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K BOIIPOCY O KJIACCUDPUKANNN
T'NIIOKCUYECEUX COCTOAHUN TMIPOBMOHTOB

O606LeHbl MaTepuarnbl MO MexaHM3mMaM pas3BUTHS TMMOKCUYECKUX COCTOAHUNA y
MepBUYHOBOAHbBIX OpraHvamoB. lNpegnaraloTcs NyTM MoandvKauum AencTByoLEn
krnaccudmKaumm rmnokCUYeckMx COCTOSHWUIA MO OTHOLLEHUIO K rTMAPOOMOHTaM Ha OCHO-
BE NPeACTaBreHVn 0 NEPBUYHON N BTOPUYHON rMNOKCUK. PaccmaTpuBaloTCs HOBbIE
BUbl 9K30r€HHOW, reMMUYEeCKON, TOKOMOTOPHON 1 AN PY3NOHHOM MNOKCUN, KOTOPbIe
CBOWNCTBEHHbI NMPEVMYLLIECTBEHHO BOAHBIM (DOpMaM XU3HW.

Knroueswie cnosa: soonvie OpP2aAHU3IMbL, CUNOKCUYeCKUue COCmosHuA, K/zaccuqbu—
Kayus cunoKcu4ecKux COCMOSIHU.

Kuchaopop, gBASETCS Ba)KHEUIIEH COCTABASIOMIEN T'MAPOXUMHUYECKOrO KOMII-
AeKca (PaKTOPOB BOAHOM CpeAbl, OTPAHMYUBAIOIIEN pacIpoCTpaHeHWe OpraHu3-
MOB M BAUAIONIEN HAa BUAOBOE Pa3HOOOpasme MX CooOIIecTB. BBUAY ero HU3KOU
AP DY3UOHHON CIIOCOOHOCTHU 30HBI AKCTPEMAAbHON T'MIIOKCUU (KOHIIeHTpalus
menee 0,5 MIr'A~1) 1 aHOKCHUM IIMPOKO MpEACTaBACHBEI B MUPOBOM OKEaHe M KOH-
TUHEHTAABHBIX BopoeMax [37, 42].0coOblii uHTepec TPEeACTaBASIOT OPTaHW3MHI,
BPEMEHHO MAM IIOCTOSTHHO OOUTAIOIINE B 3TUX aKBATOPHUIX, AT KOTOPBIX COCTOS-
HUEe T'UIIOKCUU IBASETCA PYHKIIMOHAABHOU HOPMOM. MeXaHU3MBbl Pa3BUTUSI ITUX
COCTOSTHUM, UX ITIO3UTHUBHBIE U HeTaTUBHBIE CAEACTBUS MHTEHCUBHO UCCAEAYIOTCS
Ha NpOTsSKeHUM nocaepHux 20 Aer.

Heo6xoAUMOCTL MTOATOTOBKY HACTOSIIEN CTaTbu BO3HUKAA B CBSI3U C OTpaHU-
YeHUSIMU B IIPUMEHEHUM ACUCTBYIOIIEN CUCTEMBI KAACCU(MUKAIIUU TUIIOKCHUYe-
CKUX COCTOSTHUU IIPUHSATOU AAS YeAOBeKa M Ha3eMHBIX II03BOHOUYHBIX [4], B OTHO-
IIEHUU BOAHBIX OPraHmu3MoB. OHU COCTOSIT B CAEAYIOLIEM:

— BO3AYyLIHAS U BOAHAA CPEABLI IPDUHIOUIINAABHO OTANYAIOTCA 110 (1)I/ISI/IKO-XI/I-
MHYEeCKHUM CBOMCTBaM, UTO Tpe6yeT ImepecMOoTpa 3K30TeHHBIX q)OpM THUIIOKCHYe-

CKUX COCTOSIHUM;

— TUAPOOUOHTEI UCIOAB3YIOT UHBIE PeCIIUpPAaTOPHBIE TIOBEPXHOCTHU (FKaOpHI)
U TUIILI UX BEHTUASAIIUU — HACOCHBIM, TAPAHHBIN (HAIIOPHBIN);

— (PYHKUHOHAABHBIE U MOAEKYAIPHBIE CUCTEMBI TPAHCIIOPTA U YTUAM3AIUHN
KHUCAOPOA@ 3aBUCAT OT TeMIIepaTyphl CPeAbl, YTO He CBOMCTBEHHO rOMONOTEPM-
HBIM OpraHu3MaM;
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— Y BOAHBIX OPTAHU3MOB PsiAd CUCTEMATUYCCKUX T'PYIIIL OTCYTCTBYIOT OTAE-
ABHEBEIE (bYHKHHOHaABHBIe " MOAEKYAsIpDHBIE CHUCTEMBL (HI/IpKYAHTOpHBIe, penunpa-
TOPHBIE HI/II‘MeHTLI), YTO HAKAAQABIBACT OTII€YATOK HAa ME€XaHU3MbI PeTyAMPOBAHUSL
KHUCAOPOAHBIX PEXXUMOB TKaHew.

PaCCMOTPEHHBIe BBIIIIE OCOOEHHOCTH ITO3BOAMAN OIIPEAEAUTH HOBLIE, IIPUCY-
e TOABKO FI/IApO6I/IOHTaM, BHUABI TUIIOKCHUYECKUX COCTOSTHUH.

B ocHOBY mpepnraraeMod KAacCU(UKAIIUKM ITOAOSKEHBI IPEACTaBACHUS O IIep-
BUYHOM M BTOPUYHOU TUIIOKCUHU, C(POPMYAUPOBaHHBIE B paborax [4]. [TepBuu-
Hble (DOPMBI TUIIOKCUHU (TMCTOTOKCUYECKHUU THUII) CBA3BIBAIOTCS C HECIIOCOOHO-
CTBIO MOAEKYASIPHBIX CHUCTEM TKAHEU YTHUAU3UPOBATH KUCAOPOA B KOAMYECTBE,
AOCTATOYHOM AASL TIOAHOIleHHOro pecuHTe3a ATP. Ko BTOpUYHON TUIIOKCHUU OT-
HeCeHBI COCTOSHUS, Pa3BUBAIOIINeECsI Ha OCHOBE HEeCOOTBETCTBUS AOCTaBKU KUC-
AOpPOA@ BEAWUMHAM ero NoTpeOAeHUd TKaHEeBBIMHU CTPyKTypaMu. Cpeprd HUX BBI-
AEAEHBI 3K30TeHHble, SHAOTeHHbIe (DOPMBI M T'MIIOKCUIO HArpy3KU. ODK30reHHas
TUNIOKCHUST OINPEAEAseTCs BHEIIHUM AE(PUIUTOM KHCAOPOAR, @ 3HAOTEHHAsS —
(PYHKIIMOHAABHOU HEAOCTATOYHOCTBIO CUCTEM KHUCAOPOAHOIO OOecIieueHUs opra-
HU3Ma.

JK30zeHHble POPMBL BMOPULHOU 2UNOKCUU

AAHHBIN BUA TUIIOKCUU PA3BHUBAETCS B pPe3yAbTaTe BHEIIHETO AePULUTA KUC-
AOpPOAA NPU COXPAaHEHUHU (PYHKIIMOHAABHOMN ITOAHOIIEHHOCTU (PU3UOAOTHUECKUX
U MOAEKYASIPHBIX CUCTEM I'MAPOOHMOHTOB, CBSA3aHHBIX C €r0 TPAHCIOPTOM U yTH-
Am3ainuen. MexaHn3Mbl BOBHUKHOBEHUST 9K30T€HHBIX (DOPM TUIIOKCUU B BOAHOU
U BO3AYIIHOM CpeAaxX MMEIOT Psp INPUHIOUINAABHBIX OocoOeHHOcTen. [Ipexae
BCEro, OHU OIPEAEAdIOTCS Pa3AM4YUsAMU B XapakTrepe AUM@y3un ra3os, TEepMO-
CTaOUABHOCTH, IIPO3PAYHOCTH, BA3KOCTH, CYILIECTBYIOIIUMU MeKAY BOAOU U BO3-
AYXOM. AHAAU3 TUAPOAOTMYECKUX U THUAPOXUMHYECKHX YCAOBHUM, CKAQABIBAIO-
IUXCSI B aKBAaTOPUSAX MUPOBOTrO OKeaHa M BAUSIONIUX Ha COAepKaHUe KMCAOPO-
A2 B BOAE, TO3BOASIOT BBIAEAUTH CAepyloliue (hOpPMBI 3K30T€HHOUW TUIIOKCHUU
(puc. 1).

I'mnokcus orpaHnyeHust BoOA0OOMeHa. CKOpoCThb AUDPY3UU KUCAOPOAA B BO-
pHOU cpepe B 10000 pa3 meHee s3(dekTuBHa, 4eM B BO3AyXe (KOd(DUIUEHT
b dysnn — 2,12:107° cm2.c~1, mpm 20°C) [3]. D10 03HaUaer, uTo 6e3 spdex-
THUBHOI'O KOHBEKTUBHOI'O U TYpPOYAEHTHOTO IlepeMellMBaHUs paclIpocTpaHeHUue
KHCAOPOA@ B BOAHOM CpeAe HeEBO3MOKHO. [ToaToMy Aro6oe orpaHUYeHNe BOAOOO-
MeHa COIIPOBOJKAAETCS OTHOCUTEABHO OBICTPLIM IHOHM>XEHHEeM ero KOHI[eHTpa-
num B Bope. OCOOEHHO aKTyaAbHO 3TO AAS IIEAB(OBOU 30HEI, B KOTOPOU HaOAIO-
AaeTcs HauboAee BHICOKUM YPOBEeHb OMOAOTUUECKOTO ITOTPEOAEHNS KUCAOPOAQ.

OCHOBHBIMU HCTOYHUKAMU IIOCTYIAEHUSI KMCAOPOAA B BOAHYIO CPEAY SIBAS-
I0TCA aTMOC(EPHBIN BO3AYX U (POTOCUHTe3 (doTudeckuit cao — po 100 M). B
OoAee TAYOOKHE CAOM BOABI KUCAOPOA IIPOHUKAET MCKAIOUUTEABHO 3@ CUET Bep-
TUKAABHBIX TEUEHUM U INUPKyAAnui. OrpaHUYeHNe BEPTUKAABHOTO OOMeHa BO-
AHBIX Macc (CTarHalus) MOXKeT NPUBOAUTH K KHMCAOPOAHOM AMXOTOMUM, KOTAQ
TPaAMEHT KOHIIEHTPAIUH KUCAOPOAA MEJKAY ITOBEPXHOCTHBIMU U TAYOMHHBIMH
CAOSIMU AOCTHUTaeT 3HAUUTEABHBIX BEAWYUH. BepTUKaAbHAs COCTABASIONIAS —
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BaKHEHIasgs OCOOEHHOCTh PaclIpPeAEAeHsT KUCAOPOAA B BOAHOM TOAIIE (KUCAO-
POAHEIN IIpOoUAL). [TosTOMYy IPUAOHHAS TMIIOKCHUS U @HOKCHUS SIBASIOTCS AOCTa-
TOYHO PaCHpPOCTPAHEHHBIM SBAEHHEM B BOAAX MHUPOBOTO OKeaHa. JTO Ka4eCTBO
B OOABIIIEN CTelleHU IpHUCcYylle HeAabdy THXoro okeaHa, rae IMIIOKCUS HaOAIOAA-
eTcs Ha 25% Teppurtopuu [37, 42]. OpraHnmu3Mbl, 0OUTAIOIIHUE 3AeCh, OCOOEHHO Ma-
AOTIOABUMKHBIE (DOPMBI, BEIHYKAEHBI IIOCTOSTHHO CYIIECTBOBAThH B YCAOBHUSIX OCT-
poro pedunTa KUCAOPOAA U AasKe aHOKcuu [33, 41—43, 79].

I'mnokcus eBTpodukanuu. EBTpodukanuss — MIMPOKO PacIpOCTPaHEHHOe
sABAeHUEe B NPUOPERKHBIX BOAAX MMPOBOTO OKeaHa U KOHTUHEHTAABHBEIX BOAO-
eMax. B ocHOBe eBTpo(UKALMU A€KUT HapyllleHHe OaraHCa BeIeCTB B DKOCHU-
CcTeMax, CBA3aHHOEe C U30BITOYHBIM MOCTYIIA€HUEM B BOAHYIO CPeAy OMOTEHHBIX
5AeMeHTOB (a30Ta, pocdopa, KPeMHUS, )Keae3a U Ap.) IPEeUMyIeCTBeHHO aHTPO-
IIOT€HHOTO IPOUCXOKAEHUS [49]. DTO NIPUBOAUT K ITOBBIIIEHUIO YPOBHA TPO(MHO-
CTH, CA€ACTBUEM KOTOPOU SIBASETCS Upe3MepHOe YCUAeHHEe IePBUYHOU IPOAYK-
MU B 9KOCUCTeMaXx. BHellIHe oHa 4acTo IPOsBAsIeTCs B (popMe IIBeTeHHs aKBaTo-
pUl U BOAOEMOB, UYTO CB43@HO C HPOTPECCHUPYIONIUM pPa3BUTUEM HEKOTOPBIX
rpymnn nuaHob6akTepuit (Microcystis, Anabaena, Aphanizomenon u Ap.) [32, 74]. B
KOHEUYHOM UTOTE 3TO COIPOBOKAAETCS 3HAUUTEABHBIM YBeAUUYEHHEM OHOAOTHYe-
CKOTO IIOTpeOAeHUS KUCAOPOAA U ITOCTeIIeHHBIM Pa3BUTHEM BHEIIHeM IMIIOKCUH.
OpraHusMbl BBICHINX TPOPHUUYECKUX YPOBHEW, OOUTAIONIWE B 3TUX YCAOBHUAX,
(paKTUUYEeCKH IIOCTOSTHHO HUCIBITEIBAIOT OCTPYIO HEXBATKY KHMCAOPOAQ.

EBTpohukamuio MO’KHO paccMaTpUBaTh KaK CaMOCTOSITEABHBINM (DAKTOP,
BAMSIONINM Ha KUCAOPOAHBIN PEXKUM BOAOEMA, HO 4aCTO OHAa COIYTCTBYET IIPO-
1eccy orpaHnM4YeHus BopooOMeHa. [TopoOHas cUTyalusl CAOJKHUAACh Ha CeBEepOo-3a-
napHOM IeAb(e HepHOro mopsd, rae oba mporecca B3aUMHO YCHUAUBAIOT APYT
Apyra [2]. OTo cBs3@HO C TeM, UTO OrpaHUYeHre 0OMeHa BOAHBIX MacC CIIOCOOCT-
BYeT IIOCTEIIEHHOMY ITOBBIIIIEHHUIO KOHIIEHTPAIUU OMOTeHHBIX DAeMEHTOB B CPeAe
U YCUAEHUIO C TedeHUeM BpPeMeHU MIPOAYKIIMOHHBIX IIPOIECCOB B 3KOCUCTEME.

I'mneprepMuyeckasi runokcusi. Ha pacTBOpUMOCTb KHCAOPOAA B BOAE OKa3Hbl-
BAlOT BAUSHHE MHOTHe (pakTOphl. OCOOEHHO BeAMKa POAb TeMuepaTrypel. C ee
MOBBIIIIEHNEM KO3(PHUINEeHT abCcOpOIUM U PACTBOPHUMOCTH KHCAOPOAQ B BOAE
yMeHBIITaloTcsA. B aAuanazoHe (PU3MOAOTHMYECKM B3HAUUMBIX TeMIepaTyp —
0—30°C cHM>XKeHUe COCTaBAseT IIOYTH 2 pa3sa [3]. DTa 3aBUCUMOCTb MOJKET CTaTh
NIPUYNHOY BO3HWKHOBEHUS BHEITHETo AeUINTa KMCAOPOAQ.

Oco06eHHO aKTyaAbHa TeMIlepaTypHas 3aBUCHUMOCTB PACTBOPUMOCTH KHUCAO-
poAa AAST MEAKOBOAHBIX €CTECTBEHHBIX (AAryHBI, AMMAaHEI, IOMMeHHBIEe 03epa) 1
HUCKYCCTBEHHBIX (0aCCEUHEI, IPYABI, PUCOBBIE YeKU) BOAOEMOB U BOAOTOKOB C He-
YCTOMYUBBIM CyTOYHBIM TEMIIEPATYPHBIM PEJKUMOM. JTa CUTYAIUI B OIIPEAEAEH-
HOU CTEIleHU MOJKET OBITh OKCTPAIlOAMPOBAHA U Ha AMTOPAAbHBIE U CyOAUTOpPA-
ABbHBIE 30HBI lIeAb(a. 3HaUUTEABHBIE CKaYKU TeMIlepaTyphbl MOI'YT BO3HUKATh U
IIPU TEIIAOBOAHOM BBIPAIIIMBAHUU PHIOBI B MOMEHT cOpOca TepMaAbHBIX BOA, (Tep-
modukanus) TOC u ADC B BOAOEMBI-OXAAQAUTEAN UAU HEITIOCPEACTBEHHOM TTOAA-
YU TOPSYUX I'eOTE€PMaAbHBIX BOA B BBIPOCTHEBIE IIPYABI [97].

I'mnepocMuyecKasi TUIIOKCUSL. AAHHBIN BUA OK30T€HHOM THIIOKCUU CAEAYEeT
paccMaTpUBaTh CKOpPEee KaK TeOPETUYECKU BO3MOIKHBIN, HEJKEAU PEAaAbHO CyIIe-



O6was rugpodbuonorus

crBytomui. OH OCHOBAH Ha TOM, YTO IIPU IOBBIIIEHUM COAEHOCTH PACTBOPU-
MOCTb KMCAOPOAQ B BOAE CHUJKaeTcsa. OAHAKO 3Ta 3aBUCHUMOCTh BEIPa’keHa B Me-
HBIIIeN CTeIleH!, YeM B OTHOIIEHUHU TeMIlepaTyphl. Tak, Ipy IIOBHIIIEHUEM COAe-
HoCTHU B puanazoHe 0—40%, pacTBOPUMOCTE KucAopoaa npu 20°C yMeHbIIaeTcs
B CpepHEeM TOABKO Ha 25% [2]. [ToaToMy poOAb AaHHOTO (paKTOpa B Pa3BUTUH
BHEIITHEH THUIIOKCUM aKTyaAbHa B OCHOBHOM AASI TUIIEPCOAEHBIX BOAOEMOB (COAe-
HOCTb Oonee 40%,). OnpepereHHBINM KUCAOPOAHBIN Ae(UIUT, BEPOSTHO, MOTYT
HUCIBITHIBATD W IIPOXOAHBIE PBHIOBLI IIPY IIEPEXOAE U3 IIPECHBIX BOAOEMOB B MOp-
CKHMe akBaTopuu. HemocpepaCcTBeHHOe BBeAEHUE reOTePMaAbHBIX BOA B IIPECHO-
BOAHBIE BEIPOCTHBIE IIPYABI MOJKET TaKJKe IIPUBECTU K POCTY COAEHOCTHU U TIOBAU-
SATh Ha UX KUCAOPOAHBIN PEXKUM, TaK KaK BOAQ CKBa)KUH MMeeT He TOABKO BBICO-
KYIO TeMIlepaTypy, HO U OOBIYHO 3HAUUTEABHYIO COAEHOCTh [57].

Indozennbvle POPMBL BMOPULHOU 2UNOKCUU

OHAOTeHHBIe (DOPMBI BTOPUYHOU TI'MIIOKCHMU HAOAIOAQIOTCS B YCAOBHUSAX KakK
BHeIIIHEe HOPMOKCHY, TaK U TUIIOKCUY, U CBSA3aHBI C U3MeHeHUeM COCTOSHUS CU-
CTeM KMCAOPOAHOTO oOecliedeHHUs: opraHudMa. OHH COIPOBOXKAAQIOTCS TOHUIKe-
HUeM apTepuarbHOTO POy MAKM OrpaHMUYeHreM MacCoIllepeHoca KMCAOPOAA K TKa-
HSIM U BKAIOYAIOT PECIUPATOPHBIM, HUPKYAITOPHBIM U reMHUYeCKUM KOMIIOHEH-
THI. B HacTogIlel paboTe TaK)Ke BIEPBBIE BEIAEATETCA AUMPY3UOHHAS TKaHEeBad
TUTIOKCHUS (CM. puc. 1).

PectimpaTopHasi THIIOKCHUs. AQHHBIN BUA I'HIIOKCUH CBSI3aH C OTPaHUYEHHEM
YTUAM3AIIUY KECAOPOAA Ha YPOBHE PECIIMPATOPHLIX MoBepxHocTed. OH BKAIOYA-
eT BEeHTHAJIIMOHHYIO M IIapeHXUMaTO3HYIO COoCTaBAdioIve. [lepBas cBsizaHa C
“3MeHeHneM GMOMeXaHWKU AbIXaTEeABHBIX ABUDKEHUM U YMEHbBIIIEHUEM BEHTHUAS-
LIMOHHBIX 00BEMOB, a BTopas — C YXyAllleHueM AUDPY3UOHHBIX XapaKTePUCTUK
BOAHO-TeMaTHIecKoro Gapnepa.

Benmuasiyuonnas runokcusi. BeHTUASITIVS PeCIUPATOPHBIX MOBEPXHOCTEN —
OAHA M3 Ba)KHEMIINX (PyHKIIUM opraHn3Ma THAPOOMOHTOB, 3aBUCAIIAs KaK OT UX
COCTOSIHHUS, TaK U OT YCAOBHU OKpy’Karolei cpepbl. Cpepn (hakKTOPOB, OTpaHU-
YUBAIOIIUX BEHTUASAIIUOHHBIE OOBEMBI U IIPUBOAAIINX K PAa3BUTUIO apTepUaAb-
HOU TMIIOKCEMUH, HEOOXOAUMO BBIAGAUTH TEMIIEPATYPHBIN MIOK, OCOOEHHO XOAO-
AOBOM [46], BHemIHIOIO runepokcuto [35], Tokcudeckue spdertsl Hy)S, HU3KMX
sgauenudt pH [30] u psaa ApyTux pakTopoB. B HEKOTOPHIX CAydYasxX apTepuaib-
Has TUIIOKCEeMUS pa3BUBaeTCsl Ha (pOHEe YBEAWUYEHMs BEHTHUASIIIUH KaOePHBIX I10-
AOCTel. DTO MOKET OBITh AMOO CAEACTBUEM (DYHKIIMOHAABHON HEAOCTATOYHOCTHU
ABIXaTEABHBIX ABM)KEHUM, AMOO PEe3yABTATOM NOHWKeHUS AUMPDY3UOHHBIX Xa-
PaKTepUCTUK BOAHO-TeMaTuueckoro Oapbepa. [TopoOHad curyaius OblAa OTMe-
4eHa B YCAOBUSX rurneprepmuu [70], Ipu UHBEKIUSAX COMATOTPOIIHOTO TOPMOHA
[63]. PazBuTHe apTeprarbHOM TUIIOKCEMUU IIPU ITOBBIIIIEHUN YaCTOTHI AbIXaTeAb-
HBIX ABMDKEHHUN MOJKHO OKUAAQTH U ¥ BUAOB, UCIIOAB3VIOIIUX TapaHHLIM TUII BEH-
TUASITIUYA PECTTMPATOPHBIX TTOBEPXHOCTEHN, B YCAOBUSAX OTPAHUYEHUS TTOABUKHOC-
T ocobel. AaHHOe COCTOSTHHUE OBIAO 3aperuCTPHUPOBAHO Y TYHIIOB, PA3AUYHBIX
BUAOB aKyA, CKyMOpul, kedanreu [11, 22, 51].

INapenxumamosnas cocmapasiroujasi. Audpdy3usi Ta30B yepes pecrupaTopHbie
TMMOBEPXHOCTU OTPEAEASIETCSI UX TIAOIIAABIO, TOAIIMHOM, KAaYeCTBEHHBIMU XapakK-



O6wasn rugpodbuonorus

TEPUCTUKAMU COCTABASIOIINX UX CTPYKTYP, MHTEHCHUBHOCTBIO >KaOEpHOIro Kpo-
BOTOKa U KHUCAOPOAOCBSI3YIOIIMMM CBOMCTBAMU KpPOBU. Y TUAPOOMOHTOB BO-
AHO-TeMaTH4YeCKUU Oapbep BKAKOUAET >KaOepHYIO0 MeMOpaHy, IPUMBIKAIOIIUNA K
Hell AU(M@PY3UOHHBIN (HEIOABHUIKHBIN) CAOM BOABI M DHAOTEAUM KaIUAAIPHOU
creHku [34]. ToamuHa >kabepHOM MeMOpaHbI ¥ KOCTUCTBIX PBIO BapbUpPYeT B
npeaperax 0,6—2,5 MKM. Y TeAraTUdeCKUX BUAOB OHa MMeeT MUHUMaAbHbIE 3Have-
HUS, @ Y AOHHBIX — MaKcUMaAbHBIe [22, 36]. C BO3pacTOM TOAIIMHA ee MOBHIIIa-
eTcs, a AUGPY3NOHHBIE XapPAaKTEPUCTUKHU CTAHOBATCA XysKe [20]. CTeHKU KalluA-
ASIpPOB 0O0Opa30BaHBl 3HAOTEAMAABHBIMU KAETKAMM, HMEIONUMMU TOALIUHY
0,04—0,05 mxm y kKocTucTeIX peid 1 0,10—0,50 MKM y KpyrAOpoThIX [56]. Pasme-
PBI AUDPY3UOHHOTO CAOS BOABI HEIIOCTOSIHHEL U 3@BUCAT OT UHTEHCUBHOCTH BEeH-
TUASAIIUU PECIIMPATOPHBIX IIOBEPXHOCTEN: YeM OHA BHIIIe, TeEM HUXe CAOU. OTCIO-
AA CAEAYET, YTO OrpaHMYeHNe BEHTUAIIIMOHHBIX OOBEMOB AOAJKHO OCAOKHATE U
nponecc AUPAY3UU KUCAOPOAA U3 BOABL B KPOBb. XUMHUYECKUU COCTaB AUD@y-
3MOHHOTO CAOS MOJKET M3MEHSTBhCS, OCOOEHHO IIPU IMOBBIIIEHHOM 3KCKpenuu
NH, ", BBI3BIBAIONIErO TOTPAHUYHBIN allUAO3, UYTO TaKKE MOJKET OKAa3aTb BAMSI-
HUe Ha XapakTrep Auddysunu Kucropoapa [78].

Oc00eHHOCTBIO JKaOEPHOTO 3MUTEAUS TUAPOOUOTOB SIBASIETCS IPUCYTCTBUE B
HEM XAOPUAHBIX KAETOK, OCYIIECTBASIOMUX TpaHcnopT Ca2™, Cl~ u peryasmnmio
KHCAOTHO-IIIEAOYHOTO 6anraHca KpoBu [50]. OyHKIMOHaAABHOE 3HaUeHMEe AQHHBIX
00pa30BaHUM CyIIeCTBEHHO MOBLINIAeTCs IPU U3MEHEHUU COAEHOCTU CPEABI, KO-
TOpast UHAYIIUPYeT IPOAN(MEPATUBHYIO aKTUBHOCTb XAOPUAHBIX KAETOK. TOAIIU-
Ha >KabepHOro 3IUTEeAUs IIPU 3TOM IOBEIIIaeTCs, a ero AUPPy3UOHHEBIE XapaKTe-
PUCTHKHU CYII[eCTBEHHO MOHMWKAIoTCsl. OO 3TOM CBUAETEALCTBYIOT HU3KHE 3HaUe-
HUS HANPSOKeHUs KUCAOPOAA B apTEePUAABHOU KPOBU B II€PHUOA COAEHOCTHBIX
apanTanyi y psipa 9BPUTaAMHHBIX BUAOB [19].

B ychroBuSX MHTOKCHKANMU (PAyOpeHTeHOM B >Kabpax Pimephales promelas
TaK)Ke MPOUCXOAUAU CTPYKTYpPHBIE NIEPECTPONKHU, NMPUBOASAIINE K YBEAMYEHUIO
TOAITUHEL AUDAY3UOHHOTO CAOA ITOYTH B 3 pasa [79]. OrpanunuyuBaeT pudysu-
OHHBIE XapaKTePUCTUKU BOAHO-TeMaTUUeCKOro Oapbepa 1 AeUCTBUE PsSAQ AHUOH-
HBIX KCEHOOMOTHUKOB [62].

Cy1iecTBeHHa POAb M MHTEHCHUBHOCTU JKaOEpPHOTO KPOBOTOKA, KUCAOPOAOC-
BA3YIOLIVX XapaKTEPUCTUK KPOBU B AUDPY3UU KUCAOPOAA Yepe3 BOAHO-TEeMaTH-
yeckuii bapnep [69].

IupkyAsiTOpHasi runoKcust. AaHHBIM BUA TUIIOKCUU HAOAIOAQETCS TIPU HOP-
MarbHOM PO, B KPOBU U SIBASIETCS CAEACTBUEM OTPaHUYEHUs OO'beMHOTO TKaHe-
BOTO KPOBOTOKA. OH MPOSIBASETCS B (POPMe HIEMUIECKON U 3aCTOMHOM TUIIOK-
cum. [lepBas cBsI3aHa C MOBBIIIEHUEM COIPOTUBACHUS PE3UCTUBHOM I'PYIIILI CO-
CYAOB, BBI3BIBAIOIIUM OTpaHUYEHHWEe OO'BEMHOI0 KPOBOTOKA B TKAHSAX, a BTOpPAs
OOBIYHO CO CHUYKEHUEeM (PYHKITMOHAABHBIX KOHAWUITUM CEPACYHOM MBIIIIILI U pe-
aKIUSIMU TIepepacipeAeAeHrsI KPOBU B OpraHu3Me.

Hwemuueckas runoxkcusa. CAydand HUIIeMUYECKON TMIIOKCUU Y MOPCKUX Opra-
HU3MOB IIPAKTU4YeCKU He onucaHsbl. [ToBpeskparomuil 3pPeKT Ha TAQAKOMBIIIIeY-
HYIO CTEHKY COCYAOB MHUKPOIIUPKYAATOPHOTO PYCAQ OTMEUEH TOABKO CO CTOPOHBI
NH3 u NO [67], Hu3kux Temuneparyp [09], kucaoii cpepnl [73]. B coOCTBEHHBIX
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HCCAEAOBAHUAX BBIIBAEH MeXaHNU3M HETaTUBHOT'O AEMCTBUS IMIIOTEPMHUM Ha CO-
CYABI TETIAOAIOOMBON Kedarn-CUHTHAS M XaMCHI [8]. BriepBble MoKa3aHo, YTO IIpU
TeMIeparypax OAU3KUX K 5°C B COCypaX CKEAETHBIX MBIIIII, Pa3BUBAETCSI HEKOHT-
poAupyeMas Ba30KOHCTPUKTOPHAS peaKlusd Ha (hoHe MOBEBINIEHUS KOHIEHTpa-
nuu cBo6opHoro Ca?t. DTo COIPOBOKAAAOCH HEaAeKBATHBIM YMEeHBIIEeHUEM
TIAOTHOCTU (PYHKITMOHUPYIOMINX KAITUAANIPHBIX €AVHUI], YBEAUUEHUEM TOAITUHBI
AP PY3UOHHOTO CAOSL, YMEHBIIIEHNEM IIAOIIAAN AUDPDY3UOHHON IOBEPXHOCTU U
B KOHEUYHOM MTOT€e IIPUBOAUAO K PA3BUTHUIO TKAHEBOU T'MIIOKCHUU.

3acmolinaa runoxcus. B ocHOBe A@HHOTO BUAA IMIIOKCHUM AeKaT pPeaKkIuy Iie-
pepacnpepereHUss KPOBU U U3MEHeHUA (DYHKIIMOHAABHBIX XapaKTEPUCTUK MUO-
Kappa. Y prI0 HauboAee PeaKTUBHOU TPYIIION SABASIOTCS COCYABL JKaOepHBIX Ae-
necTkoB [69], Mo3sra [59] u cepatia [29]. OHK aKTUBHO pearupyioT Ha U3MeHeHUe
COCTOSIHUSI OpTaHM3Ma U YCAOBMU OKPY’KaloIel CcpeAbl. Tak, B YCAOBHSAX BHEIII-
HeM TUIIOKCHUHU U TUIlepKallHUU IlepeOparbHBIM 1 KOPOHAPHLIY KPOBOTOKM BO3pa-
cTaru Ooaee yeM B 2 pasa [29, 68, 80]. [Ipu 3TOM B ITOUKax, I€YEHHU, CEAe3EHKE,
CKeAeTHBIX MBIIIIIaX KPOBOTOK COXPAHSAACS Ha IIpe’KHeM ypoBHe [23], a B apTe-
pUgX KUIIEYHUKA HAaOAIOAANOCH ABHOE CHHJKEHHUe KPOBOTOKa [16]. 3akoHOMEp-
HOe M3MeHeHUe KPOBOTOKA IPOMCXOAUAO YV PBHIO U IIPU CMeHe TeMIlepaTypPHBIX
YCAOBHM CpeABL. Y PaAy’KHOU (DOPEAU IOBBIIMIEHUE TEMIIePAaTyphl B AUalla3oHe
6—18°C BBI3LIBAAO aKTHUBU3AIUIO KPOBOTOKA B OEABIX MBIIIIAX U CHUJKEHUE ero
B CeAe3eHKe, IleueHH, II0YKaX, KUIIeYHUKe U JKeAdyHoM ny3bIpe [18]. Ha xapak-
Tep pacnpepereHns KPOBOTOKA OKAa3bIBAAO BAMSHUE TAK’Ke U3MEHEHHEe COAEHO-
cTu cpeprl. [1pu ee noseiienuu y Pleuronectes platessa oTMe4aaOoChk SBHOE yBe-
AWYeHUe KPOBOCHAOKEHMS KOJKHBIX TOKPOBOB [72]. OpHOHAmpaBAEHHOE pac-
IpepeAeHre KPOBOTOKA YV PhIO IPOUCXOAUT U IpU (PU3NUECKUX Harpyskax [16].
K 3acTtomHbIM (hopMaM I'HIIOKCAM MOJKHO OTHECTU U CAy4au IIepeepaHus, OTMe-
YeHHBIEe AT PIAQ XUITHBIX PBIO [65]. Hapo moaaraTh, 94TO pAaHHAsA popMa IUIOK-
CHU pa3BUBAETCS KaK CAEACTBHE Upe3MepHOro IIepepaclpepereHrs KpOBOTOKA B
IIOAB3Y KEAYAOYHO-KHUIIEYHOTO TPAaKTa. V13 AaHHON MHMOPMAIIUN BUAHO, YTO aK-
THUBU3AIlUsA KPOBOTOKA B OAHMX TKAHSX IIPU TOM MAM MHOM YCTOMYHUBOM COCTOSI-
HUU COIIPOBOXKAAETCS ¥ BO3HUKHOBEHHEM 3aCTOMHBIX 30H B ADYTHX, UTO CAEAYET
paccMaTpuBaTh KakK MPEAIIOCHIAKY AAS Pa3BUTHS TKAHEBOM T'MIIOKCHUU.

OyHKINOHAABHBIE KOHAUIIUY CEPAIIa V PHIO U APYTUX I'HAPOOMOHTOB TaKykKe
He ABAAIOTCA YCTOfI‘{I/IBBIMI/I M B 3HAUNUTEALHOM CTeIIeHU OIIPEACASAIOTCA YCAOBUSA-
MU CpeABL. SIBHBIe orpaHUYeHMUs 9aCTOTHl CEPACYHEIX COKpallleHUN U MUHYTHOTO
oOBeMa cepalla HaOAIOAQIOTCSI B YCAOBUAX Tunorepmuu [48] m runokcuu [38].
Bce 3TO Tak)ke AOAJKHO CONPOBOYKAATHCS OTpPaHWYEHMEM KPOBOTOKA, HO He Ha
TKAaHEeBOM, a OPTraHU3MEeHHOM YpOBHE.

I'emnueckas runokcusi. 'eMmryeckast TUIIOKCHS OCHOBAHA Ha CHU>KEHUU KUC-
AOPOAOCBA3YIOIINX XapaKTEePUCTUK IUPKYAUPYIOUIUX Cpep (KPOBHU, TeMOAUM-
d5ul). B ocHOBe ee MOTYT AeKaThb pa3sAMYHBIE IPOLECCHI: aHEMUs, IIOBBIIICHUE
AOAU (PYHKIIMOHAABHO HEAKTHBHOI'O IIUTMEHTa, U3MeHeHue AUPPY3NOHHBIX Xa-
PaKTepUCTUK SPUTPOIIUTAPHBIX MeMOpaH. HeobxoANMO OTMETHUTH, UTO O TeMuue-
CKUX (popMax r'MIOKCUU MOJKHO F'OBOPUTH TOABKO B CAyYadX HaAWUMs peclupa-
TOPHBIX IUI'MEHTOB (reMOTAOOMHA, FTeMIPUTPUHA, reMOIIMaHNHA) B IUPKYAUPYIO-
WX CPeAax, YTO CBOMCTBEHHO He BCeM I'MAPOOMOHTaM (0EAOKPOBHBIE PHIOKI, PSA
BUAOB MOAAIOCKOB U UepBeH).
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Anemus. AHeMusi — AOCTQTOYHO PACIpPOCTPaHEHHOEe SABA€HHE CPeAUd MOpP-
CKMX OpPTraHHU3MOB, 00AQAQIONIUX 3PUTPOIUTAPHBIM reMoraoouHoM. OHO BCTpe-
4aeTcs KaK B €CTeCTBEHHBIX YCAOBHUAX CPEABl, TaK U NIPU MCKYCCTBEHHOM pa3Be-
AeHUU ruAPOOUOHTOB. CAyuam IpeAHEepeCcTOBOM aHEMUHU ONMCAHBI AN PSIAQ TIpe-
CHOBOAHBIX 1 MOpPCKUX pbIo [5, 10]. [Toka3aHo, YTO A@HHOE COCTOSHUE OIIPEAEAsi-
eTCs HEPETYAIPHOCTBIO PUTPOIOITHYECKUX IIPOIeCCOB B KPOBETBOPHOM TKAaHU
U COIIPOBOJKAAETCS Pa3BUTHEM TKaHeBoM runoxkcuu [10].

CAy4yam aHEMUHU BBIIBASIOTCS Y PBIO B OOAQCTU BBICOKHMX TEMIIEPATYD, KOIAQ
3HaueHUs (paKTopa Ae’KaT 3a IpeAeAaMU T'PaHUI] TeMIepaTypHOM TOAepaHTHO-
ctu BUAA [44]. Tlpu n3MeHEeHUU COA€HOCTH MHOTHE aBTOPBI OTMEYaloT TMApaTa-
MO IUPKYAUPYIOLIEN KPOBU U OTHOCUTEABHOE ITIOHUKEeHNe YUCAA SPUTPOIIUTOB
U KOHIIeHTpAIlUK reMOTAOOMHA, YTO TaKyKe MOJKHO PacCMaTPUBATh KaK IIPOsIBAe-
HUe aHEMUYHOI'O COCTOgHU4 [15]. B cOOCTBEHHBIX HCCAEAOBAHUAX IOKA3aHO, YTO
TUIIOOCMHUS BBI3BIBAET y PHIO (OBIYOK-KPYTALII) He TOABKO OBOAHEHUe IlepHrde-
PUYECKOTO PyCAa KPOBU, HO U AM3UC YaCTH IPUTPOLMTAPHON MACCHI, BAUSS TEM
CaMbIM Ha KHUCAOPOAHYIO €MKOCTb KPOBU B IleAoM [9].

[[lpoko pacnpocTpaHeHBbI U TOKCHYEeCKHe BapHaHThl Pa3BUTUS aHEMUU Y
peIO, BEI3BIBaeMble peticTBueM NO,, NO; [64], corel TIXKeABIX METAAAOB [58] u
T. A

IToBbiwuenue goau (PyHKUUOHAABHO HEAKMUBHOIO reMOrA0OUHA. AASL TeMOTAO-
OMHOB pBIO XapaKTepHa HU3Kas YCTOMYMBOCThL K OKMCAeHUIO [14]. DTo saBAseTcs
MIPUYMHOU IMOBBIIIEHHOIO COAepP>KaHUg (heppu-POpPMBL (METTeMOTAOOUH) B KPO-
BU OPTraHNU3MOB AQHHOM CHCTeMaTH4eCKOM I'PYIIEL, 9YTO CBA3BIBAIOT C HU3KOM 3(-
dexTuBHOCTEIO 3puUTporuTapHo NADH,-anadopass! [39]. MHAyIIMpOBaTL MET-
reMOTAOOMHEMMIO MOTYT pasAudHble (PaKTOpHl: HU3Kasg TeMmneparypa [40], ru-
nokcus [76], HUTpUTHas MHTOKCUKanus [61] u apyrue. OnucaHbl CAyYau IpepHe-
pectoBoii MmeTreMoraobuHemuu [10]. Heo6XoAMMO OTMETUTD, UYTO POCT KOHIIEHT-
pauun geppu-popMbl OOBIUHO HaOAIOAQeTCsl Ha (hOHe pPa3BUTUSA aHeMUU. Yucao
SPUTPOIUTOB U KOHIIEHTPAllud reMOrAOOMHA B KPOBU CHIKaroTca [10]. OTo emme
OoAee yCYTyOAsIET Pa3BUTHE COCTOSTHUS T'MIIOKCHUU.

VuakTuBanusa yHKIMOHAABHBIX XapaKTEePUCTUK IeMOTAOOMHA MOJKET IIPO-
UCXOAUTH HE TOABKO IIOCPEACTBOM IIepeBOAA ero B eppu-popMy, HO U IIyTeM
MOBLIIIIEHNSI KOHIIEHTPAllUM CyAb(d)- U KapOreMorroOMHA, KOTOphle TakkKe He
CIIOCOOHBI CBSI3BIBATH KUCAOPOA. [TopOOHEIE CAydan OTMeUYeHBI AAS HEKOTOPBIX
BUAOB MOPCKUX PbIO [17].

AnAO03 IMPKYAUPYIONIEN KPOBU TAaK)Ke MOXKeT CTaTh IPUYMHON CHU>KEHUS
KHCAOPOAHOU €MKOCTH KPOBHU. DTO OCOOEHHO KacaeTCsl BHUAOB, OOAQAQIOIIUX
IIAQBATEABHBIM ITy3bIPEM, FeMOTAOOMHBI KOTOPBIX UMEIOT BhIPa’KeHHBIN d(dMEeKT
Pyra [52].

W3yueHre A€UCTBUS HU3KHUX TeMIlepaTyp Ha OpPraHNU3M TEMAOAIOOUBEIX PHIO
TTIO3BOAWAO BBISIBUTEH HOBYIO PA3HOBUAHOCTE reMUYeCcKOoM runokcuy. OHa OCHOBa-
Ha Ha BBICOKOM TeNAOBOM 3(P(eKTe peaKlMH OKCHUTeHAIMU IeMOTAOOUHE, KOTO-
pBIM HaOAIOAQETCA IPU NPUOAMIKeHUHU K TeMmieparype 5°C [12]. DTo conpoBOXK-
AAeTCsI Ype3MePHBIM POCTOM CPOACTBa KPOBU K KMCAOPOAY, YTO OCAOXKHSET IIPO-
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Ilecc ee AeOKCHUTeHallu Ha TKaHEBOM YPOBHE U IPUBOAUT K IOHMYKEHUIO TKaHe-
BOTO HaNpsDKeHUsT Kucaopopa [11].

CruxeHue gu@@dy3uOHHBIX XAPAKMEPUCMUK 35pUMPOYUMAPHbIX MeMOpaH.
Anddy3ruoHHbEIE XapaKTePUCTUKU 3PUTPOLUTAPHBIX MeMOpaH THAPOOMOHTOB
dakTrueckn He mMccaepoBaHbl. OAHAKO YCTAHOBAEHO, UTO CTelleHb TMApPaTalluu
TKaHel U TeMIlepaTypa BAWUSIOT Ha (Pa30Bble IIEPEXOABI PIAd POCHOAMIHAOB
(dbocdhopuTrxoAnH, (dochaTHUAUAITAHOAAMUH) B MeMOpPAHHBIX CTPYKTypax
MBI, U ADYTUX TKaHeW y HEKOTOPBIX T'MAPOOMOHTOB (aKTUHMWHU, aCLUAUU, ABY-
CTBOpYAThle MOAAIOCKHU) [7]. DTO O3HAUYaeT, 4YTO AQHHBIM MeXaHU3M reMUYecKoMn
TUIIOKCUM He CAEAyeT MCKAIOYaTh U3 PACCMOTPEHHUS.

Anddy3noHHas TKaHeBas TUIIOKCHUs. AAHHBINM BUA TMIIOKCUM paHee He BHI-
Aerdacs. B HacTosme paboTe 3TO AeAaeTcs BIepBble. DTO CBSI3aHO C TeM, UTO
XUMUYECKUU COCTaB TKAHEU T'MAPOOMOHTOB, OCOOEHHO CKEAETHBLIX MBIIII, He
YCTONMYUB U MOJKeT IIpeTepleBaTh CylleCTBEeHHbIE U3MEHEHNs, BAUSA TeM CaMbIM
Ha xapakrep pud@ys3un Kucaropoaa. IIpesxxae Bcero, 3To KacaeTcsl COACP KaHUA
AUIIUAOB U BOABL. Kak M3BECTHO, paCTBOPUMOCTb KUCAOPOAA B AMIIMAAX B 4 pasa
BBIIIIE, YeM B OBOAHEHHOM ITUuTonAasMe [45]. OTo 03HavYaeT, YTO U3MeHeHHe CyM-
MapHOTO COAEP’KaHUS AMIMAOB U CTEIIEHU OBOAHEHHOCTH TKAaHEN AOAJKHO BAU-
ATh Ha UX KUCAOPOAHBIN PEKUM.

Ha TkaHeBOM ypOBEHBb AUNMAOB y I'MADOOMOHTOB OKA3BIBAIOT BAUSHHE Pa3-
AnuHBle (DaKTOPHL. [TOBEIIIEHME COAEpP’KaHMSA UX OTMeUaeTCs IIPU IIepeXxope K
BO3AYIIHOMY ABIXaHHUIO [25], X0n0A0BOM apanTaiium [31]. [TokazaHo, YTO BeAUYHU-
Ha TKaHeBoro PO, BAMgeT Ha HAaIPaBAEHHOCTb CMHTEe3a AUIHAOB. BeICcOKUN ypo-
BeHb PO, criocoOCTBYeT CHHTE3y XOAeCTepHUHa, HU3KUN — (HOCHOAUNUAOB U
SKUPHBIX KUCAOT [54]. CylllecTByeT Tak’Ke eCTeCTBEHHAasd AMHAMUKA COAEPIKaHUS
AUIIMAOB B MBIIIEYHOM TKaHU PBIO, CBsI3aHHAs C TOAOBBIMM IIMKAAMU (HepecCT, Ha-
TyA, MUTPpaNud, 3UMOBKa) [65].

CymiecTBeHHOe U3MEHEHHE COAeP’KaHUS BOABI B TKAHSX TMAPOOMOHTOB Ha-
OATOAQETCSI B OCHOBHOM B IIEPUOA COAEHOCTHBIX apanTanmii [15]. OcobeHHO 3TO
KacaeTcsl CAydaeB C OCMOKOH(OpPMepaMy — OpTaHMU3MaMu, KOTOPhIEe AOITYCKAlOT
3HAUNUTEeAbHbIEe U3MEeHEeHHUsI OCMOASIABHOCTHA BHYTPEeHHEH CpeAbl. DTO AOASKHO CY-
IIeCTBEHHBIM O0Opa3oM BAMATH Ha XapakTep AUMPY3UM KUCAOPOAQ B TKAHIX,
NIPUBOAS K Pa3BUTUIO COCTOSHUSA runokcuu. OnpepesreHHas CTelleHb THAPATAIIUN
TKaHeU oTMevYaeTcsl TakKe IIPU (PU3UIeCKUX Harpy3Kax, BHelIHel Iuiokcuu [28,
71] U B APYTUX CAyYaAIX.

JImcomomopna.n 2UunoxKcus

/AOKOMOTOpPHEIE (DOPMBI TMIIOKCUU BO3HMKAIOT Ha OCHOBE PACCOTAACOBAHUS
IIPOIIECCOB AOCTaBKU U MOTPEOAEHMSI KUCAOPOAA TKAHSIMH, IIPE’KAE BCEro cKe-
AETHBIMUM MBITIIIaMU. B pe3yabraTe BO3HUKAET KUCAOPOAHBIN AOAT, PACTET YHUCAO
TUMOKCUYECKUX M aHOKCUYECKUX 30H B TKAHAX, IIPOMCXOAUT llepeopUeHTalus
TKaHeBOI'O MeTabOAM3Ma B CTOPOHY YCUAEHUS aHadPOOHBIX IIPOLeCCOB. AAST THA-
POOMOHTOB, HapsiAy C BBIAEA€HHEM TI'MIIOKCHM HArpy3Kud B HacTodllel paboTe
BIIEPBBIE IPEANATAETCS PACCMOTPETH M THIIOAMHAMUYECKYIO TUIIOKCHIO, pa3BHUBa-
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IOIIYIOCS Ha OCHOBe OTpaHHWYeHUs (DOHOBON ABUTATEABHOMN aKTUBHOCTH JKUBOT-
HBIX (CM. puc. 1).

I'mnokcus Harpy3ku. OCHOBHOM IPUYUHOMN BO3ZHUKHOBEHMS TMIIOKCHUYECKUX
COCTOSTHUM B YCAOBHUSAX (PU3MUYECKUX HATrPY30K SIBASIOTCS OIPaHWYEeHHBIE BO3-
MOSKHOCTH CHCTEM KHCAOPOAHOTO obeclieueHmMs opraHusMa. [1pu maaBaHUU CO
CKOPOCTSIMHU BHIIIIE KPEMCEPCKUX OHU HE YAOBAETBOPSAIOT KMCAOPOAHBIM 3aIlpoC
CKEAETHBIX MBI U CUCTEM MX BereTaTMBHOIO OOeCIleueHMs, YTO IIPUBOAUT K
(POPMUPOBAHNIO KUCAOPOAHOTO AOATA. Y PBIO OH MOXKeT AoCTUraTh 45—50% Kuc-
AOpoaHOro 3amnpoca [65]. CTOAb BEICOKHE BEAUYUHBI KUCAOPOAHOTO AOATa OTpa-
>KaIOT BBICOKYIO 3(p(PeKTUBHOCTh aHadPOOHBIX MIPOIIECCOB Y AQHHOU CUCTeMaTHU-
YeCKOU TPYIIIIBI OPraHU3MOB B MOMEHT Harpy3ku. [Ipu naaBaHUM CO CKOPOCTAMU
BhIllle 4 AAWH TeAa-C~ ! B OpraHu3Me phi6 MOCTENeHHO Pa3BUBACTCS CACAYIOIIAsT
COBOKYIIHOCTB IIPOIIECCOB!

— CHMWJKAeTCs apTepUarbHOe U BEeHO3HOe HallpsKeHHe KUCAOpoAa [21]: mep-
BOe OTpaykaeT HU3KYIO 3(MPEKTUBHOCTBL KabEpHOro HACOCa, a BTOpoe — Mape-
HUe TKaHeBoro POo;

— TIOBBIIIIAETCS KOHIIEHTPAIIUSA AaKTaTa B MBIIIIAX ¥ UPKYAUPYIOIIEN Kpo-
BU, YTO IPUBOAUT K PA3BUTHUIO allUA03a BHEKAETOUYHBIX Cpep [55];

— CHUKAIOTCSI PeCYPCHl TAUKOreHa B IIeYeHHU M CKEAETHBIX MBIIIIAX, pacTeT
KOHIIEHTpAIus I'AIOKO3BL B KPOBHU [55].

OTMeueHHbIE BBIIIE M3MEHEHUST OTPa’kaloT YCUAEHME aHadPOOHBIX IIpoIiec-
coB B opranusme. OHU TeM 3aMeTHee, ueM OAMKe CKOPOCTh MAABaHUS K MaKCHU-
MaABHBEIM 3HaueHHAM — 5—10 aamH Tepa-c— ! [77].

I'mnopmHaMu4ecKasi TMIOKCHUSI. AQHHBIN BUA IMIIOKCUU XapaKTepeH AAS PBIO,
IIOCTOSTHHO UCIIOAB3YIOIIUX B TOM UAM MHOM CTEIIeHW TaPAHHBIM (HAIIOPHBINW) TUI
BEHTHUAAIINU PEeCIUPATOPHBIX TIOBEPXHOCTEN (TYHIIBI, aKyABl, CKymMmOpuu) [22, 51].
B cBfI3U € 3TUM B COCTOSHUHU ITOKOSI OHU BBIHY>KAEHBI IIOAAEPIKUBATH OIIPEAEAEH-
HBIUM (DOHOBBIM YPOBEHBb ABHUTAQTEABHOMN AKTUBHOCTHU. AI0OOe OrpaHUYeHHE IO-
ABMKHOCTU BBUAY (DYHKIIMOHAABHOM HEAOCTATOYHOCTHU KabepHOro Hacoca 0y-
AET COIIPOBOXKAAQTHCSA Y HUX PA3BUTHUEM apTEPUAABHOU T'MIIOKCEMMHU, UYTO IIOBAE-
4JeT 3a COOOM yXyAllleHHe KHCAOPOAHOTO pe’kMMa TKaHel U pa3BUTHe THIIOKCHU-
YEeCKOT'O COCTOSTHUSL. DTO HEOOXOAMMO YUUTHIBATH IPU UCKYCCTBEHHOM BbLIpAIIU-
BaAHUU 3TUX BUAOB pPBIO. [Top0OHOE cOCTOgHME OBIAO 3apETUCTPUPOBAHO B YCAO-
BHUSX DKCIepHUMEeHTa U Y Y4epHOMOPCKOTO MHTPOAYIleHTa — NuAeHTraca [11].

Txanesas (nepsuunas) eunoxkcus

IlepBruuHasa TKaHeBas TMIIOKCHUS Pa3BUBAETCA B YCAOBUAX BBICOKOro PO, B
KpOBH (reMoAuM@e) M TKaHEBBIX CpeAaX M CBA3aHa C HECIIOCOOHOCTBIO MOAEKY-
ASIPHBIX CHUCTEM TKaHEBBIX CTPYKTYP 3(P(PEeKTUBHO YTHUAM3UPOBATH IIOCTaBAse-
MBIA KMCAOPOA. OHA MOJKeT OBITh BEI3BaHA Ae(PUIIMTOM CyOCTPATOB OKUCAEHUH,
HEeAOCTATOYHOCTBIO UAUM HapyllIeHueM MUTOXOHAPHAABHOIO U MUKPOCOMAABHOTO
OKHMCAEHU, pa3o0lleHueM IIPOLeCCOB OKUCAECHUSA U POCHOPUAUPOBAHUA (CM.
puc. 1).
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Aedunur cyocTpaToB oKucAeHus. [TorHoIleHHOEe (DYHKIIMOHUPOBAHUE AbIXa-
TEeABHOM IIeNM MUTOXOHAPHUHN OIPEAEAsIeTCS MHOTHUMHU (PaKTOpaMu, B YaCTHOCTHU
poctaTouHbelM ypoBHeM NADH, u FADH, B kKaeTKe. OCHOBHBIM ITOCTaBIIMKOM
COeAMHEHUM AQHHOU IPYIIIBI IBASIOTCS peaknum ukaa Kpebca. Arob6oe orpaHu-
yenune noctaBku NADH, u FADH, Mo>keT cTaTh TPUINHON CHUKEHUS CKOPOCTH
pecunTtesa ATP, HeCMOTpPsI Ha BBICOKOE HAIIpsSKeHUe KUcAopoaa. Ecau ipu aToMm
SHepreTUYEeCKUU 3alpOC KAETKU He YAOBAETBOPSETCS B IIOAHOM 00BeMe, TO 3TO
BBI3bIBAET aKTUBU3AIWMIO @aHA3POOHBIX IIPOIECCOB U COIPOBOJKAAETCS IIOBHIIIE-
HUEeM KOHIIeHTPAlluM HEAOOKMCAEHHBIX coeprHeHuM. [Topno00HOe COCTOosTHUE MO-
>KeT BO3HHMKATh B CAydae CHM)KEHUS aKTUBHOCTU KAIOUEBBHIX (PepMEeHTOB ITUKAA
Kpebca (cyKnuMHATAETrMAPOTEHA3bl, IIUTPATCUHTETA3bl) WAM OTPAaHUYEHMS IIO-
CTYTIA€HUS CyOCTPATOB, BAUSIOIIUX Ha pecypc aneTuAa-CoA.

Cyknunatperupporesnasa (CAI) kaTaamsupyetr peaknuu okucrenus NADH,
u FADH,, a Takke cykiuHaTa A0 dyMapaTta. AKTuBHOCTE CAI' ompeaeasieTcsa
MHOTMMMU BHEIIIHUMU U BHYTPEHHUMHU (pakTropamu. Tak, y pelO yrHerenue CAD
HaOAIOAQEeTCSI TIPW IOBBIIMIEHWM TEeMIIepPaTyphl B (PU3MOAOTHMYECKU 3HAYUMOM
AuarnazoHe — 5—20°C, npu runepKallHUN BOAHOM CPeABl, IPU YBEAUWUYEHUHU B MH-
KyOaIlMOHHBIX CpeAax KOHIIEHTPAlluu Ca’* a0 200 Mr-A~—! u HeopraHuuecKoro
ocdopa po 0,3 mr-a~1 [1, 6]. [TopaBasteT aktuBHOCTE CAT’ M PSIA TOKCHYECKHUX
COEAVHEHUM, B YaCTHOCTHA HUTPAT CBHUHIIA [66].

CuHTe3 IUTpaTa — CTaAUs, AMMUTHAPYIOIAasi CKOPOCTh peakIiui 1mmkaa Kpeo-
ca. Ee koHTpOAMpYeT nuTpaTcuHTeTaza. OAHAKO ee UyBCTBUTEABHOCTD K CpeAe U
YCAOBUSIM MUKPOOKPY’KEHUS Y BOAHBIX OPraHM3MOB (DaKTHYECKU He M3ydeHa.

Ha pecypc anmetua-CoA oOKasbIBaeT CYIeCTBEHHOE BAWSHUE aKTUBHOCTH
depMeHTa TAMKOAN3a — MHUPYBaTAETHAPOTeHa3bl. AKTUBHOCTb €T0 KOHTPOAUPY-
eTcq o0muM ypoBHeM aleTuAr-CoA u NADH, B kaeTke. OTMeueHO, 4YTO AQHHBIN
pepMeHT YyBCTBUTEAEH K YCUAEHHUIO ITPOIIECCOB IIEPEKNUCHOTO OKMCAEHUS AUTIHN-
AOB B KAeTKe, KOTOpPOe MOJKeT OBITh BBI3BAHO PA3AUYHBIMU (PAKTOPAMHU, B TOM
4rcAe U TokcudecKuMu. OHO CIIOCOOHO MHTUOMPOBATH OKUCAUTEABHBIN MeTa00-
AU3M ¥ IIPUBOAUTH K PA3BUTHIO TMIIOKCHUH THUCTOTOKCHMYECKOro Ttuna. [lopno0HbIe
3 deKTHl Y phI0 BHIIBAEHBI CO CTOPOHBI HUTPUTOB [27], cBUHIIA [66] 1 psipa Apy-
TUX COEAVHEHUM.

ChepyeT OTMETHTh, 4TO aneTuA-COA cOnpsyKeH CO MHOTMMU MeTaboANYeCKu-
MU IIYTAMU, U B CBsA3U C OTUM He BCerAd MOJKHO OIIPEACAUTH NPUYUHEL, BBI3BAB-
e u3MeHEeHUe ero ypoBHsSI B KAeTKe. OHU MOTYT OBITh TaKyKe OOYCAOBAEHBI U
BHEKAETOUHBIMU (DAKTOPAMM, KOHTPOAUPYIOIIUMU IIOCTyIIA€HUE TAIOKO3BL. Bce
9TO TOBOPUT O TOM, 4YTO pa3BUTHUE TKAHEBOM T'MIIOKCUU Ha OCHOBE OTrpaHUYEeHUsA
IIOCTYIAEHUS CyOCTPAaTOB OKMCAEHUSI MOJKET IMPEACTAaBAATH CAOXKHBIM MHOIO-
(PaKTOPHBIN MPOIIECC.

HepocTaTouyHOCTh OKHCAEHHS. HepOCTaTOYHOCTE OKUCAEHUS MOYKeT BO3HUK-
HYTb B YCAOBHUSX Upe3MepHOro (yHKIIMOHAABHOTO HAIpsKeHUs, KOTAQ 3alpoc
TKaHu B ATP npeBOCXOAUT BO3MOKHOCTH ABIXaTEABHOU e 10 PECUHTE3Y AQH-
HOTO coepuHeHUs. [1pu 3ToM He HaOAIOpAaeTCst orpaHudeHnd B moctaBke NADH,
u FADH, co croponsl peaknuii iukaa Kpe6ca. CAepACTBIEM 3TOTO COCTOSHUS SB-
AseTCsl yCUAeHHe aHa3pPOOHBIX MPOIIeCCOB U PAa3BUTHE TKaHEBOU runoxkcuu. [lo-
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MOOHBIE CUTYallUM BO3HUKAIOT OOBIYHO B CAyYasX, KOTAQ OPraHW3M BBEIXOAUT 3@
TPAHUIIBI €CTECTBEHHON TOAEPAHTHOCTH K TOMY UAM HWHOMY (DakTopy cpeAbl. Cy-
LIeCTBOBaAHNWE B HeOAArONPUATHBIX YCAOBUAX TPeOyeT IOBBIIIEHHBIX 3HEPTeTH-
YeCKHUX 3aTpaT, U 3TO CKA3bIBAETCSI Ha COCTOSTHUN MOAEKYASIPHBIX CHUCTEM dHep-
TeTUYeCcKOro obecIiedeHns: TKaHeM.

K TakuM COCTOSHUSAM MOJKHO OTHECTH CYIIeCTBOBaAHUE TIMAPOOHMOHTOB B
YCAOBHSX T'MIIO- U TUIlepTepMuH. Tak, y Kaplia Ipu Temieparypax 5 u 30°C mo
CPaBHEHMUIO C ONTUMYMOM (25°C) oTMeuaeTCs CyllleCTBEHHOE IIOBBIIIEHNEe aKTHUB-
HOCTHU IIUTOXPOM-C-OKCHAA3EL B [IeUeHU, HO 3TO IIPOUCXOAUT Ha (POHEe CHUJKEeHUS
ypoBHa ATP 1 sHepreTuyeckoro 3apspa aA€HUAATHOU cucteMsl [6]. OpHOBpe-
MEeHHO YBEAMYMBAETCS KOHIEHTPAIUSA AAKTaTa B TKAHH, YTO OTpaykaeT IIOBHIIIe-
HUEe POAU aHa’poOuo3a B ee sHepreTrudeckoM obecrieueHuu. [Ipyu 3TOM HEAb3s
HWCKAIOUYATh U BEPOSITHOCTH PACCOTAACOBAHUS IIPOIECCOB OKUCAEHUS U (pocdhopu-
AUPOBaHMS B MUTOXOHAPHUSAX, O UeM OyAeT CKa3aHO HUKe.

Heo6x0AMMO TaKyKe YUUTHIBATh, YTO OKUCAUTEABHBIE BO3MOKHOCTH SAEKTPO-
HTPAHCIIOPTHOMN 1€ MUTOXOHAPHUN IOHMJKAIOTCSI C yYBEAMYEHUEM pa3MepoB
TeAa peIO [47, 60] u ux Bo3dpacTta [53]. OTO, B CBOIO OUEpEAb, MOJKET MOBBIIIATH
BEPOSATHOCTb BO3HUKHOBEHUS TIOAOOHBIX COCTOSHUU.

HapymeHne okucAeHusl. NAHHBIM BUA TKAHEBON TUIIOKCUM IIPEAIIOAATAET
CHV)KEHHME aKTHUBHOCTH KAIOUEBBIX (PEPMEHTOB ABIXaTEABHOM el MUTOXOHA-
PHH, YTO HEe TI03BOASIET YTUAM3UPOBATE MOAEKYASIPHBIM KMCAOPOA B AOCTAaTOUHOM
KoAnuecTBe. OTo co3paeT pecpunut ATP B KAeTKaX M TKAHIX U TaKyKe SBASIETCS
NIPUYMHON aKTUBM3AIUM aHA3POOHOIO pecHHTe3a MaKpPO3PrUUeCKUX COeprHe-
Huil. Cpepn (GaKTOPOB, OKA3BIBAIOIINUX BAUSHIE Ha aKTUBHOCTH (D€PMEHTOB, pe-
Iarollee 3Ha4eHUe UMeeT TeMIeparypa. B yCAOBUAX TUIIOTepMHUU (OKOAO 5°C) y
PBIO OBIA OTMEYeH POCT COAEPsKaHUS IIUTOXPOMA C B CKEAETHBIX MBIIIIAX U I0-
BBIIIIEHWE aKTUBHOCTU IJUTOXPOM-C-OKCHUAA3Bl [20]. BeicOokme >ke TeMIepaTypsl
(20—25°C) oka3bIBaAd TPOTUBOMOAOKHBIN 3P(PeKT. DTa 3aKOHOMEPHOCTh ObIAA
BBISIBAE€HA Ha YPOBHE Pa3AWUYHBIX TKaHeH pbIO [6]. HeraTuBHOe AelicTBHe Ha AQH-
HBIU (DepMEHT BBIIBAEHO U CO CTOPOHEI psiAa TOKCMUYECKUX COepAUHeHU [24, 58].

Pazo0menue okucaenus u pochopurupopanusa. Caydau pa3oOIllleHHs IPo-
[1eCCOB OKUCAEHUA 1 (POCHPOPUANPOBAHMS ONMCAHBL Y PHIO IIPU aAANTAIlUU K BhI-
COKHM TeMIlepaTypaM, 3HaueHUs KOTOPBIX Ae’KaT 3a IIpeperaMU TPaHuI] TOAe-
PAHTHOCTHM BHAQ. Y Kapla Ipu TeMmieparypax 27—30°C oTMeuaeTcsl CHUJKeHUe
roH1reHTpanuu AT® 1 9HEePTreTUYeCcKoro 3apsIAa aAeHUAATHON CHCTEMBI ITIeUeHHn
U APYTUX TKaHel [0] Ha (pboHe HapacTaHUs BEAWUYUH TEIIAOBBIX IIOTOKOB, OTXOAS-
IIVX C IIOBEPXHOCTU TeAd U OTASABHBIX OPraHOB, B 4aCTHOCTHU neueHu [13]. Ycu-
AeHUe He(pOCHOPUAUPYIOIIETO OKUCAEHUS OTMEUYeHO y PbIO U B 0OAQCTU HU3KUX
TeMnepatyp (MeHee 5—7°C) [6]. CunuTaeTcs, 4YTO IPoIlecC pa3obIeHNs BhI3bIBa-
IOT HeHACHIIIeHHbIe >XKUPHbIe KUCAOTHI, COAEP’KaHMe KOTOPBIX IIOBBINIAETCS B
TKAHSIX IIPU XOAOAOBOM aAaNTalluU.

B kauecTBe (hakTOpa, pa3o0IIaoIIero AbIXaHue U OKUCAUTEABHOEe PochOopu-
AUPOBaHMeE, B MUTOXOHAPUSAX KAETOK MOJKeT BEICTynaTh U CO,, HO TOABKO B 3Ha-
YUTEABHBIX KOHI[EHTparusax — 6oaee 35 mr-a~! (runepkanuwms) [6]. DTo cutya-
g 60aee BePOSITHA AAS IIPECHBIX BOAOEMOB, HO He MOPCKUX, A€ KOHIIEHTpalus
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COAEM CYIIECTBEHHO BEHINIE. AHAAOTMYHOE AEUCTBME OKAa3bIBAlOT IIOBBIIIIEHHBIE
koHnenTpanuu Ca2?t (200 mr-a~!) m Heoprammueckoro dgocdopa (0,3—
0,6 mr-a~1) B Bope. O6 3TOM CBUAETEABCTBYET CHUKEHUE aA€HUAATHOTO TIOTEH-
nmana n KounenTpanuy ATO B TKaHSIX Ha (pOHEe yMEHbBIIeHUs] 3HaUYeHUH AbIXaTe-
ABHOTO KO3(PPUITUEHTa, PACCIUTAHHOTO AASI MUTOXOHAPUN (MeHee epAMHUITH) [1,
6]. AelicTBue HeopraHU4ecKoro ocdopa Ipu 3TOM PEearnu3yeTCs TOABKO B YCAO-
BUSAX KPATKOCPOUYHOM aAQNTaIUM.

3aKxatouenue

Takum obpazom, matepuarnsl, NPeaCcTaBneHHble B HacToswen paboTe, NO3BonNAOT
3aKMIOUMTb, YTO OENCTBYIOLLLAS CUCTEMA KMACCHMMPMKALMKU MTMIMOKCUHECKUX COCTOSIHUIM He
MOXKeT B6bITb B MOMHOM 06beme 3KCTPanonMpoBaHa Ha opraHnam ruppobuoHTos. OHa
TpebyeT CyuLeCTBEHHON KOPPEKTUMPOBKMU C YYETOM (PU3UKO-XMMMHYECKMX OCOBEHHO-
CTel BOQHOM cpefbl U PYHKLMOHANbHOM OpraHu3aLmm NepPBUHHOBOAHBIX OPraHM3MOB.
B HacToser cTaTbe BnepBble NpeanaratoTcs nyTM ee afanTtaumm rno OTHOLLEHMIO K BO-
OHbIM POPMaM KU3HM.

*%*

Vzazcanvuoomocs mamepianu w000 Mexanizmie po3egumiy 2inOKCUYHUX CMAHI8 y nep-
BUNHHOBOOHUX Opeanizmig. [Ipononylomucs winsixu mooughikayii ditouoi kracuixayii eino-
KCUYHUX CIAHI8 CIOCOBHO 2I0PODIOHMIE HA OCHOBI NPeOCmasieHb NPO NePEUHHY | 6MOPUH-
HY einokcito. Posenadaomuvcs HOBI 6U0U eK302eHHOT, 2eMIUHOT, TOKOMOMOPHOT I Ou@hy3itinol
2INOKCIl, WO B81acmugi nepedadcHo 60OHUM POPMAM HCUMML.

*%*

Data on the mechanisms of hypoxic state development in initial water organisms were
summarized. The ways of modification of modern classification of hypoxic states were pro-
posed on the base of primary and secondary hypoxia conceptions. New types of exogenous,
hemic, locomotory and diffusion hypoxia attributed to predominantly water life forms were
considered.
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