHIYLIHPOBAHHOTO
UHTUOMPOBAHUS JKCOPECCHU TeHa SWS1, KOIUPYIOLIEro KOPOTKOBOJHOBBIN OIICHH
SWS1, dyBcTBUTENBHBIH B YIbTpaHOIETOBO-CHHEW O00JIACTH CIEKTpa, B TKaHU
cetuatku (Pucynoxk 38a). Uto npumedaTenbHO, B CETYATKE TJ1a3a CAMOK KOJIIOIIEK IOCIe
OCTpOH aJanTanyy K MPECHOH BOJie dKCIpeccus TeHa SWS1 moBbIIanack, HO B TPYIIIE
XpOHMYECKON ajanTalud 3TOT TIOKa3aTelb OBUT Ha YpPOBHE, COIMOCTaBHMOM C
KOHTPOJIBHOM Ipynnoi. BBeneHne nposakTuHa He OKa3bIBajIO BIMSHUS HA DKCIPECCUIO
rena SWS1 (Pucynok 386). [1o106HbIH 3 HEeKT MOKHO CBSA3aTh C BO3MOYKHOU PEryJIsIUcii
IKCIIPECCHUU T€Ha ONCMHA SWS1 B ceTyaTke riia3 caMOK KOJIIOIIEK CO CTOPOHBI KOPTH3071a,
SIBIISIONIETOCS. KIFOYEBBIM TOPMOHOM OCTPOM MPECHOBOJHOM aJanTalud y pbIo
[Watanabe, Itoh, Kaneko, 2016]. B psine paboT Ha MJICKONUTAIOIIMX OMMCAHO BIIMSHUC
KOPTH30J1a Ha OOJBIIMHCTBO CTPYKTYp TJa3a, BKIIIOUYAsl CETUYATKY M (POTOpPELENTOPHBIC
kiaetku [Sulaiman, Kadmiel, Cidlowski, 2018]. Oanako mojgo0HOE MPEANoIOKEHUES
TpeOyeT JajbHenero 0oee 1eTalbHOro u3yueHus. B ceTuaTke ria3a a-camiioB ocTpast
NIPECHOBOJIHASL aJIamNTallisl COMPOBOXAANACh CHIDKEHHEM OKCIpecCHH reHa SWS1, B
OTJIMYKE OT CAMOK, Y KOTOPBIX HaOJI0/ajIoch MOBBIIEHHE ero skcnpeccuu (PucyHok
38a). U3menenme skcmpeccuu TeHa SWS1 y o-caMIIOB YacTUYHO COTJIACyeTcsl C
JUTEPATYPHBIMU JAHHBIMH ISl OOIIIEH TOMYJISIUMU: TI0 JAHHBIM JPYTUX UCCIIeI0BaTeneh
JKCIIpeccus reHa SWS1 B TKaHU ceTYaTKH Oblila BbIILIE Y PE3UACHTHBIX MOPCKUX KOJIOIIEK
B CPAaBHEHHH C PE3UICHTHBIMU MpecHoBoHBIMU [Rennison et al., 2016]. OqaoBpeMeHHO
C 3TUM NPU XPOHUYECKON NMPECHOBOAHOM aJanTallly dKCIpeccus reHa SWS1 B ceTuarke
0-CaMIIOB KOJIIOLIEK HE OTJIMYaJach OT TAaKOBOM B KOHTpoibHOU rpymre. [lockonbky
3¢ deKT MpecHOBOIHON aanTally Ha IKCIPECCHIO TaHHOTO TeHa HAaOII0AaeTCsl TOJIBKO
B MepBble 24 9, MBI TIPENIOIaraéM ero MpoJIAKTHH-HE3aBUCUMBINA XapaKTep B MOJETHU
IPECHOBOIHOM alanTallii ¥ BO3MOXKHOE BIMSIHHE KOPTH30J1a Ha SKCIIPECCHIO TeHa SWS1
y a-camiioB. HecmoTps Ha oTcyTcTBue dddekxra 72-9acoBoii MPECHOBOIHON aanTaliuu
Ha 9KCIIPECCHUIO reHa SWS1 B ceTuaTke rias3a o-CaMI[0B KOJIOIIEK, BBEIEHHUE 3K30T€HHOTO
MPOJIAKTHHA B TeueHue 72 4 npuBoauiio k €€ cHwkeHuro (386). IlogoOubiii apdext
MOKET OBITh OOBSICHEH TEM, UTO TPH TEPEXO0JIe B IPECHYI0 BOAY dKcmpeccus reHoB pril

)41 pr|2 Yy <aMIOB HE€ IIOBbIIIAJIACHh, H, CJICAO0OBATCIbHO, B MOICIIH HpCCHOBO,Z[HOI\/’I
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ajanTtanuu oTcyTcTBHE 3()(PEeKTOB, OKa3bIBAEMBIX HA CETYATKY MPOJIAKTHHOM, MOMKET
ObITh OOBSICHEHO OTCYTCTBHEM YBEIWYCHHUS MPOJAKTHHOBON PETYyJSIUU CETYATKH.
Takum oOpazoM, reH SWS1, kKogupyromuii KOpOTKOBOJIHOBEIM ornicuH SWS1, B ceTuarke
J1a3a peryJupyeTcsl NPOJIaKTUHOM Yy 0-CaMIIOB, HO HE Y CAMOK TPEXUIIION KOJIFOIIKY.

CHIKEHHE SKCIPECCHH TeHa SWS2 y CaMOK U 0-CaMIIOB TPEXUIJION KOJIIOIIKU B
YCIIOBUSIX TMPECHOBOJHOM aJanTallii MOXET HWHAYUHUPOBAThCS MPOJAKTUHOM.
Dkcnpeccusi TeHa SWS2, KOIUPYIOIIETO OTICHH, YYBCTBUTEIBHBIA B CHHEW OOJACTH
CIIEKTpa, B CETYATKE IJ1a3a TPEXUTIION KOJIOIIKK MEHSIACh CXOKUM 00pa3oM y CaMOK U
(i-CaMIIOB, KaK B MOJIEJIM PECHOBOIHOM aJanTallu, TaK U MOCJIE€ BBEICHUS MPOJIAKTHHA
(Pucynok 39). Kak y caMOK, TaKk M y 0O-CaMI[OB IPH OCTPOH M XPOHHUYECKOMH
MPECHOBOJIHOM aJlanTaldd HKCIpeccus TeHa SWSZ2 B ceTyaTKe TJia3a CHIDKAJIACh.
AHanoruyHeiii 3pQPexT okazaso BBEAEHUE MNPOJAKTUHA B YCIOBHUSIX MOPCKOW BOJBI.
Takum 00pa3oM, MOKHO C BBICOKOM J0Jied BEPOSITHOCTU YTBEPXKIaTh, YTO CHUKCHUE
YyBCTBUTEJIIBHOCTH IIBETOBOT'O 3PEHHSI CAMOK M CaMIIOB TPEXUIIION KOIIOIIKU K CUHEN
00JIaCTH CIIEKTpa B YCIOBUSX MPECHOBOJHOM aanTaliy OMOCPEIOBAHO MPOJIAKTUHOM.
Taxke HeIb3s HCKIIOYATh BO3MOXHBIA d(h(EKT KOpPTH30JIa, KOTOPBIA TaKkKe
KJIACCUYECKH aCCOLIMUPYIOT ¢ TPECHOBOIHOM ananTanueid peio [Watanabe, Itoh, Kaneko,
2016]. Ognako maHHOE MPEAIOIOKEHHE TPeOyeT OoJiee MOAPOOHOIO U3YUEHHS.

[ToBbitienne 3kcnpeccuu reHoB 2 u IwS y camMok u o-camIiioB TPEXHUIIION
KOJIIOWIKA B YCJIOBHSIX MPECHOBOAHOW aJanTallMd HE OMOCPEAOBAHO MPOJAKTHHOM.
Dkcmpeccust TeHOB rh2 u Iws, kKoaupyromKMX JIMHHOBOJHOBBIE orncuHbl RH2 n LWS,
YYBCTBUTEJIbHBIX B 3€JIEHON M KpacHOW 00JacTsIX CHEKTPa COOTBETCTBEHHO, B CETYATKE
IJla3 CaMOK TPEXUITION KOJIOWIKK [OBBIIAJACH IIPU OCTPOM U XPOHUYECKOU
npecHoBogHOM anmanrtanuu (Pucynku 40a, 4la), 4TO CBHUIETEILCTBYET B MOJB3Y
MOBBIIICHNUS YYBCTBUTEIBLHOCTH IIBETOBOTO 3pPEHUS K JUIMHHOBOJIHOBOMY H3IIyYEHHIO.
OpHako, MOCKOJIBKY ATOT 3(P(HEKT HE BOCIPOU3BOJIUIICS MPHU BBEJACHUU IMPOJIAKTHHA B
ycioBusix Mopckoit Boabl (Pucynku 400, 416), MOXHO TPEAINONOKUTH MPOJAKTHH-
HE3aBUCUMBIN XapakTep HW3MEHEHUs DSKCIPECCHMH JaHHBIX OINCHHOB. M3meHeHue
HKCIIPECCUU JAHHBIX OTICUHOB MPHY MPECHOBOIHOM aanTaluyd MOKET ObITh Pe3yIbTaTOM

BJIUSIHUS DCTPOTEHOB, ISl KOTOPBIX paHee ObUI MOKa3aH CTUMYJIUpPYOImUA 3P¢deKT Ha
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skcmpeccuto rh2 u lws B ceryarke oObikHOBeHHOM TamOy3uu Gambusia affinis [Friesen,
Ramsey, Cummings, 2017]. ¥ o-camIioB, B OTJIMYHE OT CaMOK KOJIFOIIICK, SKCIIPECCHUS
reHoB 2 u Iws B ceTuaTke a3 He MeHsUIACh TIPU alaNTallMK K IPECHOU BOJIE, U, KaK U
y CaMOK, HE MEHSJIACh B YCIOBUAX MOPCKOW BOJBI IOCJIEC BBEACHHS TMPOJAKTHHA
(Pucynku 40, 41). C omHOW CTOPOHBI, 3TO JOKa3bIBaCT IMPOJIAKTHH-HE3aBHUCUMBIN
XapaKkTep PEryJsiud JJIMHHOBOJHOBBIX OINCHHOB Yy CaMOK MU 0O-CaMIIOB TpPEXUTIION
KOJIIOIITKH, C APYTOM — MOKET MOATBEPKIAATh TUIIOTE3y O BO3MOKHOM MOJIOKUTEITHLHOM
BJIUSIHUUA SCTPOTEHOB HA 3TH OICHHBI y CAMOK, HO OCTaBIISIET OTKPBITHIM BOIPOC 00
OTIOCPEIOBAHHOM ITOJIOBBIMH TOPMOHAMH, a HE MPOJAKTUHOM, U3MECHEHHH IIBETOBOTO
3peHUs PIO B YCIOBHSIX MMPECHOBOIHOMN aamTaIlHH.

Takum 00pa3om, IIBETOBOE 3PEHHE Y CAMOK U (-CAMIIOB TPEXMIIION KOJIIOIIKU B
YCIIOBHUSIX TIPECHOBOJHOW afamnTaliii MEHSETCs HEOoJWHakoBOo. /[l camok mpu
XPOHUYECKON MPECHOBOJHOM ajanTalliy MOKa3aHO MPOJIaKTUH-3aBUCUMOE CHUKEHUE
9KCIPECCHH TeHa SWS2 ¥ MIPOJIAKTHH-HE3aBUCUMOE TTOBBIIIICHUE SKCITPECCUU reHOB 2 u
Iws. CouyeTaHHOE TMOBBINICHHUE YYBCTBUTEIBHOCTH 3PEHHUS CaMOK K JJTMHHOBOJHOBOM
00JIaCTH CIIEKTpa U CHUXKEHUE UYyBCTBUTEIHLHOCTH B KOPOTKOBOJIHOBOW CIOCOOCTBYET
Jy4dIlleMy Pacro3HABAaHUIO KPACHOTO U 3€JIEHOTO IBETa, YTO MOXKET UMETh KIIIOUEBOE
3HAUEHUE NJIs paclo3HaBaHHs IOJIOBOTO MapTHEpPa BO Bpemsi HepecTa. M3meHeHue
[[BETOBOTO 3pEHUS 0-CaMIIOB TMIPU TMPECHOBOJAHOW aJamnTalldd COMPSDKEHO C
YMEHBIIICHUEM  YYBCTBUTEIHLHOCTH B KOPOTKOBOJIHOBOW  YacTH  CIIEKTPa,
OTOCPEIOBAHHBIM TPOJIAKTUH-3aBUCUMBIM CHUKEHUEM JKCIIPECCUU TeHa SWS2, B TO
BpEMsI KaK KCITPECCHS TCHOB OCTAJIBHBIX OTICHHOB HE MeHseTcs. TeM He MeHee o 100Hoe
W3MCHCHUE TPAHCKPUIIIIMOHHON AaKTUBHOCTH CETYATKH (-CAMIIOB TaKXE MOXKET
CIIOCOOCTBOBATh UTOTOBOMY TOBBIIIIEHUIO YyBCTBUTEIHLHOCTH K JNTMHHOBOJIHOBOW YacTH
CIIEKTpaA.

MO>XHO 3aKJIFOUHTh, YTO aanTUBHBIC I((HEKTH MPOJAKTHHA TPU TPECHOBOTHBIX
MUTPANHSIX TPEXUTIION KOJTIOMIKH TIPOSBIISTFOTCS HE TOJIBKO B PETYJISIITUU BOJHO-COJIEBOTO

06MCHa, HO TaK>XC LIBETOBOI'O 3pCHHA, U OHX MOTYT Pa3jindaTbCd y CaMOK H O-CaMIIOB.
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4.6. 3MeHeHHe IKCIIPECCHU T'eHOB MPOJIAKTHHOB M NMPOJIAKTHHOBBIX pPelenToOpoB
B MO3re ¢-CaMI0B B CTAJIUM KOHKYPEHIIUHM U caMI0B B (a3e JeMOHCTPALNH

POAUTENbCKOT0 MOBeIeHUS

B paHHuUX paboTax, MOCBAMIEHHBIX POJIM TMPOJAKTHHA Yy CAMIIOB TPEXHUIIION
KOJIFOIIIKK, OBUT BBIABIICH 3(M(EKT MPOITAKTHHOBOH CTUMYISAIHAN POJUTEIHCKOTO
MIOBEJICHUST CaMIIOB: TPU aJMHUHHUCTPAIMH MPOJIAKTUHA CaMIIbI, OXPaHSIIOIINE THE3/O,
Jaie 0OMaxuBajIM €ro IIAaBHUKaMH, YTO BeHTHIIMpyeT nkpuHku [Ruiter de et al., 1986;
Slijkhuis et al., 1984]. Dtu naHHBIC BHEPBBIC IMO3BOJIMIM YCTAHOBHTH Yy4YacTHE
IIPOJIAKTHHA B POJUTEILCKOM 3a00T€ Y KOJIIOIICK, OJTHAKO HA JAHHBI MOMEHT CTPYKTYPBI
MO3Tra, BOBIICYEHHBIC y CaMI[OB B 3TOT IMPOILECC M YYaCTHUE PA3HBIX MPOJAKTUHOBBIX
penenTopoB B HEM ObUTH HE M3Yy4eHBI. VIHTEpecHO, 4TO aJMHHHUCTPAIMS OKCHTOITMHA,
(YHKIIMOHAJIBLHO CBS3aHHOTO C TIPOJIAKTHHOM, TaK)Xe IPHBOJUT K YBEIHUYCHHUIO
POIUTEILCKOTO MOBEICHHS caMIoB Kosmomek [Dan et al., 2024].

B nannoit paboTte nMpoBeAeHO CPaBHEHUE SKCIIPECCUH T'€HOB MPOJIAKTHHOBOM OCH:
oboux mponakTiHOB Pril u pri2, a Taxke ux peuenrtopos prira u prirb — B Tkanm mo3ra
(BMecTe ¢ TUIO(HU30M) Y 0-CaMIIOB B HEPECTOBOM TMEPHOJIE U CAMIIOB Ha THE3/1e. JTH JIBE
(a3bl HepecTa ObUTH OTOOPAaHBI C OTHOM CTOPOHBI KaK KIHOYEBBIE, C IPYTOil CTOPOHBI, KaK
Har0oJIee MPOTUBOITOJIOKHBIC 110 MOBEJICHUIO caMIla. BBUTIO BEIIBUHYTO MPENITOIOKEHHIE
O HEOJMHAKOBOM HW3MCHEHHH JSKCIPECCHH TEHOB IPOJAKTHHOBOW OCH B MO3re B
UCCIICIOBAHHBIX TPYIINaXx.

[Ipy cpaBHEHWUHU SKCIPECCHH T'S€HOB 3JICMCHTOB IPOJAKTHHOBOW OCH B MO3Te
MOPCKHX 0i-CAMIIOB TPEXHUTIION KOJIIOIIKY B HaYaJie HEPECTa ¢ caMIlaMH, OXPAHSFOIIIMMU
THE3MI0 C KJIQJKOW WKpHI, ObUTa OOHApy)keHa MOBBIIICHHAs 3Kcrpeccus reHa prirb y
camIioB, oxpasstomux rHe3n0 (PucynHox 426). Takum 00pa3oM, MO3r CamIlOB,
TPOSIBJISIFOIIUX POJUTEIIBCKOE MOBEICHUE, CTAHOBUTCS 00JIee YyBCTBUTEIICH K JICHCTBUIO
nposakTHHA. JlaHHbBIE, TOTYYCHHBIC B HACTOSIICH paboTe, TOTIOMHSIIOT YKE HMCIOIITHECS
B JINTEPAType, U HA UX OCHOBAHUN MOYKHO MTPEAITOJIOKHUTD, YTO HIMEHHO MPOJIAKTHHOBBIN
perentop b y caMIIOB KOJIOIIKK UTPaeT KIFOYEBYIO POJIb B CTUMYJISILIUN POIUTEIIHCKOTO

IIOBCACHMUA.
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SAK/IIOYEHUE

B manHo#t paboTe BrepBbie A phIO MPOJIAKTHHOBAs OCh ObLIa paccCMOTpEHa B
KOHTEKCTE U OCMOPETYJSTOPHAX, U PENPOAYKTUBHBIX 3(PPEKTOB. Y CTaHOBICHO, UYTO Y
CaMOK OCHOBHO# TOMOJIOT MPOJIAKTHHA KoaupyeTcs reHom Pril. ¥ camiior B nepBbie 12—
18 yacoB MPECHOBOIHOM aanTaluy MPOUCXOANUT YBEITUUYCHUE SKCIIPECCUU T'eHa JPYToro
romoJiora nponaktuHa pPri2. Tlokasano, 4To B X0/ MPECHOBOIHON aJalTAllUU y CaMOK
10 CPaBHEHHUIO C caMIlaMH MEHSETCS DKCIpecchs OONBIIEro KOJUYEeCTBa 3JIEMEHTOB
MIPOJTAKTHHOBOM ocH. YyBCTBUTENBHOCTh K MPOJAKTUHY MO3Ta U Mouek 0osiee CUIBHO U
3aBHCHMO OT [10J1a MEHSETCS B X0/1€ IPECHOBOIHOM ajanTalliy [0 CPAaBHEHUIO C TKAHBIO
Xa0p M KUIIEYHUKA, /Ui KOTOPhIX HE OOHApYXKEHO IMOJIOBBIX PA3NIUyuil. Y caMOK IpH
IIPECHOBOIHOM a/IaliTalliil OCMOPETYIATOpHAsA (PYHKIMS TaKKe MEHSIETCS CHIIbHEE, YeM
y CaMIOB, U HM3MEHEHHME HKCIPECCUUM TE€HOB HOHHBIX TPAHCIOPTEPOB B Kabpax HU
KUIIIEYHUKE COPETYIHUPYETCs C MPOJIAKTUHOBBIMH perentopamu. Bmecte ¢ Tem, mpu
CTUMYJISILIH SK30T€HHBIM MPOJIAKTUHOM Y CaMIIOB OBLIO MOKa3aHo Hanmuuue dddexra Ha
HKCIIPECCUI0 TE€HOB HOHHBIX TPAHCIOPTEPOB 3Ka0p M KHUILIEYHHUKA, 3aBUCHUMBIA OT
MIOJIO’KEHUS caMIla B uepapxuu. g camIioB MpeanooKeHO ydacTue MPOJaKTHHOBOTO
perenTopa 6 B pOAUTEIbCKOM ITOBEACHUH.

BrniepBbie 1151 ppIO M3ydeHO BIMSHHUE TPECHOBOAHOM a/lalTalliy U MPOJaKTHHA Ha
IKCIIPECCUI0 TEHOB ONCHHOB B CETYaTKE W aJalTallli0 I[BETOBOTO 3pPEHUs, TaKKe
3aBHCUMYIO OT ToJia ocobeid. [lomyueHHble JaHHbBIE MO3BOJISIOT 3aKJIIOUYUTh O BIUSHUU
NpOJaKTHHA Ha IIBETOBOE 3pEHHE KOJIOUIEK, TMPOSBIAIONICECS TO-pa3HOMY B
3aBHCHUMOCTH OT MoJia. [’ 100anbHbIi TPEeHA — CHUYKEHUE YyBCTBUTEIIBHOCTH LIBETOBOTO
3peHUs] B KOPOTKOBOJIHOBOM 00JacTH CHEKTpa MpU MPECHOBOJHON aJanTaluid — MOXKET
OBITH OOBSICHEH O0JIee HU3KOM MPO3PAYHOCTHIO IPECHON BOJIBI 110 CPABHEHHUIO C MOPCKOM
U B pe3yJsbTare, 60jee ObICTPHIM paccessHUEM CBETa KOPOTKOBOJIHOBOM 00JIaCTH CIIEKTPa.
Kak cneactBue, B MpecHO# BOJIE 3peHHE B CHHEH 001acTH CIIEKTpa HeaJanTUBHO.

JlarnHast paboTta mepBasi, B KOTOPOH MPOJIEMOHCTPUPOBAHBI Pa3IUYHbBIC IS PHIO
pazHoro mona 3(QexTsl NpPoJaKTMHA BO BpeMsl MPECHOBOAHOIO IepexoAa Ha
OCMOPETYJISIIIUI0O W YyBCTBUTEIBHOCTh IIBETOBOTO 3peHms. Ilpenmomaraercsi, d9To

IPOJIAKTUH aJallTUPYCT OPraHru3m TpéXI/IFJIBIX KOJIOHICK K YCJIOBHUAM HpeCHOﬁ BOJBI B
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3aBUCUMOCTH OT I10JIa, 4 Y CaMUOB €II€ B 3aBUCHMOCTH OT IOJIOKEHUS B UEPAPXUU.
Takum oGpazom, penpoayKTUBHBIE 3((EKTH MPOJAKTHHA MOTYT MPOSABIATHCA €HIE y
HU3IINX TO3BOHOYHBIX.

MexaHu3mbl, 00YCIOBIUBAIOIIUE aaNTAIIMIO aHAIPOMHBIX PBHIO K MPECHON BOJIE
BO BpeMs MUTIpallMd, OCTAIOTCS HM3YYEHHBIMU HE TMOJHOCTBIO, & HM3BECTHBIE OOIIUe
MPUHITUITBEI TOPMOHAIBHON PETYIISIIIUU BOJIHO-COJIEBOTO OajaHca y MUTPUPYIOIIHUX PbIO
TpeOyIOT YTOYHEHHS], TOCKOJIBKY MOTYT CYIIECTBEHHO Pa3iNyaThCsl y CAMOK M CaMIIOB.
[IponakTrHOBasi OCh, paHee HE CUMTABIIASCA CBSI3aHHOM C MOJIOM pPHIOBI B KOHTEKCTE
IIPECHOBOJIHOM aJanTaluy, MOXET HMMEThb Tropa3lo 0ojee CIOXKHBII MEXaHU3M
OCYUIECTBJIEHUSI CBOMX (DYHKUUWA, KOTOPBIM, HECOMHEHHO, MIPEICTABIIAET UHTEPEC IS

,HaHBHCP'IIHCF O U3YUCHHUA.
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aculeatus k mpecHO# Boj€ NPU CHIDKEHHH COJIEHOCTH — pealln3aliusi KOTOPOW TaKKe
3aBHUCHUT OT I10J1a 0COOU.
6. YcTaHOBIEHO, YTO NIPU peanu3aliyi poOJAUTEIbCKOTO MOBEAEHUS MO3I CaMILIOB
CTaHOBUTCSl 00Jiee YYBCTBHUTENEH K TMPOJIAKTHHY 3a CUET POCTa DKCIPECCHUU TeHa

IPOJIAKTHUHOBOTO perenTopa b.
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CIIMCOK COKPAIIIEHU U YCJIOBHBIX OBO3HAYEHUI

ME — MexnyHapoHas eIruHuIa

[TA — mpecHOBO/IHAS aJanTalus

TXY — TpuxiiopykcycHas KUcjioTa

atplal — ren ala-cyonseaunuiibl Na'/K*-ATdas3er
atpla2 — ren o2a-cyonreaunuibl Na' /K -ATdas3er
atpla3 — ren a3a-cyoneaunauiiel Na'/K -ATdassl
ecac — red kanana ECAC psi0

ECAC — smuremmansubii Ca?*-kanan

ncc — rer NCC-tpancnioptépa psid

NCC — Na*/Cl-koTpancmoptép

nkccla — rer NKCCla-tpancnoptépa pbio

nkcc2 — rer NKCC2-tpancnoptépa psio

NKCC — Na'/K*/2CI-xotpancnopTép

nhe2 — rer NHE2-o6MmeHHMKa phIO

nhe3 — rea NHE3-o6MmeHHMKa pHIO

NHE — Na*/H*-o0MeHHHK

OPrl — oBeuwnit nposakTHH

prll — ren mponakTHHA PHIO

Prl1 — mponakTus psIO

prl2 — red nmposakTHHITOIOOHOTO TOPMOHA PHIO
Prl2 — nmponakTHHITOOOHKI TOPMOH PBIO

prira — rex npoJIaKTHHOBOTO perenTopa a PeIo
prirb — ren nponakTrHOBOTO perenTopa b peIO
Iws — ren orcuna LWS pri6

rh2 — ren oncuaa RH2 pri6

swsl — ren orncuna SWS1 ps16

sws2 — ren orcuna SWS2 poi6
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BJIAT'OJAPHOCTH

ABTOp BBIpaKaeT TIIyOOKyio OsarogapHocth Omnbre BsuecnaBoBHe
CMUPHOBOM 32 UyTKOE PYKOBOJICTBO, LIEHHBIE COBETHI, TOMOIIb U TOAAEPKKY
Ha BCeX Jramax wuccienoBanus; TaresaHe BnagumupoBne HepermHou 3a
NOAAEPKKY B METOJOJOTMYECKOM YacTH W TOMOIIb B OpPraHu3aluu
uccienoBanusi; TarbaHe AjekcanapoBHe banakuHoOl 3a MOpajbHYIO,
MOTHBAllMOHHYIO TOAAepkKy; Tarbsane AHatosibeBHE IllenkyHOBOM 3a
oOcyxaeHue pesyiabraroB; Haranbe CepreeBHe CUPOTHHON 32 MOPAIBbHYIO
noaaepxky; Ilonune AunekcanapoBHe AOpamMuUYeBOW 3a MOTHUBALMIO U
MOpAJIbHYIO ~ TOAAepkKy; AnpOune PadawnoBne ['m3aTynuHoi 3a
TEXHUYECKYI0 Tmomoib;, EnuzaBere JmutpueBHe CHurupeBou 3a
MOTHBAIMOHHYIO TOAAEPKKY.

ABTOp BbIpaXkaeT OTAEIbHYIO OJarogapHocTh Asiekcanapy bopucosuuy
[letnmuHy 3a BO3MOXHOCTh pabOTaTh Ha OEIOMOPCKON OMOIOrHYeCcKOn
cranuuu MI'Y um. H.A. IlepuioBa u Aunpero Auapeesuuy [IpyTkoBckoMy 3a
BO3MOKHOCTb IPOBEICHUS SKCIIEPUMEHTOB B aKBapUaJIbHOM KOPITyCE.

ABTOp BbIpaKaeT OOJIbIIYIO OyarofapHocTh Enn3aBeTe AHApPEEBHE
Kmumanosou n Cunopenko Cetiiane BnagumupoBHE 32 TOMOIIb B OCBOCHUH
METOJIa aTOMHO-a0COPOITMOHHOM CHEeKTPOMETPUHM U  IPEIOCTaBIICHUE
BO3MO>KHOCTH pabOTHI Ha MpUOOPE.

ABTOp BBIpa)KaeT TIyOOKYyI OJaroJapHOCTh COTPYJIHHKaM Kadeapsl
(U3UOJIOTHH YeJIOBEKAa W KMBOTHBIX OMoJiornueckoro ¢axkynaprera MI'Y 3a
MOJIOKUTEIHHOE OTHOIIEHHE, BCECTOPOHHIOIO IMOMOIIb U HOIJIEPIKKY.

ATBOp BbIpaXaeT OO0JbIIYyI0 OJarogapHOCTh BCEM COTPYJIHUKAM
0€JIOMOpPCKON OMOJIOrMYECKOM CTaHIIMU 3a MOMJECPKKY U MOJOO0KUTEIIbHBIE

OMOIMH B XO/J€ BBIITOJTHCHUA pa6OTBI.
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ABTOp BBIpaXKaeT Ype3BbIUANHYIO OJAroJapHOCTh POJHBIM  3a
nojanepkky u Bepy: Bukropum Huxonaesne IlInunaskoBoi, Cepreto
Jmvutpuesnuy IlaBnoBy, Buomerre JmutpueBne I'opOyHOBOM, JIMUTpHIO
Cepreesuuy [1aBnoBy u Tamape CepreeHe JIemépoi.

ABTOp BBIpaXaeT OJIArOJApHOCTH JPY3bsIM 32 MOTHBAIIMOHHYIO
NOAJACPKKY U Bepy B ycnex padotel: Bacunune ['enzyn, Hatanbe 3opuHoi,
Banepun Comnunoii, Huxure Ilogkyiuenko, Tumodero CamcoHOBY,

BrnanpucnaBy Muxanesckomy, [lonmuae boraituyk, bornany CoTHUKOBY.



