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AnHotamms. OIMCaHO COBPEMEHHOE COCTOSIHUE HCCIICAOBAHMH HEKOTOPBIX (PU3HOIOrMYECKHX,
6I/IOXI/IMI/I'-ICCKI/IX, KJIETOYHBIX U MOJICKYJIAPHBIX MAapKEPOB CTPECC-OTBETA Y SHACMUYHBIX aM(bl/Il'IOI[
03. baiikan u Ipyrux HmpecHOBOAHBIX 3KocucTeM. OOCYKIaloTCs TMOCIETHUE JTOCTHKEHUS B 3TOil
001acTy, a TakKe MepCreKTHBBI Oy IyIMX HcciaenoBaHuil. baiikanbckne aMUIOAb! SBISIOTCS BaX-
HelIel 4acThlo OEHTOCHBIX COOOIIECTB 03epa, KOTOPhIC B TOCIEIHUE TOJbI TOJBEPKEHBI CYIIe-
CTBEHHOH aHTPOIOTeHHOW HArpy3Ke W BO3ACHCTBHIO M3MEHEHHMsS KiuMara. B xone mpoBenEHHBIX
HCCIIeIoBaHU yHa€Tcs BEISIBUTH TEMIIEPAaTypHBIE MPENOYTEHHS 1 TUaNa30Hbl yCTONYUBOCTH KIIFO-
YEeBEIX OCHTOCHBIX BHJOB aM(HIIO] K TEMIEPaTypHOMY (GakTOpy W K 3arpsi3HEHHIO COJISIMU TsDKE-
JIBIX MCTaJlJIOB. npe}lBapI/ITe.]'l]:HbIe JIAHHBIC YKa3bIBAIOT HAa BO3MOXXHOCTb IPUMEHCHHUSA OTACIBHBIX
BHJIOB JIUTOPaNbHBIX amdunon o3. baiikan B kauecTBe HHANKATOPOB IBTPOPUKAIUU. AyTIKOIOTH-
YECKHUEC HCCICAOBAHUA OTHUX pa|<006pa3Hblx IMMO3BOJIAIOT BBIABUTH BHYTPUBHUJOBYIO BapHallkiiOo B
YCTOHYMBOCTH K TeMIepaTypHOMY (akTopy, ONMpeneiauTb (pU3HOIOTHYECKHEe MOPOTU TEPMOTOJIE-
PAaHTHOCTH, OTPaHUYMBAIOLINE POCT U pa3MHOXKeHHe. OlLeHKa MOPOroB TOJEPAHTHOCTH U AUANa3o-
HOB TEMIIEPAaTypHOTO ONTHMyMa y aM(uIoa Ha OGMOXMMHUYECKOM YpPOBHE MOKa3ajla COOTBETCTBHE
3THX [MAlla30HOB 30HAM MPE/NOYUTACMBIX TEMIepaTyp. Pe3ynbTaThl HCCIEIOBaHUH MO3BOJSIOT
c/ieslaTh MPOTHO3BI O BO3JCHCTBHM JAJbHEWIIEro MOBBINICHHS TEMIEPaTyphl W aHTPOIIOT€HHOTO
npecca Ha npuopexHyo hayHy amdunox. Mccnenyercs koMuieke Hecrieu(UUecKnxX KISTOUHBIX 1
MOJIEKYJIAPHBIX MEXaHU3MOB cTpecc-0TBeTa. [loka3aHbl CTPYKTYpHO-(YHKIMOHAIBHBIE 0COOCHHO-
CTH CHCTEMBI O€JIKOB TEIIOBOTO II0KA, OTBEYAOIINE 32 PA3BUTHE TEPMOTOJIEPAHTHOCTH Y aMuIon
Eulimnogammarus cyaneus. VI3y4eHbl OCOOCHHOCTH AaKTHBALMM (EPMEHTOB AHTHOKCHIAHTHOM
CHCTEMBI IIPH CTPECCOBBIX BO3JEHCTBHAX y Pa3HBIX 3KOJOTHYECKUX rpynn ambunos. IlonyyeHHbie
JIAHHBIE IEMOHCTPHPYIOT BBICOKYIO CTEICHb BHYTPU- U MEKBHIOBOTO MONUMOphH3Ma GU3HOIOTH-
YEeCKHX U OMOXMMHMYECKUX peakiuii aMumnoa Ha cTpeccoBblie Bo3necTBHs. [IpH MOMOIIM METOI0B
TeHOMUKH, TPAHCKPHIITOMUKH M MPOTEOMUKH BEIETCS MOUCK TAaKCOHO-CIELM(PIIHBIX MOJEKYIISIp-
HBIX OMOMapKepOB CTPECCOBBIX COCTOSIHUH Y Pa3JIMYHbBIX S9KOJIOTHYECKUX Py aM(HUIIon.

KitoueBble ciioBa: amdpumonl, OnomMapkepbl, aHTHOKCHIaHThI, baiikan, BTII70, ctpecc, SHIEMUKH.

Jst nutupoBanusi: Guznonoruueckie # 6HOXUMHUYECKUEe MapKephbl CTPECC-0TBETa YHASMHYHBIX OaiiKkanbCKux
amdunoa: coBpeMeHHOe cocTosiHME M mepcrnekTuBbl uccienoBanuii / J{. C. bemynuna, X. M. Illarununa,
A. H. I'ypkos, 10. A. JIy6sra, K. II. Bepemaruna, E. B. Magssposa, /I. B. Akcenos-I'pubanos, M. A. Tumode-
e // Uszsectus Hpkyrckoro rocynapctBeHHoro ynuepcurera. Cepusi Buomorms. Oxomorms. 2018. T. 23.
C. 3-22. https://doi.org/10.26516/2073-3372.2018.23.3
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Beeoenue

OmHUM W3 BaXHBIX KPUTEPUEB MOHHUTOPWUHTOBBIX HCCIIEAOBAaHUI BOIOEMOB
SIBISIETCSl OIICHKA COCTOSTHHS KJIFOUEBBIX KOMIIOHCHTOB BOJHBIX 3KOCHUCTEM Ha
pas3HbIX TpoduuecKux ypoBHsX. [Ipu mpoBeeHNn OMOMOHUTOPUHTA YKOCUCTEMBI
UCTIONIB3YIOT OMOMHAMKALIMIO HA Pa3HBIX YPOBHAX €€ opraHuzauuu. Ha 6uoneHo-
TUYECKOM YPOBHE OICHHBAIOT TaKUE KPUTEPUH, Kak OOIIas YACICHHOCTh, BUJIO-
BOW COCTaB W pazHooOpasue, CIEeKTpP YKU3HEHHBIX (OPM, CIIEKTP OMOTOMMYECKUX
rpynn. Ha momynsiqMoHHO-BHJOBOM YPOBHE OLIEHHBAIOT IUIOTHOCTH, ITOJIOBO3-
PacTHYIO M 3KOJOTHUYECKYIO CTPYKTYpPY HOITyJsanuu. Ha opraHu3MeHHOM ypOBHE
y Tpe/ICTAaBUTENEH BUIOB-HHIMKATOPOB OMPEACISIOT (PHU3HOIOTHIECKUE U aHATO-
MHYECKHE MapaMeTpbl M IUIOJOBUTOCTb, & HA OMOXUMHYECKOM M MOJEKYJSIPHOM
YPOBHE OTIPE/IEISAIOT TIOKa3aTelli OMOXUMIYECKHX U KJIETOYHBIX IPOIIECCOB, a TAKXKe
COCTOSIHHE MOJIEKYJ OeJTKOB M HyKJIEMHOBHIX KucioT [Hamza-Chaffai, 2014].

Jis  Kaxaoro u3 ypoBHEH HEOOXOIMMO IPOBEJACHHE UCCIICIOBaHUIA,
HANPAaBJICHHBIX Ha BBISBICHUE MapaMETPOB HOPMBI U KPUTEPUEB-UHIUKATOPOB
CTPECCOBOTO COCTOSTHUS, YKa3bIBAIOIIUX HA HApYIIeHHWs B (DYHKIIMOHUPOBAHUHU
9KOCHUCTEMBbL. MeToibl OMOMHIMKAIIMM HAa OMOXMMHYECKOM M MOJICKYJISPHO-
KJICTOYHOM YPOBHE CTOSIT Ha MEPBOM MECTE MO UyBCTBHUTEIBHOCTH K HAJIMYHUIO
HEeONMaronpusATHBIX YCJIOBHH, MOCKOIBKY OHHU TO3BOJSIOT BBIABHTH KOJeOaHUs
(hakTOpPOB CPENbl, KOTOPBIC €IE 3aTPyAHUTEIHLHO O0OHAPYKUTEH HA 00JIee BEICOKUX
YPOBHSX OHOJIOTHYECKOM OpTaHU3aINH.

Torma xak st OMOIIEHOTHYECKOTO YPOBHS TaKMe KPUTEPHH yxe pa3padboTa-
HBL, U1 OoJiee TIyOOKMX ypOBHEW pa3paboTka MOJOOHBIX KPHUTEPHEB — BOMPOC
Oynymmx uccnenoBanuit. s baiikana cutyarus 0CIOXHICTCS YHUKAIBHOCTHIO
9H/IEMUYHON OEHTOCHOM (hayHBI C MHOKECTBOM HEHM3BECTHBIX OMOTHYECKHX B3a-
UMOJICHCTBHI, a TaKkKe OTCYTCTBHEM JIOCTaTOYHON HH(OpMaIluu 00 SKOJIOTHH,
(U3NOTOTHN 1 MOJIEKYJISIPHON OMOJIOTMU MHOTUX OEHTOCHBIX BUJIOB.

OnHolt U3 YHUKaJIBHBIX 0coOeHHOCTel baiikana siBisieTcsi BBICOKOE BHOBOE
pa3HooOpasre OSHTOCHBIX THIIPOOMOHTOB, COCTABISIONINX 3HAUYMTEIbHYIO YacTb
o6uopasznoobpasus ozepa [Kozhova, Izmest’eva, 1998]. B mocinexane ronsr pactér
YHCIO0 COOOUICHWH O MPHU3HAKAX Pa3BHUBAIOLIETOCS DKOJOTMYECKOTO KpH3HCA B
OeHTOCHBIX cooOImecTBax npuOpexHol 30HBI baiikama [Rapid ecological ...,
2016; Groundwater contamination ... , 2018], KOTOpPBI COMPOBOXKIAACTCS POCTOM
TEMIepaTypsl MNPUOPEKHBIX BOA B XOJ€ TIJO0ATBFHOrO H3MEHEHHUsS KIMMara
[Potemkina, Potemkin, Fedotov, 2018]. OTo akueHTUpyeT HEOOXOAMMOCTh Pa3-
pabOTKM METONIOB OIIEHKH COCTOSHHUS W MOHHUTOPHHTa OEHTOCHBIX COOOIIECTB
Baiikama, ocoOeHHO B IPHUOPEIKHOI 30HE.

3HAYUTENLHYI0 YacTh O0aWKaJIbCKOr0 MaKpO3000€HTOCA COCTABJISIOT aM(u-
nonel (Amphipoda: Crustacea). Ha ceromusimianii eHb B 03epe HACUUTHIBAETCS
276 BuaoB W 78 TMOABUIOB SHIACMHUYHBIX Oaiikambckmx amdbumon [Takhteev,
Berezina, Sidorov, 2015], koTopbie 4acTO JOMUHUPYIOT 110 YMCICHHOCTU U OHO-
Macce B OCHTOCHBIX COOOIIECTBaxX Ha BceX TNyOMHAaX o3epa OT JIUTOPAIH A0
abuccann. AMQUITONBI TpeACTaBIeHB OOJBIIMM YHCIOM Pa3HOOOPA3HBIX KH3-
HEHHBIX ()OPM M UTPAIOT BXKHYIO POJIb B OCHTOCHBIX MHUIIEBBIX CETAX KaK AETpHU-
todaru, Gurodaryu, magaNbIIMKK, XUIIHAKA, CAMOUOHTHI T'yOOK W MapasuThl, a

M3ssectus MpkyTcKOro rocy1apcTBeHHOr0 yHUBEPCUTETA
Cepust «buomorus. Jxonorus». 2018. T. 23. C. 3-22
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TaK)Ke SIBJSIIOTCS KOPMOBO# 0a30it st 0eHTOCHBIX pBIO [TaxTees, 2000]. Beé aTo
JenaeT 0alKalbCKUX aM(HIIO BaXKHEHIINM 00bEKTOM, YKa3bIBAIOIIUM Ha COCTO-
siHUEe OEHTOCHBIX COOOLIECTB 03€epa.

Llenpro MPOBOAMMEIX aBTOPaMH HACTOSIIETO 0030pa MCCIIETOBAHUN SBISET-
CA U3YYCHUC CHCHI/I(I)I/IKI/I OTBETOB OaMKaIbLCKUX SHACMUYHBIX aM(i)I/IHOII Ha BBI-
3BaHHBIC aHTPOIIOTCHHBIM BO3JEHCTBUEM KOJeOaHMsl aOMOTHYECKUX MapaMeTpoB
Cpenbl Ha Pa3InYHBIX YPOBHIX CTPYKTYPHOH opraHm3aiuu. Pe3ynmbrathl nccie-
JIOBaHI/II‘/’I BaXHbI 1JIA pa3pa60TKH METOJOB U MOJAXOJ0B IO NMPUMEHCHUIO THIPO-
OMOHTOB B KauecTBe OMOWHAMKATOPOB aHTPOIIOTEHHOTO BO3JCHCTBHS HAa YKOCHU-
cremy baiikana.

Pe3ynomamot u nepcnekmuesl UCC1e006AHUNL HPECHOBOOHBIX AMPUNOO
KAK NOMEHYUAIbHbIX OUOUHOUKAMOPOE AHMPONOZEHHO20 8030elicmeus Ha
axocucmemy 03ép (na npumepe o03. baiikan u opyzux sxocucmem)

buoyenomuueckuii yposenv. Pesynbrarel uccienoBanmii M. A. Tumodeena
CBUJICTENILCTBYIOT O Pa3lIMYHON YyBCTBUTEILHOCTH HAUOOIIee MACCOBBIX JIUTO-
paNIbHBIX BUIOB aMuIon K abuorudeckuM ¢pakropam cpensl [Tumodees, 2010].
Tak, OBbLIO BBISICHEHO, YTO T10 OTHOUICHHUIO K TEMIIEpaTypHOMY (akTopy HcCIeno-
BaHHbIC JIUTOPATBHBIC BUJIBI (OPMHUPYIOT CICIYIOMMHA PSIJl TEPMOTOICPATHOCTH:
Eulimnogammarus verrucosus (Gerstfeldt, 1858) = Eulimnogammarus marituji
Bazikalova, 1945 < Eulimnogammarus vittatus (Dybowsky, 1874) < E. cyaneus
(Dybowsky, 1874) < Gmelinoides fasciatus (Stebbing, 1899) [Tumodeen, Kupu-
yeHko, 2004]. Ilo OTHOIIEHUIO K CONEPKAHUIO PACTBOPEHHOTO KHUCIOPOA:
E. verrucosus = E. vittatus < E. cyaneus < G. fasciatus. 1o OTHOILICHHIO K TOKCH-
YECKOMY BO3JIeHCTBHIO xyopuaa kKammusi (Ha ocHoBe LC50): E. marituji <
E. cyaneus < E. verrucosus < E. vittatus = G. fasciatus [Tumodeen, 2010]. Kax
BUJIHO M3 pe3yJbTaToB, HauOoiee YCTOWYMBBIM K BO3JCHCTBHIO aOMOTHUYECKHX
(akTopoB cpenu Oaiikanbckux amduion ssisiercsa G. fasciatus.

Pesynprarel HaOMIOJEHWI 3a COCTAaBOM COOOIIECTB aM(HIION B Pa3HBIX
yuacTtkax noodepexbs 0yx. bon. Kotel Ha FOxxHoMm baiikane (puc. 1) u B qpyrux
TOYKaX I0KHOM M CeBEpHOM KOTNIOBHH baiikana yka3pIBaloT Ha TO, YTO B HaubO-
nee 3BTPO(HUPOBAHHBIX (110 €CTECTBEHHBIM MJIM AHTPOIIOTCHHBIM MPUYUHAM) WIIH
AHTPOTIOTCHHO-HAPYIIICHHBIX YYaCTKaX M00epexbsi 0ObIYHbIE JOMUHAHTHI U3 PO
Eulimnogammarus cmenstorcss Bugamu  G. fasciatus w  Micruropus vohlii
(Dybowsky, 1874). Oba Buga nmpuHaAJNEKaT K JIETHEMY KOMIUIEKCY IO CE30HY
pa3MHOXKEHHS, a TakXKe K JIpeBHEH QuioreHeTnmdeckord kimage Micruropodidae
[Transcriptome-based phylogeny ..., 2017], HeKOTOpbIe MPEICTABUTEIN KOTOPOH
MOTJIM COXPaHHUTh aJanTaluy K 6osee TEMIOMY U BIAXKHOMY KIMMaTy TPETHYHO-
ro mepuoja. YUumThIBas HU3BECTHBIE HaHHBIE IO ycroWumBoctu G. fasciatus x
abuotnveckuM (aKTopaM Cpeabl, STOT BUJI MOXKHO OTHECTH K OMOMHIUKATOPaM
noBbIeHHOW TpodHocTH. Ompenenenue ycroituuBocti M. vohlii HEoOXoauMO
HPOU3BECTH B OYIYIIHNX UCCIECIOBAHUSIX.

Honynayuonusiti yposenw. Illepcnekmugvl ucciedosanuti Ha OQAUKATLCKUX
amgpunodax. BUOMHANKATOPOB Ha MOIMYJSIIMOHHOM YPOBHE Cpein OaiKalbCKUX
am(uIox B HacTOsIEe BpeMs He BbIsiBICHO. OHAKO MHOXECTBO HCCIIEIOBAaHUN
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NPOBEJICHO Ha am(UIIogax W3 JPYTrUX MPECHOBOJHBIX dKOcUcTeM. IIpucyrcTBre
OTIpeIeNIEHHBIX 3arps3HUTENC, B OCHOBHOM HapyHIAOMMX (YHKIMOHUPOBAHUE
9H/IOKPUHHOH CHUCTEMBI, MOXKET OKa3bIBaTh APPEKT Ha POCT U Pa3MHOKEHHE aM-
¢urnon, BEI3BIBATE H3MEHEHUE MOBEICHYECKUX PEaKIMH, a TakKe nX (heMuHH3a-
mmto [Rodriguez, Medesani, Fingerman, 2007]. [loka3zano, 4To BIHUSHHE psiia Ta-
Pa3UTOB TaK)KE MOXKET MPUBOAMUTEH K U3MEHEHHIO MOBEICHUECKUX PEAKIUH U 1oa
y ampumon. Tak, ckp€OHH MOTYT BBI3BIBATH CYIICCTBEHHBIC N3MCHEHHS B TIOBE-
JIEHUH, KaK MmokazaHo Ha am¢unonax poga Gammarus [Grilo, Rosa, 2017]. Ilpu
3TOM TEpsIeTCs CIIOCOOHOCTh K M30eranuio XuliHukoB [Perrot-Minnot, Kaldonski,
Cézilly, 2007]. Mukpoctiopuanu ponaoB Nosema u Dictyocoela MOTYT BBI3BIBATh
dhemuaM3amio ampuIoa, 4ro ObUT0 MoaTBepXkAeHO Ha G. duebeni Lilljeborg,
1852 [Ironside, Alexander, 2015]. Mukpocnopuanuy, NpUHAJIEKAIIAE K 3TUM
IBYM pofiaM, Takke oOHapy>KeHbl B reMonuMde OaikanbCKUX BUAOB aMpHIIO, B
TOM 4HCJe JIUTOpaNbHbIX [Microsporidian parasites ..., 2015], uro yka3siBaeT Ha
BO3MOJKHOE 3HaYeHHE ATOT0 eKTa u 1 OEHTOCHBIX coobmiecTB baiikana.

Eulimnogammarus vittatus
Eulimnogammarus maakii
Eulimnogammarus cyaneus
FEulimnogammarus verrucosus

Eulimnogammarus marituji

| Gmelinoides fasciatus

Pallasea sp.

[ sterwropusvoni

Eulimnogammarus viridis

Brandtia sp. L
0 5 10 15 20 25 30
& Pedpepentnas Touka B Ilocenok

Puc. 1. IIpouieHTHOE COOTHOLIEHHE YHUCICHHOCTH aM(UIOA B BepxXHel JuTopanu (Iiy-
6una 0-0,5 M) roro-3amagHoro nodepexns 03. baiikain B 0yx. Boa. Kotel. Pamkoii BbIeICHBI
BUIBI, JOMUHHUPYIOIIKME B Kax1nol Touke cOopa. COoop amdumon npousBoamnu 1-5 aBrycra
2015, 2016 rr. Ha moGepexbe B LeHTpanbHON yacTu noc. boi. Kotsl (paiion craporo nupca,
ceBepHee ycThs p. bon. Kotel, 51°54'12.96" N, 105° 4'32.15" E). B xauectBe pedepeHTHOH
TOYKH ObLI BEIOpaH sk B Oyx. Baphauka (51°54'13.10"” N, 105°6'6.96" E).

PesynpraTel HeZaBHUX HCCIEAOBAaHUN IEMOHCTPHPYIOT Pa3HYO UyBCTBH-
TCJIBHOCTH CaMIIOB U CaMOK JIBYX HanboJiee MacCOBBIX BUJIOB aM(l)I/IHOJI B JIUTOpa-
nmu 03. baiikan — E. cyaneus u E. verrucosus. JIns npoBeneHus uccienoBaHui uc-
MOJIF30BAJIA CAMOK Ha TPeThel CTaJWH JIMHOYHOTO IUKJIA, KOTOPBIE yKe 00pa3o-
BaJIM TIPEKOMYJIBI ¢ camriaMu. [lockonpKy 00a BHIa pa3andaloTcs 1Mo Ce30HY pas-
MHOXeHUs, E. cyaneus cobupanu B HIOHE, a E. verrucosus — B KOHIIE OKTAOpS.
CaMOK ¥ caMIIOB aKKIMMHUPOBAJIU Pa3AeiIbHO MO MOy U MHOJABEPTajd OCTPOMY

U3sectust MpKkyTCKOro rocy1apcTBEHHOrO YHUBEPCUTETA
Cepust «buomorus. Jxonorus». 2018. T. 23. C. 3-22
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TeMIepaTypHOMy Bo3zaelcTBuio. O0a BHAa MPOJAEMOHCTPUPOBAIH Oojiee BBHICO-
KyI0 4yBCTBUTEIBHOCTH CAMOK K TakOMY BO3JeHCTBHIO, ueM caMiibl [Intersexual
differences ..., 2017]. JlanHble pe3ynbTaThl MOTYT CBUIETEIBCTBOBATE O BO3MOXK-
HBIX HETaTUBHBIX IOCIEACTBUSX JUIS H3Yy4aeMbIX BUAOB HA MOIMYJILUOHHOM
YpOBHE TIPH TOBBIIICHHN TeMIepaTrypbl cpeabl ooutanus. OCOOEHHO 3TO aKTy-
QJIBHO JUTA KOMIUIEKCA BUAOB C Pa3MHOXKEHHEM B 3UMHHUN CE30H, KOTOPBIA 10OMU-
HUpyeT B nuTopanu baiikana.

Qusuonozuueckuii yposens. Buiasnenue ¢husuonocuueckux nopozoeé moiue-
PAHMHOCMU  KAIOUYEeBblX — AUMOPATbHBIX — 6U006  am@unoo. I[lo  MHeEHHIO
H.-O. Portner u coaBTOpOB, Ba)KHEHIIUM KPUTEPUEM OLIEHKM BIIMSHUS KIMMAaTa
Ha COCTOSIHME BOJHBIX 3KOCHCTEM SIBJISICTCS] KOHIICTIIUS KACIOPOTHO-EMKOCTHBIX
MOPOTOB TEPMOTOJIEPAaHTHOCTH (0xygen- and capacity-limited thermal tolerance
OCLTT) xnroueBsix BUA0B [Portner, Bock, Mark, 2017]. DTa KOHICHIIU 3aKIII0-
4aeTcsl B HECIIOCOOHOCTH OpraHu3Ma K JajbHEHIIEMY POCTY M Pa3MHOKEHHIO IIPH
JOCTIDKECHHH BHJIOCTICIIM(DUIECKAX CYOKPUTHUECKUX TEMIIEPATYPHBIX IMOPOTOB,
OTpaHMYUBAIOIINX TEMIIEPATYpHYIO 30HY a’poOHOro MmeradbonmsMma («a’poOHoe
OKHO»). [loBBIlIEHNE TeMnepaTypbl cpelibl 0OUTaHUS BhILIE BEPXHUX (DPU3NOIOTH-
YEeCKHX MOPOTOB OPraHU3MOB MOXET MPHUBOJHUTEH K PE3KOMY TaJICHUIO YUCIICHHO-
CTH KJIIOUEBBIX BUJIOB, UX MHUTPALUsIM, CHHKEHHUIO TEMIIOB POCTa, YCTOWYNBOCTH
K KOJIE0aHUIO IpYyTruX (akTOpOB M K TOKCHYECKOMY BO3ACHCTBHIO 3arpsi3HUTENCH
[Lake Baikal ..., 2016]. IIpu mocTmkeHHH STHUX MOPOTOB BO3HHUKAET JeHHUIUT
METa00IMYECKON SHEPTUH, COMPOBOXKIAEMBIH KOMILIEKCOM (DHU3MOIOTHYECKIX
peaKkumii: CHHKEHHUEM YaCTOThl JBUTATENILHBIX IBMKCHHH, YacTOTHI CEpACYHBIX
COKpaleHuid. B TkaHAX HapacTaeT CoAep)kaHHe JIaKTara M JIPYI'HX KOHEUHBIX
NPOJYKTOB aHAa’pOOM03a, M3MEHSIETCS AKTUBHOCTh BAKHEHWIIMX MeTabOIMYeCcKUX
(hepmentoB [Portner, Bock, Mark, 2017]. Bce 3TH nokasareny MOKHO UCIIOJb30BaTh
UL OTIpeieNIeHUs] TEMITEPaTyPHBIX (PU3UOIIOTMIECKUX TIOPOTrOB KITIOUEBBIX BHJIOB.

B uccnenoannu Ha Oaiikansckux amdumnonax [Lake Baikal ..., 2016] ome-
HUBAJIM BEPXHUE TEMIIEPaTYPHbIC MOPOTH OalKaNbCKUX JIUTOPAIBHBIX aM(HITION
E. cyaneus u E. verrucosus n ronapkruueckoro suna G. lacustris Sars, 1864. Pe-
3yJbTaThl UCCIIEAOBAHUS TOKA3ANIM, YTO YacTOTa AbIXaTEIbHBIX IBM)KEHUH ILICO-
MoJT B TTOKOE ¢ moBhIeHneM Temnepatypsl (0,8 °C B cyTkn) Bo3pacTaer 0 onpe-
JeNEHHOM TeMIepaTyphl, a IOTOM PEe3KO MaaaeT Mo napadoIndecKoil TPaeKTOPHH.
OTH Temneparypsl NPeALIECTBYIOT TOUKaM MAaKCHMAJIBHOTO CKayka TeMIepaTyp-
Horo Ko3(pPunmenta Qo mo motpednenuto kucnopoaa [Lake Baikal ..., 2016], B
CBSI3U C YeM OBLIO TPEAIOJIOKEHO, YTO TeMIepaTypHbIC TUAla3oHbl MUKOB 4a-
CTOT JbIXaTeNbHBIX JABWKCHUH B MOKOE XapakKTEPU3YIOT CyOKPHUTHYECKUE TEMIIe-
paTypHbIE IOPOTH U1 UCCIIEIOBAHHBIX BUIOB. BbLI0O MOKa3aHO, YTO 3TH MOPOTH Y
TE€PMOUYBCTBUTENBHOTO E. verrucosus, pa3MHOXAIOIIerocss B 3UMHHMHA CE30H, U
TEPMOYCTOHUYUBOTO E. cyaneus U3 J€THETO KOMIUIEKCA CYIIECTBEHHO OTIMYAIOTCS
u cocrasmstor 10,6 °C u 19,1 °C coorBercTBeHHO. CyOKpUTHYECKHN TeMIiepa-
TYPHBIN TTOpOT y ronapkrudeckoro G. lacustris mimib He3HAYNTENHHO BhIe (21,1
°C), ueM y Oaiikanbckoro E. cyaneus. ITO MOXET O3HA4aTh OTCYTCTBUE CBSI3aH-
HBIX C TEMIEPATypHBIM PEXKHMMOM aJalTHBHBIX NIPEHMYIIECTB Y 3TOT0 BUAA IPU
BO3MOXHOM BcelieHnu ero B baiikan [Lake Baikal ... , 2016].
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JlaHHbIC TIPOBENEHHOTO HCCIICAOBAHHS YKa3bIBAIOT HA OYCBHJIHBIC PUCKH JUIS
JIMTOPAITBHBIX COOOIECTB aM(HIIOA MPH TOBBIIIEHUN TeMIepaTypsl cpepl. Corac-
HO pe3ysbTaTaM HalluX HaOJII0/ICHUH, TeMIepaTypsl B 30HE OOMTaHUS UCCIIeI0BaH-
HBIX BHIOB YK€ MOTYT IIEPUOIMYECKH MPEBBIIATH X CyOKPHTUYECKHE TOPOTH (puc. 2).
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Jfarta v epema

Puc. 2. JluHamMuKa TeMIepaTypbl B IUTOPANIU 105KHOH KOTJIOBUHBI 03. baiikan (0yx. boi.
Korter) B urone-centssope 2016 r. JlaHHBIE TOTyYEHBI ¢ IOMOIIBI0 aBTOHOMHBIX PErHUCTPATOPOB
iButton (Maxim Integrated, CILIA).

INocnennue onmyONMKOBaHHBIE JaHHBIC CBHJETEIBCTBYIOT O HAIMYUU TO3U-
TUBHOTO TPEHJA W3MEHEHHUsS TEeMIIepaTypbl B BEPXHHUX OTHAENaX JMTOpAU O3.
Baiikan, B yacTHOCTH, TeMIiepaTypa B 30HE JIUTOPAH ¢ Masi o OKTIO0pb ¢ 1976 1.
BO3pocia co cpenueit ckopocteio +0,39 °C B 10 net [Potemkina, Potemkin, Fedo-
tov, 2018]. JlanbHeiiliee MoBbIIEHNE TEMIIEPATYPhl MOXKET OTPA3UTHCS HA CTPYK-
Type MOMYJISLUHA U BBI3BATh MACCOBBIE MUTPALIH TEPMOUYBCTBUTEIBHBIX BUOB B
6onee riry0okue 30Hb! quTopany. [loMmumo 3Toro, nanpHeIee NOBBIICHHE TEM-
nepaTypbl HETaTHBHO CKaXKETCS Ha TOMYJIIIUSX MaccoBOro Buaa E. cyaneus, Ko-
TOpBIA OOMTAET B BEpXHEH 30HE JIMTOPAJIM HA ype3e BOAbl U HE MUTPHPYET B 60-
nee TIyOOKHMe CIIOM TIpH mporpese B neTHHe mecanbl. [lo maenuto J. H. Stillman,
BWJIBI, OOUTAIONINE B BEPXHUX OTAETAX JUTOPAIN, HanOoJIee MOIBEPIKEHbBI Hera-
TUBHBIM TOCJICACTBUSIM M3MEHECHHUSI KIIMMaTa, TaK KaKk TeMIEepaTyPHBIA PEeXHUM B
9THX 30HaX YK€ HaXOAUTCS OJIM3KO K rpaHHIe CyOKPUTUYECKUX AJISI HUX TeMIIe-
patyp, ¥ AanbHeilliee MOBBILIEHUE MOXET MPUBECTH K MAacCOBBIM BBIMHUPAHHSM
takux BuoB [Stillman, 2002; Halpin, Menge, Hofmann, 2004].

B npyrom uccnenosanuu [Jakob, Bedulina, Axenov-Gribanov, 2017] npu-
BOJMTCS JaHHblE O (U3MOJIOTMUECKUX peakuusax OalKkambcKux ampumon
E. cyaneus n E. verrucosus Ha WHTOKCUKAIUIO XJIopuaoM kaamus. O6a Buaa OT-
JMYAIOTCS TI0 MOKa3aTelsiM CMEPTHOCTH IIPH JJIUTENbHOW MHKyOauuu B cyOJe-
tanpHbIX KoHIeHTpanusx (LC10, LC1 u LCO,1) pacTBOopoB Xsopria KajaMus, Ipu
atoM 50%-HBIH TTOPOT CMEPTHOCTH Y E. cyaneus TOCTHTACTCS HAMHOTO OBICTpEE,
yeM y E. verrucosus, 4To Ha TIEPBBIN B3TJISIJI MOKET CBUAETEILCTBOBATH O MEHb-

U3sectust MpKkyTCKOro rocy1apcTBEHHOrO YHUBEPCUTETA
Cepust «buomorus. Jxonorus». 2018. T. 23. C. 3-22
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HIeld 4yBCTBUTEILHOCTH IMOCIEIHEr0 K XJopuay kaamusi. OJHAKO MpU OIEHKE
napamMeTpoB KUCIOPOJHOTO MeTabonu3mMa u (PU3NOJOTHYECKHX peakiuii (IBura-
TEJIbHOW aKTHBHOCTH, YaCTOTHI AbIXaTEJbHBIX ABWXCHUH U TMOTPEOICHUST KUCIIO-
pozaa) ObLIO BBISIBICHO, YTO MHKYOAalMs B pacTBOpax XJIOpUAa KaaMHUsS BEAET K
OnIcTpoOif m cymiecTBeHHOM (15-38 %) peaykiuu moTpedIeHus KUCIOpoaa U Ja-
CTOTHI AbIXaTeNbHBIX IBIKEHHUN B TIOKOe Y E. verrucosus, Ho He 'y E. cyaneus na-
JKe TIpY OYEeHb HU3KUX KOHLEHTpauusx Tokcukanrta (LC1). Dto cBugerenscTByeT
0 pa3BUTHUU METabOMYECKON Jenpeccun y E. verrucosus, KOTopas SIBISETCS W3-
BECTHOM CTpecc-peakiueil Ui CHHKCHHUSI SHEPreTUUECKUX 3aTpar Npu pa3BUTHH
HeOnaronpusitHoi cutyanuu [Guppy, Withers, 1999]. Tlockonbky E. verrucosus
3aMeIIeT MeTaboJIM3M HaMHOTO OBbICTpee, YeM HaduHaeTcs Tubens E. cyaneus,
3arpsi3HEHHE TSDKENBIMUA METaJlaMH JUIS NIEPBOTO BHIA OyAeT MMeTh Ooliee BBI-
paKeHHbIE HETaTHBHBIE TIOCJICACTBUS, NPOSIBISIONINECS HA YPOBHE HOMYJISIIUN U
OuoneHo3a. [lanHoe ucclenoBaHUE WUIIOCTPUPYET, YTO OLEHKa (U3HOIornye-
CKUX peakIuii opraHM3Ma Ha CTPECCOBOE BO3JICHCTBHE sBIIseTCs Ooiee HHPpOpMa-
TUBHBIM METOJIOM, YEM TOJIBKO YUYET CMEPTHOCTH, JJISl HPOTHOZUPOBAHHS COCTOSI-
HUSI 9KOCHCTEM.

Takum oOpazomM, omnpejenieHHe (QU3NOIOTHYECKHX TMOPOTOB TOJIEPAHTHOCTH
KJTFOUEBBIX BUJIOB SIBJISIETCSl BAXKHBIM KPUTEPHEM INPH MPOTHO3UPOBAHUHU YCTOM-
YUBOCTH 3KOCHCTEMBI BOAOEMA.

Knemounwitl, 6uoxumuueckuti u Mmonexyasapuviid yposuu. Pannui cuenan
cmpeccogozo cocmosinus. Hanbosee paHHUM OTBETOM Ha BO3JICHCTBUE KPUTHYC-
ckoro (akropa cpeabl SBISETCS peakUMs HA MOJCKYJSIPHOM M KJIETOYHOM
ypoBHe. [Ipu 3TOM MeHseTcs peryJisiuus SKCIPECCUH U CUHTE3a TeHOB U OEJIKOB,
U3MEHSIETCSl aKTHBHOCTh (DEPMEHTOB, 3aIyCKalOTCsl KacKaJbl KJIETOYHBIX CHT-
HAJIBHBIX MPOIIECCOB U CHCTEMa KJIETOYHOTO CTpPEcC-OTBeTa. BrIsiBieHUEe BHIO-
crenn(pUUecKuX 0COOEHHOCTEH ATUX peakMid U olpeaesicHne OMOMapKepoB Kile-
TOYHOTO CTpEeCcca Ba)KHO JJIsl PA3BUTHSI METOJIOB PaHHEH JIUArHOCTHKH COCTOSHHS
9KOCHCTEM. YHUBEpcalibHas CHCTEMa KIETOYHOTO CTPECC-OTBETa CXOXa y BCEX
OpPraHM3MOB U BKJIIOYAET B ce€0sl CUCTEMBI PETYJISIIMU KJIETOYHOTO LIMKJIA, MOJIe-
KYyJIIpHBIE LIAEPOHBI, CHCTEMbl aHTHOKCHJIAHTHOW 3alUThl M pPenapaluy HyKie-
nHOBBIX KHcnoT [Kiiltz, 2003]. OxHako, HECMOTPA Ha BBICOKYIO KOHCEPBATHB-
HOCTb, BHYTPH KaXIIOW M3 CHCTEM OOHapyXHMBAeTCsl CYIIECTBEHHOE pa3zHOoOpa-
3Me, CBA3aHHOE C SBOJIOLMOHHBIMHU M 3KOJOI'MYECKHMH OCOOEHHOCTSMHU BHJOB.
Hanpumep, MOXKET U3MEHHTBCSI YUCIIO TEHOB OCIIKOB CTPECC-OTBETA, PETYJIISIHS
UX JKCIPECCHU U CHUHTEe3a (B TOM 4YHCIE, 32 CYET DIMUTeHETUYECKUX (PakTopoB),
CUTHaJIbHBIE MyTH cTpecc-oTBeTa [Next-generation proteomics ..., 2014]. Oco-
OEHHO 3TH IIPOLECChl MOTYT OBITh AKTUBHBI B YKOCHUCTEMax, B KOTOPBIX HaOJIO-
JIAFOTCSl YCKOPEHHBIE TEMITBI BHI000pa30BaHMsl, SBOJIIOLNH U aJallTUBHON paua-
MM TaKCOHOB, YTO XapakTepHo i ¢ayHsl baiikana [Transcriptome-based phy-
logeny ..., 2017]. Takum 0Opa3om, I HCIIOJIB30BaHUS STUX CHCTEM IPH MOHH-
TOpHHTE TPeOyeTCsl M3YUuTh pazHooOpa3ue W 0COOCHHOCTH (yHKITMOHHUPOBAHUS
KJICTOYHBIX W MOJIEKYJISIPHBIX MEXaHHW3MOB CTPECC-OTBETa y MpeojaraeMbIx
TECT-00BEKTOB.
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UccnenoBanne  KIIETOYHBIX, OMOXMMHYECKHX M MOJEKYJIAPHO-
OMOJIOTHUECKUX MEXAaHU3MOB CTPECC-0TBETa Y OalKaNbCKUX aM(pHIIO] HA4aJIoch C
pabor M. A. TumocdeeBa u coaBTopoB ¢ Hauana mneporo aecarwietus XXI B.
Bbutn npoBenieHb! UCCIIEAOBaHUS 110 U3YUYEHHIO CUCTEMBbI O€JIKOB TEIUIOBOIO LIO-
K4, AaHTUOKCUJAAHTHON CHCTEMBI, CHCTEMBI MHOXECTBEHHOM yCTOWYMBOCTH K KCe-
HOOMOTHKAM U CHCTEMBI dHepreTndeckoro Mmeradbonmsma [Tumodees, 2010].

benxu mennosoeo woxa y daiikansckux amgunod. benku TenaoBoro moka
(bTLI) oTBewaroT 3a MPaBUIBHYIO YKJIAAKY BHOBH CHHTE3MPOBAHHBIX IOJHIIETI-
TUJHBIX LeTeHl, a Takke 00eCleunBaOT MOBTOPHYIO YKIAJAKy YaCTUYHO MOBpE-
KIEHHBIX OENKOBBIX IIOOYN. DKCHpeccusi U CHHTE3 3TUX OEJIKOB 3aIlyCKaeTcs
MIPH KPaTKOBPEMEHHOM BO3JEHCTBUH JICTANBHBIX TeMIepaTyp («TETUIOBOM IIIO-
Ke») M JAPYTrHMX NPOTEOTOKCHYeckux BozaedcTBusx [Lindquist, Craig, 1988].
Oyuknun BT Ha KIETOYHOM, TKAHEBOM M OPTaHU3MEHHOM YpPOBHE Pa3HO00-
pa3Hbl U HEMOCPEICTBEHHO CBSA3AHBI C aJalTalluell OPraHu3Ma K YCJIOBUSAM CPelbl
W C peakiuel Ha pe3krne M3MEHEHHS aOMOTHYECKHX IMapaMeTpoB («CTPEeccOBBIE
ycioBus»). IIpu 3ToM B KJIeTKE OCTaHABIUBACTCSI CHHTE3 MPAKTUYECKH Bcex Oel-
KOB U 3aIlyCKaeTcs crpecc-nHaynupyemsii cuate3 bTII, cogepxanne KOTOpBIX
3a KOPOTKOE BpeMs BO3pacTaeT B reomMeTpuueckoii mporpeccun [Hendrick, Hartl,
1993]. Bnaronapss nanuoit ¢yukiuu BTII mupoko MCHONB3YIOTCS B KauecTBE
OMOMHIMKATOPOB KJIETOYHOI'O CTpecca B OMOMEIUIMHCKUX U SKOJIOTHUYECKUX HC-
cinenoBanusx [Feder, Hofmann, 1999].

N3BectHo MHOXkecTBO cemeiicTB BT, paznuuaromuxcs no MOJIEKYJISIPHOU
Mmacce. Haunbonee m3yueHHeM siBisietcsi cemerictBo BTII70. B kmaccuueckux
paborax, MNPOBOAMMBIX Ha  Myxax-Ipo3oduiax, CoIAepKaHHE CTpecc-
naaympyemsrx ¢gopm BTHI70 mocne Bo3aeicTBHS CTpeccoBOro (pakTopa MHOTO-
KpaTHO BO3pacTaeT Mo CpaBHEHHIO ¢ KoHTposieM. brarogaps stomy BTLLI70 mon-
roe BpeMs CUUTAIN UACATbHBIM MapKepoM KJIETOUHOro crpecca. OJJHaKo pacuIu-
peHHEe CIeKTpa HEMOJEIbHBIX OPTaHM3MOB BBISBUJIO CYIIECTBEHHBIH 3BOJIOIH-
OHHBI MONMMOP(}U3M (QYHKIMOHHPOBAHHUS MEXaHHW3Ma JKCIPECCUU W CHUHTE3a
BTII70 [Garbuz, Evgen’ev, 2017]. bbuto o0HapyXeHO, YTO Y Pa3HBIX BHJIOB CTeE-
neHb yBenuueHusa coaepxanusi BTI70 cyuiecTBeHHO BapbUpyeT U 3aBUCHUT Kak
OT KOJTMYECTBA T€HOB 3TUX OEJIKOB B TEHOME, TaK U OT CTETIEHN WX CHHTE3a U pe-
TYJISIUY Kerpeccuu ux renoB [Garbuz, Evgen’ev, 2017].

Ha amdumnonax, B 9acTHOCTH, OBUIO MPOJEMOHCTPUPOBAHO, YTO OA30BBIH
ypoBerb bTII70 xoppenupyer ¢ TepMOTOIepaHTHOCTHIO BUIOB [Bedulina, Zim-
mer, Timofeyev, 2010; Contrasting cellular ..., 2014; Expression patterns ...,
2013; Intersexual differences ..., 2017]. bbu1 BbLIBIEH MONEKYJSpHBIA Mexa-
HU3M, 00eCeunBaloONINi MOA00HbBIE pa3nuus y Oaiikanbckux ambunon. Tak, y
Oosee TepMOTONEpaHTHOTO E. cyaneus TMPOUCXOIWIO YBEIMYEHHE YHCa KOMUH
reHoB bTII70 B reHoMe 1O CpaBHEHHIO C TEPMOUYBCTBUTEIBHBIM E. Verrucosus.
Orto obecriednsio B MmATh pa3 Oojiee BHICOKHU «0a3anbHBIN ypoBeHb» BTII70 y
TEPMOTOJIEpaHTHOTO BHa. KpoMe Toro, y 3TUX ByX OJMM3KOPOICTBEHHBIX BHUIOB
OBUIM BBISBJICHBI OTJIMYMS B peryisinuu skcnpeccun bTII70: y Tepmoronepant-
HOT'O BHJA PEryJISTOpHBIE (PaKTOPhI TEMJIOBOrO IIOKA NOJbIIE OCTABAIUCH CBS-
3aHHBIMH C HaXOJSIIIMMHUCS B IPOMOTOPE JIEMEHTAMH TEIJIOBOTO IIOKA, a caM

M3ssectus MpkyTcKOro rocy1apcTBeHHOr0 yHUBEPCUTETA
Cepust «buomorus. Jxonorus». 2018. T. 23. C. 3-22
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MIPOMOTOP MUMeeT Oojiee KOMIAKTHYIO CTPYKTYPY JAJISl YCHIIEHHUS SKCIPECCHOHHO-
0 CHrHaja [0 CpPaBHEHHIO C TEPMOYYBCTBUTEIbHBIM BUAOM [Expression
patterns ..., 2013]. Takas BbICOKasi CTENEeHb AUBEPCUPUKAIUN B (YHKIIHOHUPO-
BaHWM MeEXaHW3Ma CTpecc-MHIyIuOenpHOl »Kcnpeccun W cuHTe3a bTII70
HaKJIaIbIBaeT ONpeAeNEHHbIE OTPAaHWYCHHS UII BO3MOXXHOCTH HCITOJIB30BAHUS
BTII70 npu npoBeneHnrd OMOMOHUTOpUHTa. HeoOX0aMMO yUYMTHIBATH SKOJIOTH-
YeCKMH CTaTyc BHAA U XapaKTEPHBIH U1 HEro 3BOJIOLHOHHO-00YCIOBICHHBIH
6a3oBerit yposens bT1I70.

Taxk, conepxxanne BTII70 y TepmoycroituuBoro E. cyaneus, BBIIOBICHHOTO
IIPHU pa3HBIX TEMIIEPATypax, HUKAK HE KOPPEINPOBaIO C TEMIIEpPATypoil BBLIOBA.
OKCIIepIMEHTaIbHBIE HCCIIETOBAHM, MMPOBEIEHHBIE C 3TUM BHIOM, CBHIETENb-
CTBYIOT O CIIOCOOHOCTH K HE3HAYHTEILHOMY (2—5 KpaTHOMY) MOBBIIICHUIO YPOB-
Hs1 BTHI70 npu octpom BozaeiictBuu Temneparyp ot 25 °C u Boiie [ Tumodees,
2010; Expression patterns ..., 2013]. IIpu mocTeneHHOM MOBBIIIEHUN TEMIIEPaTy-
psI co ckopocThio 1 °C/u nBykpatHOe moBbimeHue coaepxanus bTII70 naunna-
10T (PUKCHPOBATh NpU AOCTIXEeHUU Temiepatyp 27 °C [Expression patterns ...,
2013]. Bpicokas TepMOTOJEPaHTHOCTh 3TOTO BHIA oOecrieunBaeT OydepHOCTh
cuctembl bTII70 1 BBICOKHIT KOHCTUTYTUBHBIA YPOBEHB €T0 3KCIIPECCHH, OJTHAKO
CIIElyeT YUUTHIBATh MHOKECTBEHHOCTh M30(hopM 3TOTO OeNKa, 4acTh U3 KOTOPBIX
MOTYT CHHXKaThb COJICpKaHUE IPH BO3IEHCTBUU CTPECCOBBIX (PAKTOPOB, YTO MO-
KeT OTPasHThCs Ha OOLIEeM ypOBHE CTpecc-MHIAYLUpPOBaHHOW skcmpeccuu. [lo-
JNOOHBIE pe3ybTaThl OBUIM TAKXKE IMOKA3aHbBI AJISi MOPCKOTO BUAa aM(UIIOA U3 Ce-
meiictBa Talitridae — Orchestia gammarellus (Pallas, 1766), koTopblii obuTaer B
30HE 3amiecka M BeIET MOIyHa3eMHBIH 00pa3 >KU3HU. AanTanys K LIMPOKOMY
AATIa30Hy TEMIIEPaTyPHBIX (DIyKTyaruii B 30HE OOWTAaHHS 00ECIICUMBACT ITOMY
BUJIy TIOBBIIICHHBIH KOHCTUTYTHBHBIM ypoBeHb BTIL70 u cinaGoBbIpaskeHHYIO
peakimio Ha Mmocieayrolee noBbieHne temmneparyps! [Bedulina, Zimmer, Timo-
feyev, 2010].

Wnas xaptuHa HabmogaeTcs y APYTUX MAcCOBBIX BHUJOB JIMTOPAJIBHBIX aM-
¢unox. Taxk, conepkanne BTIL70 y ocoOeit E. verrucosus, BEIIOBICHHBIX B paii-
one 1. CeBepo0aiikaibcka (3amagHoe modepexse CeBEpHON KOTIIOBMHBI baiikaa)
0bUT0 B 2—-3 pasa HWXKE COIEp)KaHUs ITUX OEIKOB y TaMMapyCOB W3 TOITYJISIIUN
Toro xe Buaa u3 lOxnoro baiikana (0yx. bon. Kotsl), uro xoppenuposaio c
CyMMaMH TEMIIEpaTyp Ha pa3HbIX IIMPOTaxX TOYEK BbUIOBA [CpaBHUTENBHBIN aHa-
3 ..., 2013]. [Ipu npoBeaeHNN SKCIIEPIMEHTOB y 3TOTO BHJIA ObIJIa 0OHApyXKe-
Ha JO0CTaTo4yHO BbIpakeHHas peakius bTII70 Ha TemmnepaTypHOe BO3JeiCTBHE.
Temneparypa 25 °C BbI3bIBalla CyIIeCTBEHHOE MOBLIIIeHHE coaepxkanust bTII70,
BILIOTH 710 10-KpaTHOroO, a MOCTENEHHOE NMOBBIIIEHHE TEMIIEPATYPBI IPUBOAMIIO K
3aMETHOMY TOBBILICHHUIO CO/EP)KAaHUS 3TUX OENKOB yxke npu goctixennu 11 °C
[Bedulina, Zimmer, Timofeyev, 2010]. Takum o6pazom, ucnosns3oBanue bTII70
B KauecTBe OMOMapKepa KJIETOYHOI0 cTpecca JUIsl JAHHOTO BUAA SIBJISIETCS BIIOJIHE
000CHOBaHHBIM.

HecmoTpst Ha BBICOKYIO TEPMOTOJIEPAHTHOCTH €IIE OJHOTO MAacCOBOTO JIUTO-
pansHoTO BUAa, G. fasciatus, copepxanne BTI70 y ®KUBOTHBIX W3 MTOMYJISAIIHIA,
OOWTAIOMNX B PAa3HBIX TEMIIEPATYPHBIX YCIOBHAX, KOPPEIUPOBAJIO C TEMIIEpPATy-
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POl BOJBI, TIpH KOTOPO# BhUTaBIMBaiu aMmdurmon. Kpome Toro, 3TOT BHI Takxke
cnocoOeH K MHOroKkpatHoMy HakoruieHuto BTI70 B skcriepuMeHTaNbHBIX yCII0-
BUSIX. DTOT MHTEPECHBIN (PaKT 10 CUX MOP HE HaXOAWUT OOBSCHEHUH, MOCKOJIBKY
«06azoBsrii ypoerb» BTIL70 y sToro Buma Takoi xe, kak u 'y E. cyaneus. Bepo-
SITHO, TIPAYMHA KPOETCS B IBOJIOIMUOHHBIX 0COOeHHOCTIX G. fasciatus, KOTOPBIMA
CUMTAETCS] TPETUYHBIM DPEIMKTOM J00alKaIbCKOTO MpoucxoxaeHus [Transcrip-
tome-based phylogeny ..., 2017], coxpaHuBIIUMCS B 3IIOXY OJIeIeHEHUH B pedy-
THyMax BOKPYT TOPSYMX UCTOYHHUKOB. J[aHHBINA BUJ 10 CHX ITOP MOKHO BCTPETHTH
BOKPYT TOPSYAX UCTOYHUKOB, TJI€ OH CIIOCOOEH 00UTATh B IPaJeHTE TEMIIEPATYP
or 3 1o 29 °C. BeposATHO, MOJNEKYJSPHBIH MEXaHH3M DPETYJSLUU IKCIPECCUU
BTIII70 y aTOor0 BHIAa NUMEET CBOM OCOOCHHOCTH, 00YCIOBIIMBAIOIIIE MHOTOKpAT-
Hoe ycuinenue cuare3a bTI70 maxke nmpu HaIMYUM BBICOKOTO 6Aa30BOTO YPOBHS.
Uzyuenue 3Tux ocobeHHOCTEH TpeOyeT NOMOTHUTENbHBIX UCCIIEAOBaHUH.

bazoBrie ypoBHu BTII70 sBAsitOTCS Ba)KHEMIIMM 3KOJOTMYECKUM MpU3HA-
KOM M OTPaXal0T yPOBEHb TEPMOTOJIEPAHTHOCTH BHJA. TaK, COTJIACHO pe3yibTa-
tam M. A. TumodeeBa, uccieayemMble BUABI aMPHUIIO paclpeesiInch mo 6a3o-
BEIM ypoBHsM conepxkanus bTHI70 crnenyromum o6pazom: E. verrucosus <
E. vittatus < E. cyaneus < G. fasciatus. DTOT psiJl COBIATAET C PAIOM TEPMOTOIIC-
paHTHOCTH U3y4aeMbIX BuoB [Tumodees, 2010].

I'oBops 0 Bo3moxkHocTsIX npumenenust BTIL70 B GuomoHUTOpHUHTE, CIeayeT
TaKXX€ YUYMTHIBaTh BHYTPUBHIOBOH nonumopdusm. Tak, mocnenHee ucciaenosa-
HUE TI0Ka3aJI0 CYUICCTBEHHBINM moyioBoir numopdusm BTII70 y FE. cyaneus wn
E. verrucosus [Intersexual differences ... , 2017]. Camku mociaegHero xapakTepu-
30BajIich CHIKEHHBIM ypoBHeM BTII70 mo cpaBHEHMIO C cCaMIlaMy, a TAKXKe Clla-
OOBBIpaXCHHON peakIiiel Ha OCTpoe TemreparypHoe BozzeiictBue. C apyroi
CTOPOHBI, caMKH E. cyaneus o0llafiaan HECKOIBKO OoJice 3aBBIIICHHBIM YPOBHEM
BTII70, yem camiipl, 32 cYET AOMONHUTENLHOH rpynisl u3odopm BTIL70, npu-
CYTCTBYIOIIMX B BHUJE IOIOJHUTEIHFHOTO OdHAAa Ha BECTepH-OJI0T MemOpaHax
TONBKO y caMmok atoro Buzaa. Coxepxanne BTII70 y pa3HBIX MONOB HAPSIMYIO
KOPpEJIHPOBAJIO C TEPMOTOJIEPAHTHOCTBIO, U, BEPOSITHO, CBSI3aHO C 3BOJIIOL[IOHHO-
00yCJIOBIEHHBIMH aJalTAlMsIMU K TEMIIEPATypHBIM YCIOBHUSIM CE30HA pa3MHOXKe-
HUS, KaK OMMCBIBAJIOCH B TIPEBIAYIIEM pa3zee.

B nenom cienyer ormetuts, uro npumenenue bTII70 B kauectBe Guomap-
Kepa AJi1 MOHUTOPUHTA COCTOSIHUS IPUOPEKHOM 3KocucTeMbl baiikana BO3MOXHO
TOJIBKO TP YUYETE DKOJOTUYECKUX OCOOCHHOCTEH MOTCHIMAIBHBIX BHIIOB-
OMOMHANKATOPOB. [JI MOTHOTHI OLEHKH HEOOXOIUMBI JaHHBIE O MOJIEKYJISIPHBIX
ocobeHHOCTAX 3Kcnpeccun v cuHTe3a BTL70 y npyrux Hanbosiee MaccoBBIX BHU-
JIOB CO CXOXel ¢ E. verrucosus TEpMOTOJEPAHTHOCTRIO: E. vittatus, E. marituji,
E. maackii).

Cucmema anmuoxcuoaumuou sauumol y Oauxansckux amgpunod. EmE oxa-
HOW Ba)XHEHILEH CUCTEMON HecTIeU(PHUUIECKOTO CTPECC-OTBETA SIBISICTCSA CUCTEMA
antuokcuganTHou 3ammuThl (AOC). DTa cucTteMa mpenacTaBiIseT KoMIuieke dep-
MEHTHBIX CUCTEM M HU3KOMOJIEKYJISIPHBIX COCAMHEHHM, CIOCOOHBIX HEHTPaIn30-
BaTh aKTHBHBIE (POPMBI KHCIIOPOAA U MPOAYKTHI NEPEKUCHOIO OKHUCIECHHUS Opra-
HUYECKHX MOJEKYJ, KOTOPbIE BBIPa0aTHIBAIOTCS B pe3yJIbTaTe HapylIeHUs pado-
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THI DJIEKTPOH-TPAHCIIOPTHOM IeNMM BO BHYTPEeHHEW MeMOpaHe MHUTOXOHAPWUH U
JIpyrux Metadbonnieckux npoueccos [SAukosckuit, 2000].

bnaromaps cBoell yHMBEpPCAIBHOCTH, aKTUBHOCTh OTJICJIBHBIX KOMIIOHEHTOB
AOC mmpoko HCHoJb3yeTcss npu OMOMHAMKAIMU. B 4acTHOCTH, MOBBILICHHAS
aKTUBHOCTH CYTIEPOKCHI-IN3MYyTa3, MEePOKCHIa3, KaTaia3 M JAPYrux (HepMeHTOB
AOC y ruipoOHOHTOB CUHUTAETCS] IPU3HAKOM Pa3BUBAIOLIETOCS 1101 BO3ACHCTBH-
€M YXyALICHHUS 3KOJIOTHYECKOM CUTYyallMd OKHCIMTEIBHOI'O KJIETOYHOIO cTpecca
[Horion, Thomé, Gismondi, 2015]. Kakx mokazanu wmccieaoBaHus, MPOBOIUMEIC
Ha OalikanbCkuX aM(UIOAax M POJCTBEHHBIX MM BHJaX, KaKk W B cCiIydae C
BTII70, nabmoaaeTcs cylecTBEeHHOE pa3HOOOpa3ue 0a30BbIX yPOBHEH aKTHBHO-
ctn Takux ¢epmenTtoB AOC, kak Karajaza, MEpoKcHIa3a ¢ TIIyTaTHOH-S-
TpaHcdepaza. Hanbomnbieii akTHBHOCTBIO Y UCCIICIOBAHHBIX OalKaIbCKUX H JPY-
IUX MPEeCHOBOJIHBIX ampumnoy obnanaer katanasa (200-600 nKat/mr Genxka), mo-
cie He€ u3 n3ydeHHBIX AOC QepMeHTOB ciielyeT riryTaTHoH-S-Tpanchepasa (6—
13 uKar/mr Genka), HamMeEHBIIEH aKTHBHOCTHIO obOmazaer mepokcumaza (0,05—
0,3 uKat/mr Genka). B ornuuue ot BTHI70, 6a3oBble ypOBHH aKTUBHOCTH STHX
(hepMeHTOB He ObUIM B3aMMOCBSI3aHbI C U3BECTHBIMU JAHHBIMH II0 TEPMO- U TOK-
CHUKOTOJICPAaHTHOCTH BHJIOB, a TaKXXe MX pa3MepHBIMH Xapakrepuctukamu [Tu-
mogees, 2010]. Ilpuunny pasHoit aktiuBHOCTH hepMeHTOB AOC y pa3HBIX BUIOB
amdumnon eme nNpeacTouT BeIICHUTH B Oynymem. Ilomumo storo, Obiia oOHapy-
JKEeHa pa3Hasi akTUBHOCTH (hepMeHTOB AOC y pa3nuyuHBIX Pa3MEPHO-BO3PACTHBIX
rpynn amdunog E. verrucosus, Pallasea cancelloides Sars, 1867 u G. lacustris. Tlo-
Ka3aHo, YTO y o0oux OalKalbCKMX BHAOB aKTUBHOCTH NEPOKCHIA3bl C BO3PACTOM
yBenuumBaercs, ay G. lacustris — cHkaercs [Specific antioxidant ... , 2006].

B skcneprMeHTaNBHBIX YCIOBUAX OTMEYaIN Pa3HOHANPABICHHYIO PEAKIIHIO
U3MeHeHUs! akTUBHOCTH (pepmerToB AOC mpH KpaTKOBPEMEHHOM BO3JIEHCTBUU
JIeTaNbHBIX TeMIepaTyp Ha amdunon. s karaia3sl OTMEYaId TEHACHLUIO K T10-
BBIIIEHUIO aKTUBHOCTH, JINOO OTCYTCTBHE BBIPA)KCHHBIX M3MEHEHHH B aKTHBHO-
CTH. AKTMBHOCTh HEPOKCH/Ia3bl HE MEHsJIACh WM CHUXKAJach y BCEX HCCIIEIye-
MBIX BHJOB am¢unoa. Peakums riyraTroH-S-Tpanchepasbl pa3nuyaiach y Hc-
CJIEAyEeMbIX BUIOB B OTBET Ha OCTPOE TEMIIEPAaTypHOE BO3AEHCTBUE — aKTUBHOCTh
(hepmeHTa BO3pacTana y TEPMOTOJIEPAHTHBIX BUIOB W Tajana y TEPMOUYYBCTBH-
tenbHBIX [Tumodees, 2010].

Uccnenosanne, nposeaéunoe Jl. B. AxcéHoBeiM-I pnbaHoOBEIM ¢ coaBTOpa-
mu [Thermal preference ..., 2016], neMoHCTpUpPYeT, YTO TOBBIIIEHHUE WA CHH-
KeHre akTHBHOCTH (epmMeHToB AOC B yCIOBHSIX TpaHCHTa TEMIIEpaTyp Hauu-
HaeTcsl, Korja TeMIeparypa BBIXOAUT 3a MpeJiesibl BUAOCTIEHU(PUIHOTO «ad3poOHO-
ro OKHa». DTO MOKa3bIBAET, YTO Y MCCIELYyEMBIX BHJIOB HUMEIOTCS MHUKPO3BOJIIO-
IIMOHHBIE a/IalTAllM¥ CUTHAIBHBIX CHCTEM aKTHBAIMM CTPECC-OTBETa C ydacTHEM
AOC, 1160 >xe HanpaBiIeHHass U3MEHYMBOCTb aMHHOKHCIIOTHBIX TOCIIE0BATEb-
HOCTeW caMux (hepMEHTOB.

Pesynprarer nccnemoBannii [Tumodees, 2010] nemMoHCTpUPYIOT, TTOMHUMO
TemreparypHoro gakropa, peakunto AOC Ha TOKCHUYECKOE BO3JICHCTBUE XJIOPUIA
kagmus [Evaluation of biochemical ... , 2008] u mpookcumaTHBHOE BO3/ICHCTBUE
TYMHUHOBBIX BemiecTB [Specific antioxidant ... , 2006]. Takum obpazom, u3mMeHe-
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Hue akTuBHOCTH (epMeHTOB AOC sBIAETCS UYyBCTBHTEIBHBIM OHOMapKepoOM
CTPECCOBBIX COCTOSIHUM amurion, u, 3Has BUjpocnenuduueckue 0COOCHHOCTH,
BO3MOXKHO HCIIOJIb30BaTh aKTUBHOCTH (epmeHToB AOC MpH MOHUTOPHHIE CO-
CTOSIHUSI OEHTOCHBIX SKOCHCTEM.

buoxumuueckas oyenxa axKmuGHOCMU SHEPLEMUYECKO20 MemadoauMa.
ObecnieueHne KJIETOK U TKaHEW dHEpPrueu SBIIeTcs] LEHTPaJbHBIM 3BEHOM MeETa-
Oonmuecknx myTted. Kak yke ymoMUHANOCh BBINIE, KOHICIIUS KHCIOPOIHO-
EMKOCTHBIX ITOPOTOB TEPMOTOJIEPAHTHOCTH MPEAYCMATPUBAET ONTUMAIBHOE MPO-
TeKaHWe METabOJIMUYECKUX PEaKLUil TONBKO B Mpeenax «a’dpoOHoro okHay [Port-
ner, Bock, Mark, 2017]. 3a ero npeaenamu okucnutensHoe dhochopunupoBanue
OTPaHUYECHO, U KIETKH IEePEXO0JISIT Ha TEHEPAIMIO SHEPTHH IIOCPEJICTBOM aHA3PO-
01032, KOHEYHBIM HPOJYKTOM KOTOPOTO SIBJISIETCS JIaKTaT. AHa’spoOno3 pa3BHBa-
eTcs TakkKe 3a CUYET MOBPEXKICHHS KOMIOHEHTOB MeMOpaH MUTOXOHJAPHH B pe-
3yJbTaTe Pa3BUTHS OKUCIUTEILHOTO CTPECCAa M COMYTCTBYIOMIETO €My IMEepeKrc-
HOT'O OKHMCIICHHS JIUTIHJIOB, TOKCHYECKOTO BO3JCUCTBYS Ha OeNKH, MO0 KaK UTOT
BO3/ICHCTBHSI HEKOTOPBIX CTPECCOBBIX (DaKTOPOB (HAmpUMep, THAPOCTATHYECKOTO
nmaienusi). B uccnemosanmn [Thermal preference ..., 2016] onenmBamu cko-
pOCTh TIepexojaa Ha aHa’poOmo3 y Oaiikambckux ambunon E. verrucosus, Om-
matogammarus flavus (Dybowsky, 1874) u ronapkruyeckoro G. lacustris npu
MOCTENIEHHOM IMOHMW)KEHUH M TOBBIIICHUM TeMmIreparypbl. bbuio mokaszaHo, 4To
30HA CTAOMILHOCTH COJIEPKaHUS JaKTaTa ¥ akTUBHOCTH (pepMeHTa JIaKTaTAaer -
poreHasbl, OTBETCTBEHHOTO 32 PEaKIMIO MPEBPALICHHUS JIaKTaTa B MUPYBaT U 00-
paTHO, COBNAAAET C 30HOW MPEANOUYUTAEMBIX TEMIIEPATyp AJIS BCEX HCCIEoYEMBbIX
BUOB. TakuM 00pa3om, cojiepkaHue JTIaKTaTa U aKTUBHOCTD JIAKTaTACTHAPOreHa-
3Bl MOTYT SIBIISITHCS. XOPOIIMM MapKEPOM JIJIsl OIICHKHU BIIMSIHUS TIOBBIIICHUS TEM-
nepaTypbl Ha JIMTOPaJbHBIX Oalikanbckux am¢unoa. [lomumo 3toro, ObUTH MPO-
BE/ICHBI MCCIIEIOBAHUS, IEMOHCTPUPYIOLIME NOBBIILIEHUE COAEPKAHHS JaKTarTa y
OaitkambCKkux aM(UIION MTPU TOKCHIECKOM Bo3IeHcTBUM Xjopuaa kamamus [[Ipo-
tomnorosa, 2011], 4To MO3BOISET UCIOIB30BATH ITOT MapKEP TAKIKE B DKOTOKCH-
KOJIOTHUECKUX MCCIIEOBAHMUSIX C MPUMEHEHHEM OalKanbCKUX aM(pUIIO.

3akniouenue

[IpumeHneHue COBpeMEHHBIX METOAOB OIEHKH CTPECCOBBIX COCTOSIHUN Oaii-
KalbCKUX aM(UIO SIBISETCS NEPCIEKTHBHBIM HampaBlICHHEM B 3KO(U3UOIOTH-
YeCKUX HccleoBaHusIX Ha baiikane, MO3BOJSIIOIIMM BBISIBISATE BBICOKOUYBCTBU-
TETBHBIC CTpecC-MapKepbl. Ha maHHBIM MOMEHT TIPOBENEH 3HAUNTEIHHBIA 00BEM
UCCIIeIOBaHUI TI0 OIIEHKE BO3MOXXHOCTH ITPUMEHECHHUST HanboJiee pacrpocTpaHEH-
HBIX OMOMapKepoB Ha (PU3MOJIOTUYECKOM, KJIETOUHOM M OMOXMMHYECKOM YpOB-
HSX Ha OalfkadbCKUX aM(HITOax B OTBET HA TEMIIEPATYPHOE M TOKCUYECKOE BO3-
nericteue. IloydeHHbIE JaHHBIE YK€ IO3BOJISIOT JI€]IaTh IPOTHO3bI COCTOSHHUS
Makpo3oo0eHToca nutopanu balikana npu nanpHeWeM MOTEMJICHUU BOJA U yCH-
JICHWH aHTPOTIOTCHHOM Harpy3KH, OJTHAKO IUIS TOJIydeHHUsl Ooyiee TOJTHONW KapTH-
HBI TPEOYIOTCS JOMTOTHUTENFHBIE UCCIIEA0BAHNSI.

Crnenyer OTMETUTh, YTO aM(UIIO bl IPECTABIISAIOT COOOM JOCTATOYHO CJIA00
W3YYCHHBI TaKCOH B acIieKTe MPOTEKaHHs OMOXMMHUYECKHX PEeaKkIUi M KIeTO4-
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HBIX MPOIECCOB. DTO HAKJIAABIBACT ONPEACIEHHBIC OTPAHUYCHUS Ha MCIIONIb30Ba-
HUE MOJICKYJISIPHO-OMOXMMHUYCECKUX MAPKEPOB CTPECCOBBIX COCTOSIHUM, MTOCKOJIb-
Ky MHOTHE METabOJIMYECKUE W CUTHAIIbHBIC MYTHU CTPECC-OTBETa Y aMQUIO] He-
U3BECTHBL. JIJIs MOKMCKa TAaKCOH-CMEHU(PHUYHBIX MEXaHU3MOB CTPECC-OTBETa MpU-
MEHSIIOT TJI00aJbHBIE METOJBI aHAIKM3a, OXBATHIBAIOIIMNE COBOKYIIHOCTh I'€HOB
(renom), MPHK (Tpanckpunrtom), 0enkoB (mpoTeoM) U MeTaboiuTOB (METabOo-
nom). Ha Gaiikanbckux aM(unoax UCCIeIOBaHUS B 3TOH 00JIACTH TOJIBKO Haya-
muck. Tak, mpouuTaH reHoM Oalfkaimbckoro Buma ambunon E. verrucosus [A first
glimpse ..., 2014], onHako ero cOopka u pacmu@poBKa 3aTPyIHEHBI OOIBIIUM
pasmepoM reHoma (9 I'0) u HaM4YMeM KOPOTKUX TOBTOPOB, COCTABJISIOIIUX [0
80 % reroMma.

Henasuee nccnenosanue [Intersexual differences ... , 2017] nemoHCcTpHpyeT
BO3MOKHOCTh TIPUMEHEHHSI TPOTEOMHOTO TOJXOAa JJIsi OICHKH CTPEeCcC-OTBETa
Oaiikanbckux ampuno. [Tpu moMOIH 3TOro MOaX0/1a BIEPBBIC YIAIOCH BhISBHUTh
HOBBIC MTOTEHI[HAIbHBIC OHOMAaPKEPhI, ClIeU(MUIHBIC )11 CAMOK U CaMIIOB UCCIIe-
JIOBaHHBIX BUJIOB. MccienoBanus B 3TO¥M 00J1aCTH MO3BOJST CYHICCTBEHHO pac-
HIMPHUTh CIEKTP MPUMEHSAEMBIX MAapKepOB, a TaKKe BHECYT BKJIAJ B H3y4YCHHUE
SBOJIIOIUH aIaNTauii 0aifkambCKoi (hayHbBI K aOMOTHYECKIM ITapaMeTpaM CPEeIbl.
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Physiological and Biochemical Markers of Stress Response
of Endemic Amphipods from Lake Baikal: Current State
and Perspectives

D. S. Bedulina, Z. M. Shatilina, A. N. Gurkov, Y. A. Lubyaga,
K. P. Vereshchagina, E. V. Madyarova, D. V. Axenov-Gribanov,
M. A. Timofeyev

Irkutsk State University, Irkutsk

Abstract. The review summarizes the state of the art of researches of physiological, cellular, mo-
lecular and biochemical stress markers in Baikal endemic and other freshwater amphipods. The last
achievements and future perspectives in this area are discussed. Baikal amphipods are the important
part of littoral benthic communities, which undergo the significant anthropogenic pressure and the
impact of climate change. Thermal preferences, temperature tolerance borders, and a sensitivity to
heavy metals of key benthic amphipod species are studied. Preliminary data indicate the possibility
of using some species of littoral amphipods as bioindicators of eutrophication. Autecological studies
allow us to identify intraspecies variation in resistances to the temperature, to determine the physio-
logical thresholds of thermotolerance, that limits amphipods growth and reproduction. Obtained
results demonstrate the correlation of preferred temperatures to the physiological thermal optimum
of different amphipod species. The results allow us to forecast the effects of warming and anthropo-
genic impact on the coastal fauna of amphipods in Lake Baikal. The complex of nonspecific cellular
and molecular stress-response mechanisms in amphipods is investigated. The role of the structural
and functional rearrangements of heat shock proteins expression and synthesis system in the thermo-
tolerance development of amphipods is shown. Species-specific peculiarities of antioxidant enzymes
activities under various stress condition are studied in the key Baikal amphipod species. The ob-
tained results demonstrate a high degree of interspecific variability of physiological and biochemical
stress-response mechanisms in Baikal amphipods. With the help of genomics, transcriptomics and
proteomics, other taxon-specific molecular biomarkers of stress-response in different ecological
groups of amphipods are studied.

Keywords: amphipods, biomarkers, antioxidants, Baikal Lake, Hsp70, stress, endemics.
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