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PaccmarpuBaroTcst 3HAOTeHHBIE (POPMBI TUTIOKCUYECKUX COCTOSTHUM, OTpaxalomux crneuduKy opraHu-
3allMY CUCTEM KHCIIOPOTHOTO 0GeCIIeYeHsl Y BOTHBIX OPTaHM3MOB, KOTOPbIE He CBOMCTBEHHBI Ha3eMHBIM
dopmam xu3Hu. OHU BKITIOYAIOT PECTTMPATOPHBII, IUPKYISATOPHBIN Y TeMUYECKU KOMITOHEHThI. AHAIM -
3UPYIOTCS UCKITIOUUTETBHO €CTECTBEHHBIE TTPOLIECCHI, KOTOPBIE TIPUBOASAT K Pa3BUTHUIO PsIIa KPUTUIECKUX
COCTOSTHUM Ha MPOTSIKEHU U KU3HEHHOTO IIMKJIa TMAPOOUOHTOB, a TaK:Ke MPY alanTalluM K (hakTopam Boa-
HOI1 cpenbl (TUTTOKCHU, TUTIOTepMUU, TuiepocMun). Tokcnveckue 3 GheKThl, MaTOJIOTUU U 3a00JIeBaHUS
He yuuThIBaloTcs. OmnucaHa Tpyrina MpoleccoB, MPUBOASIIAS K Pa3BUTUIO apTepUabHON TUITOKCEMUM,
KOTOpasi peajn3yeTcsl Ha ypOBHE PECIMPATOPHBIX IMTOBEPXHOCTEM (BEHTWISILIMOHHAS U MTapeXrMaToO3Hast
rurokcusi). PaccMoTpeHbl MPpUYMHBI, OTBETCTBEHHBbIE 32 HapyIIeHUe MPOLIECCOB MUKPOLIMPKYJISILIMU Ha
TKaHEeBOM YpOBHe (MIlleMUYecKast U 3aCTOMHas TunoKcust). OnpeneseHbl MEXaHU3MBbI, IIPUBOISIINE K Tie-
PUOINYECKOMY MMOHMKEHUIO KOHIIEHTPAIIMM TeEMOTJIOOMHA B KPOBU (aHEMMST), POCTY COEPKAHUST METTe-
MOIJTOOMHA M UBMEHEHUIO KMHETUYECKUX XapaKTePUCTHK CBI3bIBAHUSI KMCJIOpOaa KpoBblo. PaccMoTpeH-
HbI€ COCTOSIHUSI HE CJIelyeT paclieHUBaTh KaK aHOMaJIbHbIE, TaK KaK OHU OTPaXKaroT I'PYyMITy MPOLIECCOB,

KOTOPbIC pCAIM3YIOTCA B OPraHMU3MeE I‘I/I)IpOGI/IOHTOB B TCUCHUEC €0 XKU3HEACATCIIbHOCTHU.
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IMon rumoKCUYEeCKUMU COCTOSTHUSIMU TTOHUMAIOT
OCOOBI1 OTHOCUTEJIbHO YCTOMYMBBLIA BO BpEMEHU
KOMILJIEKC (DU3UOJOTUYECKUX M MeTabOoJUYeCKUX
MPOLIECCOB, MO3BOJISIONIUN OpraHU3My ONpeaesieH-
HBII TIepuOa BPEMEHM CYIIEeCTBOBATh B YCIOBUSIX
ocTtpoil HexBaTku Kucinopoga (Komumuckast, 1991).
DTU COCTOSTHUS 0CO00 aKTyaJbHBI IJIsI oOuTaTenei
BonHoI cpennl. duddy3us kuciopoaa 31ech IIpoTe-
kaeT rmoutu B 10000 pa3 meHee 3¢ DeKTUBHO, YeM Ha
Bo3nyxe (Joyce, 2000). He cnyuaitno B.M. Bepnan-
CKuit ucant: “boprda 3a cylecTBOBaHNE B BOTHBIX KO-
cHUcTeMax — 3TOo, IpexXe Bcero, boprda 3a Kucinopomn!”
(no: Knsropus, 1982). Tunokcuueckue 30HbI (0X-
ygen-minimum zones, OMZ) mu1poKo IMpeacTasiie-
HEI B Bomax MupoBoro okeaHna (Levin, 2002; Middel-
burg, Levin, 2009; Gewin, 2010). DTo npumoHHbIE
ciou menbda CeBepo-3anagHoii u Oro-3amagHoit
Adpuku (Armantudeckuii okeaH) (Duncombe-Rae
et al., 2000; Karstensen et al., 2008), Ilepcuackoro
3a/uBa, lejabda ApaBuiickoro Mopsi, beHrajabckoro
3anuBa 1 AHmaMaHckoro mopst (Maauiickuii okeaH)
(Paulmier, Ruiz-Pino, 2009; Banse et al., 2014). Oco-
OEHHO LIMPOKOE pacIpoCTpaHeHNE MOJTYYUIU TUTIO-
Kcuyeckue akBatopuu B Tuxom okeaHe. OHU 3axBa-
ThIBalOT 6oJjiee 25% ero menbda (Karstensen et al.,

2008; Paulmier, Ruiz-Pino, 2009). B macce 2Tu 30HBI
pacrionoxeHbl Ha TimyomHax 400—1500 M, pexke —
150—300 m (Karstensen et al., 2008; Paulmier, Ruiz-
Pino, 2009). KoHueHTpauusi KUciopona B HUX He
npesbimaer 1.5 MrO, a1~!' (B cpeanem 0.5 mrO, a1~
(Levin, 2002; Banse et al., 2014), ipu Hopme 7—8 mrO, .
11 HUX XapakTepHO COYETaHHOE AEUCTBUE OCTPOM

rurnokcuu, runepdapuu u runorepmuun (CoagaTos,
2019).

I'inokcuyeckue akBaTOPUM IIMPOKO IIPEICTaB-
JIeHBI Takke B Bomax YepHoro m bantuiickoro mo-
peiti. B mepBoM ciiydae OHU B OCHOBHOM SIBJISTIOTCSI
CJIC[ICTBUEM CEPOBOIOPOIHOIO 3apaXkKeHUs TITyOUH-
HBIX cjioeB Bomakbl (6onee 100—150 M), HO MOryT pa3-
BUBAThCS M B 1IeabhoBoi 30He (JlyHaii-HecTpoB-
CKUIi PErMoH) B pe3y/abTaTe MPOLEeCCOB PBTPOGUKa-
uun u anBesuimHra (OpexoBa, KoHoBasosn, 2018).
DBTpodUpOBaHNE NIYOMHHBIX CJIOEB BOIbI TAKXKE SIB-
JISIETCS MPUYMHOM pa3BUTUSI TMHOKcUM B Banrumii-
ckoM Mope. B mocienHee BpeMsI OHM 3axBaThIBAlOT
mIomanb okoso 49000 km?, a conepXXaHUe KUCIOPO-
Ia B HUX He rnpesbimaer 2 MrO, o' (Zillén et al.,
2008).
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[IpuHATO CYNTATD, YTO IEPBUIHOBOIHBIE (DOPMBEI
KM3HU HAYMHAIOT OILUYILIATh AeUIUT KHUCIOpoJa
npu ero KoHueHrtpauuu Menee 2 mrO, n1~! (Rosen-
berg et al., 2001). OgHaKo 3TO CIIpaBeIJIMBO B OCHOB-
HOM IJisi OCHTOCHBIX OpPraHM3MOB, OOMTAIONINX B
MPUIOHHBIX CJIOSIX BOABI. Y OKCUMMIBHBIX BUIOB
(nmenarndyeckue (GopMbl), He CTAJIKUBAIOIIUXCS C TH-
MMOKCUYECKUMM YCIIOBUSIMHU Cpelbl, 3TU 3HAYCHUS
06b19HO Bhime (3—4 MrO, n1~') (Vaquer-Sunyer, Du-
arte, 2008). CyiecTBoBaHIE OPraHU3MOB B YCIIOBHSIX
neduumnTa KUCIopoa CONPOBOXIAECTCSI Pa3BUTUEM
KOMILIEKCa MPOILECCOB, HAIIPaBJISHHBIX HA ONTUMM -
3alMI0 KMCIOPOOHOIO pexXrMa TKaHe U ITepexoll K
cy00a3abHBIM cKOopocTsIM MeTabonu3ma (Hochach-
ka, Somero, 2002). MHorue u3 HUX IpUCIIOCOOUINUCH
K CyIIeCTBOBAaHUIO B YCIOBUSIX IJIUTEIBHON aHOKCUU
(Fenchel, Finlay, 1995; Stoeck et al., 2003). B ux Tka-
HSIX peajiu3yloTcsl BecbMa 3(¢GEKTUBHBIC MeTa0O0 M-
YyeCKMe CXEeMbl aHa’pOOHOM TeHepaluu >SHEePTUU
(Bidinotto et al., 1997; Lutz, Nilsson, 1997; Chew
et al., 2005; Bickler, Buck, 2007). K HUM MOXHO OT-
HECTH IIpexXIe Bcero mpeacraBureneii Tumna Mollusca
u kjacca Priapulida (Annpeenko, 2014). Haubonee
paguKajbHble U3MEHEHUSI OTMEYEHBI B KJICTOYHBIX
cucTeMax Jiopunudep: BMECTO MUTOXOHIPUIT B HUX
obHapy:keHbl ruaporeHocoMbl (Danovaro et al.,
2010).

Crrentndrka GU3NKO-XUMUYECKUX YCIOBUI BOI-
HOI Cpelibl, a TaKXKe 0COOEHHOCTHU (DYHKIIMOHATbHOMN
OopraHu3aluy NepBUUYHOBOIHbBIX OPTAHU3MOB ITO3BO-
JIWJIA TEPECMOTPETh KiaaccuUKaluilo TUIOKCUYe-
CKMX COCTOSIHU, TIPUHSTYIO B OTHOIIIEHUM Ha3eM-
HBIX (popM xu3HU (Soldatov, 2012). DTO KOCHYIOCH,
MpexXae BCEero, 3K30TreHHBLIX (GOpM TUMOKCHH. Jlas
BOJHOI cpebl aKTyaJIbHBIMU TIPUHSITO CUUTATH CJle-
IyIolllMe TMPOLIeCChl, TPUBOISIINE K Pa3BUTUIO
BHEIIHETo AeduinTa KUCjaopoaa: orpaHuYeHre BO-
IooOMeHa, 9BTpoUKaLINsI, TUTIEPTEPMUS U TUIIEPO-
cmus (Soldatov, 2012). IlocmenHue nBa axropa
WMEIOT 3HaYeHUEe MPEUMYIIECTBEHHO 151 MEJIKOBO/I-
HBIX BO10eMOB. [1pu 3TOM nepBUYHBIE (hOPMBI TUTTIO-
KcUU (TKaHeBasi TUITOKCHS) B OTHOIIEHUW BOIHBIX U
Ha3€MHbIX OPTaHU3MOB He ObLIN ITIEPECMOTPEHBI: JIe-
GuIUT CcyOoCTpaTOB OKUCJIEHUSI, HEIOCTaTOYHOCTh
OKUCJIEHUSI, HapylleHUe OKUCJIEHUS, pa3oOlleHue
okucyieHus u pochopunuponanus (Soldatov, 2012).

B HacTosiieit pabote paccMaTpUBAIOTCSI HOBBIE
SHIOTeHHBbIE (POPMbI TUIOKCUYECKUX COCTOSTHHIA,
oTpaxarolux crneuucuKky opraHu3alu pecrupa-
TOPHBIX, HUPKYJISIHUOHHBIX 1 TEMUYECKUX CUCTEM Y
BOJIHBIX OPTaHU3MOB, KOTOPbIE HE CBOMCTBEHHBI Ha-
3eMHBIM (popMaM KU3HMU.

OHAOIEHHBIE ®OPMbI T'MITOKCHUN

DHAOTeHHble (POPMBbI TUIIOKCMU MOTYT pa3BU-
BaTbCSA B OTCYTCTBHU BHEITHETO Oe(UITTa KICIIOPO-
Jla ¥ TIpX TTIOJTHOIIeHHOM (bYHKIIMOHMPOBAHWH JTbIXa-
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TEJIbHOM e MUTOXOHApuil KiaeTok. [TosTomMy mx
OTHOCST K BTOPUYHOM TPYINE TMITIOKCUYECKUX CO-
crostnuit (KomumHckast, 1991; Soldatov, 2012). OxHu
OOBIYHO COMPOBOXIAIOTCS MOHKEHUEM apTepHUallb-
HOTO HaIPSDKeHUST KUCJIopoaa (apTepralibHast TUIIO-
KCeMUsl), OTpaHUYEHUEM BEJIMYMH MaccCoIlepeHOoca
KHCJIOPOAa K TKAHSIM JTM00 OMHOBPEMEHHBIM COYETa~
HHEeM 000ouXx mpolieccoB. JaHHbIe GOPMBI TUITOKCUU
BKJIIOYAIOT PEeCIMPATOPHbIA, IIMPKYISITOPHBIN U Te-
MUYECKUI KOMIOOHEHTHI. B nanbHeiem mpenmnosnia-
raeTcsl pacCMOTPETh UCKIIOUMTEIBLHO TPYMITy ecTe-
CTBEHHBIX IIPOILIECCOB, MPOTEKAIOIINX B OpraHU3Me
TUAPOOHOHTOB U IMIPUBOASIINX K PA3BUTHUIO Y HUX TH-
MOKCHYeCcKuX cocTtostHuii. Tokcnmueckue 3(h@PEeKTHI,
MATOJIOTUHU 1 3a00JIeBaHUSI YYUTHIBAThCS HE OYMYT.

PECITMPATOPHbBIE ®OPMbI TMITOKCHUHA

JlaHHBIM BUA TUIIOKCUYECKNX COCTOSHUI pa3BU-
BaeTcsl BCAEACTBUE (DYHKIIMOHAIBHOM HEZOoCTaTO4-
HOCTH pecIupaTopHOil cucTteMbl. OH BKJIIOYAeT B OC-
HOBHOM [IB€ COCTAaBJISIIOIIME. BEHTWISLIUOHHYIO M
MMapeHX1MaTO3HYIO.

Beumuasyuonnas eunokcus CBsI3aHa ¢ OrpaHMYe-
HUEM [bIXaTeJIbHbIX OOBEMOB M COMPOBOXKIACTCS
pa3BUTHEM apTepUAIbHON THUIIOKCEMUU. DTO BO3-
MOXHO B CJIy4yae MoAaBieHus (PyHKIIMOHAJIBHON aK-
TUBHOCTM PECIIMPATOPHOIO LIEHTpa. Y pbIO JaHHOE
COCTOSTHHE YaCTO HAOJIOMAeTCsI B YCIOBUSIX TEMITEpa-
TYPHOTO II10Ka, 0COOEHHO Xo1000Boro (Azuma et al.,
1998; Maricondi-Massari et al., 1998). B ecrecTBeH-
HBIX YCIIOBUSIX OHO MOXXET BO3HMKATh MPU MOIbEME
IIYOMHHBIX BOA (anBEJIJIMHT) U 3aTparuBaTh IpeuMy-
IIECTBEHHO MpeACTaBUTeNIeli JOHHBIX COOOIIESCTB.
Iloka3aHO, 4YTO HU3KME TEMIEPATypPhl MOBBIIIAIOT
YHCJIO TUTIOKCUYECKUX 30H B TKAHEBBIX CTPYKTypax
kocTUucTthix pui0 (ConparoB, ITapdeHona, 2011).

B psime ciydyaeB apTepuaibHasi TMIIOKCEMMS pas3-
BUBAaeETCs Ha (poHe yBeIUUYEHUST BEHTUJISILIUM XKabep-
HEBIX II0JIOCTei. DTO MOXKET OBITh JTUOO CIEICTBUEM
(YHKIIMOHAIBHOM HEOOCTATOYHOCTU IbIXaTEJIbHBIX
JBWKEHUI, 1100 MOHMKeHUeM TUdGYy3MOHHBIX Xa-
paKTepUCTUK BOMHO-reMaTruueckoro Oapnepa. Ilo-
JTOOHasI CUTyalus OblJla OTMEeJeHa B YCJIIOBUSIX TUTIEP-
tepmuu (Fernandes et al., 1995; Glass, Soncini, 1995;
Soncini, Glass, 1997). Haie Bcero oHa BcTpeyaeTcs B
MEIKOBOMHBIX XOPOIIIO IIPOrpeBaeMbIX BOoAOeMax U
BonoeMax-oxaanutessx TOC u ADC.

K BeHTMIIIIIMOHHBIM (DOopMaM TUITOKCUH CIICAYET
OTHECTU U COCTOSTHME TUIIOAUHAMMUM B OTHOILICHUU
BBICOKOIIOJIBIDKHBIX  TIPEACTABUTEIC MXTUO(AYHBI.
OrpaHnyeHre NOIBKHOCTH CHIDKAET POJIb TAPAHHOTO
TUIIA BEHTWISILIMU 3KabepHOIi TT0JIOCTH, KOTOPBIN B TOI
WIM VWHOM CTENCHW MCIIONb3YIOT ITOOBVDKHbBIE BUIBI
pei6 (Kismropun, 1982). DTo cyiiecTBEeHHO ITOBBI-
IIaeT YHEPreTUYECKYI0 CTOMMOCTD AbixaHusi. Orpa-
HUYCHUE IOABIIKHOCTU JeiaeT padoTy XabepHOro
Hacoca MeHee >(ddexkTnBHON. CreacTBUEM 3TOTrO
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JIOJKHO OBITh CHUXKEHUE apTepUaTbHOTO HampsbKe-
HUS Kucaopona. JlaHHoe cocTosiHuEe ObLIO 3aperu-
CTPUPOBAHO Yy TYHIIOB, Pa3jIMYHbIX BUIOB aKyl W
CKyMOpMii TIpM HX WCKYCCTBEHHOM COAEPKaHUU
(Perry, McDonald, 1993; Bushnell, Jones, 1994). Ono
ObLJI0O OTMEUEHO U MPU CaTKOBOM BhIpaIllBAHUU Ke-
danu-nuneHraca (Congaros, [1apdeHona, 2009).

Ilapenxumamosnas eunokcus oripenessieTcs Hera-
TUBHBIMU U3MEHEHUSIMU XapakTepa Auddy3um Krc-
JiopoJla Ha YpOBHE BOJHO-T€MaTUYECKOro Oapbepa.
CrnenctBueM 3TUX TIPOLIECCOB TaKXKe SIBIASETCS pas3-
BUTHUE apTepualibHON runokcemMuu. BomHo-rematu-
YECKHUiI Oapbep Yy T’MIAPOOMOHTOB BKIIIOUAET TPU CO-
crapstiomue (Hills, Hughes, 1970): xxadepHyio MeM-
OpaHy C TIpUMBIKAOIIMM K Heil HeNmoJBUXXHBIM
CJIoeM BOIbl M JHIAOTENUN KaNUWJUISIPHOM CTEHKM.
CTpyKTypa BOIHO-TEMAaTHUYECKOTO Oapbhepa HOCTa-
TOYHO MOAPOOHO OIMMcaHa AJIsi KOCTUCTHIX pbIO. To-
IIMHA XXabepHOii MeMOpaHbl Y HUX BapbUpyeT B 10-
cTaTOYHO MMpoKux npeaenax 0.6—2.5 mxm (Hughes,
Morgan, 1973; Bushnell, Jones, 1994). Ilpu 3Ttom
MaKCUMAaJIbHBIX 3HAUYCHUII OHA TOCTUTAET Y TOHHBIX
pbIO. Y mearndyecKux peld OHa CYIIECTBEHHO HMIKE,
YTO OMpeNessieTcsl BBICOKUMM KUCIOPOAHBIMU TI0-
TpeOHOCTSIMU UX opraHu3mMa. OTMe4YeHbl U BO3pacT-
Hble U3MEHEHUSsI TOJIIMHBI XabepHoil MeMOpaHbI B
CTOPOHY YBEJIMYEHUS, UTO JOJKHO OCIOXHSATh TU(D-
¢y3uonHbie npoiiecchl (Dube, Datta-Munshi, 1974).
KarmuisipHasi cteHka o0pa3oBaHa OJHUM CJIOEM SHII0-
TeJIMAIbHBIX KJIeTOK 1 uMeeT TomuuHy 0.04—0.05 MmxM
Yy KOCTUCTHIX pBIO 1 0.1—0.5 MKM y KpyrnopoTsix (Ja-
sinski, 1973; Potter et al., 1995). uddy3noHHbIi
CJIOif BOJIbI, IPUMBIKAIOIINIA K )KaOepHOIi MeMOpaHe,
MMeeT HEIOCTOSIHHYIO TOJIIIWHY, KOTopas Harpsi-
MYIO 3aBUCUT OT MHTEHCUBHOCTU BEHTWISILIUU XKa-
OepHoit mojioctu. [a3000MeH Ha YpOBHE pecrnupa-
TOPHBIX TOBEPXHOCTEN B LIEJIOM OMpeAesseTcs ux
TUIOIIAAbIO, MOTIEPEYHBIM CEUEHUEM, a TAKXKe PSIAOM
MEepEeMEHHbBIX: MTHTEHCUBHOCTBIO XKaOEPHOTO KPOBO-
TOKa, ra30TPaHCIOPTHBIMU CBOMCTBaMU KPOBU U X1~
MUYECKHM COCTaBOM BOTHO-TeMaTHUYECKOro bapbepa
(Soldatov, 2012).

Kak yxe oTrMmedasoch, IoIepedyHoe CeueHne XKa-
OepHOoIT MeMOpaHbl Y JOHHBIX BUJIOB PBIO BHIIIIE, YEM
y nenarnyeckux (Hughes, Morgan, 1973; Bushnell,
Jones, 1994). [Mnomans pecnupaTOpHOil TOBEPXHO-
CTH, BEHTWISILIMOHHBIE 00beMBbI, KaOEpHBI KPOBO-
TOK, HampotuB, Hike (Kismropun, 1982). Dto
ornpenaessieT bojiee HU3KOE HaMpsIXKEeHMEe KUCJIopoaa B
apTepuaabHOIl KPOBU M TKAaHEBBIX CTPYKTYypax, a TaK-
K€ MOBBIILIEHHOE CPOICTBO reMOIIOOMHA K KMCJIOPO-
Ny y peAcTaBuTeNeil ToHHO# nxtuodayHsl (Solda-
tov, 1997; Conpartos, 2018). MakTUYeCK OpraHu3M
JTAaHHOM 3KOJIOTMYECKOI I'PYIIIILI PHIO afanTUPOBaH K
(YHKIIMOHUMPOBAHUIO B PEXUME TUIIOKCUYECKOTO
coctosiHusl. OHO MO3BOJISIET €My CYIIIECTBOBaTh B
MIPUIOHHBIX CJIOSX BOIbBI, IJISI KOTOPBIX B OOJIBIIH-
CTBE CJIy4aeB XapaKTepPHO OTCYTCTBME aKTUBHOTIO ITe-
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COJIAATOB

peMellIBaHusI U, KaK CJIeACTBUE, HU3Kasl KOHLICH-
Tpauus kuciaopoga (Paulmier, Ruiz-Pino, 2009).

ZKabepHble MOBEPXHOCTU Y TUAPOOUOHTOB HapsI-
JIy C peCIIMPaTOPHOM BBIMOJHSIOT U Psif IPYTUX CO-
IMYTCTBYIOIINX (DYHKIUI, KOTOPBIE MOTYT KOCBEHHO
BJIVSITH Ha IMpoliecchl ra3oo0MeHa. K HUM MOXKHO OT-
HECTU y4acTUe B PEryJISILMU BOOJHO-COJIEBOIO U KUC-
JIOTHO-LIEJIOUYHOro OanaHca. DTO obOecreuynBaeTcs
MIPUCYTCTBUEM B BIIMTEJIMU KaOp XJIOPUIHBIX KJe-
TOK, ocylecTsistomux TpaHcnopt Ca2t u Cl- (Perry,
McDonald, 1993; Perry, 1997). Posb 311X 00pa3oBa-
HUI1 CYIIIECTBEHHO IIOBBIIIACTCS B MIEPUOM aIanTaliii
OopraHu3Ma K yCJIOBUSIM TTOBBIIIIEHHOI coneHocTh. OT-
MeyaeTcsl aKTUBHag TIpoiudepanus XJIOPUIHBIX
KJIETOK 1M POCT MX YHCJIA B XKa0EpPHOM SIIMTEIUMN.
TomuuHa mociaegHEro MPpU 3TOM CYILIECTBEHHO IO-
BBILIIAETCS, YTO COBMNAJAET CO CHUKEHUEM HarpsiKe-
HUSI KUCIOpoaa B aprepuaibHoii KpoBu (Bindon
et al., 1994; Gilmour et al., 1995).

I'apoOMOHTEI OTHOCSTCS K TPYINIIe OPTaHU3MOB,
KOTOPbBIC B KAYECTBE KOHEYHBIX IIPOAYKTOB OEJIKOBO-

ro oOMeHa 3KCKPEeTHUPYIOT B BOLY NHZ B OCHOBHOM
Ha ypoBHE pecnupaTtopHbix noBepxHocTeit (Wilkie,
2002; Henry et al., 2012). ITpu orpaHu4eHUN BEHTHU-
JISIIMOHHEBIX O00BEeMOB JAaHHOE COCIMHEHHE MOXET
HaKaIUIMBaTbCS B IPUMBIKAIOIIEM K KaOepHOI MeM-
OpaHe BOAHOM CJIO€ U MPUBOAUTH K PA3BUTHUIO JIO-
KaJIbHOTO aluI03a. DTO MOXET MMETh HECKOIBKO
HETaTUBHBIX CJIECACTBUI: CHMXATh OTN(PPY3UI0 KHC-
nopoxna (Wilson et al., 1994) u yMeHbIIAaTh CPOICTBO
remorioonHa X Hemy (Souza, Bonilla-Rodriguez,
2007). 1 To, u apyroe criocoOCTBYET pa3BUTHUIO apTe-
pVIEU]bHOf[ TUIIOKCEMUU U TIEPEBOAUT OPTraHMN3M B pEC-
KM TUIIOKCHYECKOTo coctosiHus. Ha puc. 1 mpen-
cTaBJieHa 0000IIeHHAsT CXeMa PaCCMOTPEHHOI BBITIIE
MHMOPMaIUU.

LIUPKVYIIAOMOHHAA TMITOKCHUA

JlaHHBIA BUJ TMIIOKCUYECKOTO COCTOSTHUS Mpe-
noJjiaraeT orpaHUYEeHUE BEJIMYMHBI OOBEMHOIO TKa-
HEBOI'O KPOBOTOKA, KOTOPOE HE YAOBJIECTBOPSIET AL~
CTBYIOIIUI KUCIOPOAHBINA 3anmpoc TKaHel (KomunH-
ckas, 1991; Soldatov, 2012). B ocHOBe ero Moryrt
JIeXXaTh U3MEHEHME TOHYCA ITTAAKOMBIIIEYHOMN CTEH-
KM cocyna (himeMudyeckasl TUITOKCHUs), peaKuu 1e-
pepacnpenencHusI KpOBU M IOHIDKeHUE (QYHKIIAO-
HaJIbHBIX KOHIUIIUHA MHOKapAbl cepala (3acToiiHas
TUITIOKCHS).

Ciyyau eCTeCTBEHHOM uuieMuueckol eunokcuu OT-
MEYaloTCsl y TMAPOOMOHTOB B OCHOBHOM IIpU afanTa-
o K HU3KUM Temneparypam (Soivio, Tuurala,
1981). DddekT 3aTparnBaeT B OCHOBHOM COCY/IbI XKa-
OepHOTO amnrapara 1 BbIpaXXaeTcsi B HEKOHTPOJIUPYe-
MO} Ba30KOHCTPUKIINU NX COCYIMCTON CTEHKU. DTO
OrpaHUYMBaEeT OOBEMHBIN KPOBOTOK B JaHHOM Opra-
He 1 COIIPOBOXIACTCS Pa3BUTUEM apTepUAJIbHOM '~
MOKCeMMUH. AHAJIOTUYHBIE M3MEHEHUSI OTMEYaroTCs
Ne 6
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OrpaHuYeHre NOABUKHOCTH Y BUIIOB,
MCIIONB3YIOLIMX TapaHHbINA TUIT
BEHTWJISILIMM >KaOEPHOM TOJIOCTU

DyHKIIMOHAIbHASI HEMOCTATOYHOCTD
POTOBOTO U OTEPKYISIPHOTO HAcOca

Aprepuanbnas IonaBneHne aKTUBHOCTH
- pEeCIIMpaTOpPHOTO LIEHTPa B
YCIIOBHSIX TUTIOTEPMUH
[ToBbIIIEHNE CHiuxenue HexkoHrponupyemas
conepxanusi NHj B 11 PY3NOHHBIX Ba30KOHCTPUKILIMS XKabepHBIX
MIPpUMEMOPAHHOM CJIOE XapaKTepUCTHK XKabepHOi COCYIOB B YCJIOBUSX
BOIBI XKabp IIOBEPXHOCTH TUITIOTEPMU U

AKTUBHas npoaudepanus
XJIOPUIHBIX KJIETOK >Kabp nmpu
amanTalyu K YCJITOBUSIM
TUIIEPOCMUU

Puc. 1. ['pynmna ecTeCTBEHHBIX ITPOIIECCOB, TPUBOSIIIAS K Pa3BUTHIO apTePUATbHOM TMIIOKCEMUU Y TUIPOOHUOHTOB.

U [IPY NOBBIIIEHUU KoHLleHTpauuu NH; B mpumeM-
OpaHHOM CJIO€ BOIBI XXa0p, UTO MPUBOAUT K pa3BU-
TUIO JoKajibHoro anuao3a (Sundin, Nilsson, 2000).
POCT OTOT MOXKET IMTPOUCXOAUTHb BCJICACTBUC OI'paHM-
YECHUS BCHTUIALIMOHHBIX OG’bCMOB, O 4Y€M TOBOpU-
Jocsk Boiie (Wilkie, 2002; Henry et al., 2012).

CxomHble U3MEHEHUSI ObLJIM OTMEUEHBI B CKEJIET-
HBIX MBIIILAX psia TeTJIOJI00MBBIX BUIOB PHIO (Ke-
¢danb-CUHTWIb, XaMca) B YCJIOBHUSX 3KCIIEpUMEH-
tanbHOM runorepMun (5°C m Huxke) (CongarTos,
2010). D10 BBIpaKaIOCh B IIOBBIIIICHUM TOHYCA IJ1aJI-
KOMBIIIIEYHON CTEHKHN COCYAO0B MUKPOLUPKYJISATOP-
HOIO pycJia 1 YMEHBIIEHUM IUIOTHOCTH KalWUISIP-
HOI ceT B MbIIeYHOU TKaHW. CIIEICTBMEM 3TOTO
SIBWICS POCT TOMIMWHBL IU((GY3MOHHOTO CJIOSI U
YMEHbIIeHUEe Tuiomaan g dy3moHHON MOBEPXHO-
CTH, YTO MOHMXKAJIO TKAHEBOE HAIIPSDKEHUE KKCIIO-
pona (ComnmaroB, 2010). Cocyabl mpu 3TOM yTpadyrBa-
JIM CIOCOOHOCTh pearnpoBaTh Ha TECTOBBIC (DYHKIIM-
OHAJIbHBIE Harpy3ku (peakius Ha BHEIIHIOI
TUITIOKCHIO). DTO IIPOUCXOINIIO Ha (POHE ITOBBIIIICHUS
KOHLIEHTpauuu cBobogHoro Ca?' B CKeJeTHBIX
mbinax (Conmaros, 2010). MU3BecTHO, YTO Y KIETOK,
YyBCTBUTEJILHBIX K TUIIOTEPMUM, B 00JIACTH HU3KUX
TeMIepaTyp IPOUCXOAUT HapylleHrue MeMOpaHHBIX
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byHKIIMIT, TIpUBOISIIee K TUCCUTIAIINI MOHHBIX Tpa-
JIUEHTOB, 4TO CONMpOoBoXIaeTcsa BxogoM Ca’" B kier-
ku (Hochachka, 1986). [TocTyruieHre BHEKJIIETOYHO-
ro Ca?' B mIaKOMBILIEYHbIE KJIETKU aKTUBUPYET Oa-
3aibHbIN TOHYC cocynoB (Illy6a, Kouemacosa, 1988).
Ha sTtoM hoHe nokHa pa3BUBaThC HEKOHTPOJIUPY-
eMast Ba30OKOHCTPUKTOPHAS PeaKIusl, 9TO, IO-BUIN-
MOMY, B OCHCTBUTEILHOCTH M MMeIo MecTo. Bazo-
KOHCTPUKTOPHEIA 3ddekt Ca?'t OblT BHIFABIEH B

ycJIoBUSIX TUITOKcUM U 'y ukioctoMat (Russell et al.,
2001).

B ocHoBe 3acmoiinbix opm eunokcuu MOTYT Jie-
XarTh IBa Mpoliecca: N30uparebHOE Mepepacipee-
JIEeHWE€ KPOBU B IIOJIb3Yy OTIOEIBHBIX OPraHOB, 4TO
OorpaHMYMBaeT OOBEMHBIN KPOBOTOK B IPYTUX Opra-
Hax, ¥ OorpaHn4YeHre (QYHKIMOHAIBLHBIX KOHIMIINI
muokapabel cepmua (KomuuHckast, 1991; Soldatov,
2012).

HawnbGoiiee peakTMBHOI TPYNIIOi COCYIOB y THII-
pOOGHMOHTOB 1 PHIO B YACTHOCTHU SIBJISIFOTCSI COCYIIbI
OKCUGWILHBIX TKaHEe!: TOJIOBHOTO MO3Ta, cepiala u
XabepHbix JernectkoB (Soivio, Tuurala, 1981;
Gamperl et al., 1994; Renshaw, Dyson, 1999).
B ycroBusIx BHeEIIHE! TMIOKCHU KPOBOTOK B HUX
MOXKET yBeIU4YMUBaThcs Oosee yeM B 2 pasza (Gamperl
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et al., 1994; Yoshikawa et al., 1995; Soederstroem,
Nilsson, 2000). ITpu 5TOM B OCTaJIbHBIX TKAHSIX (TTOY-
KW, TeYeHb, CeJe3€HKa, CKEJETHBIE MBIIILbI, K-
IIEYHNK) OH MOXKET CYIIECTBEHHO OTpPaHUYMBATHCS,
MPUBO/S K TIOHMXXEHUIO CPeTHETKAHEBOTO HATIPSIKe-
Hus xkuciaoponaa (Cameron, 1975; Axelsson, Fritsche,
1991).

3HauUNTeIbHOE BIUSIHUE Ha TiepepacrpeneicHue
KPOBHU B OpraHm3Me riipoOMOHTOB OKa3bIBaIOT (pak-
TOPBI BOIHOM cpedbl. Tak, MOBBILLIEHUE TeMIlepaTy-
poI (6 — 18°C) yBennumBaao 06beMHbBIII KPOBOTOK B
OenbIX CKeNEeTHBIX MBIINIax ¢gopemu (Barron et al.,
1987). B npyrux opraHax (cejie3eHKa, Ie4yeHb, I1oY-
KW, KAIIEYHUK, XEJTYHBINA My3bIph) OH SIBHO MOIaB-
nsiics. [lpy yBeTMUeHUM COJIEHOCTU OTMEYEH CyIIe-
CTBEHHBIII POCT KPOBOTOKA B KOXHBIX ITOKPOBax
Pleuronectes platessa (Steffensen, Lombholt, 1985).

DOyHKIMOHATBHBIE COCTOSHUS TaKXKe MOTYT OKa-
3bIBaTh CYIIIECTBEHHOE BIMSHME Ha XapakTep pac-
MpeneeHusl KpOBOTOKa B TKaHsIX. Upe3aMepHoe Mo-
TpebjieHre TUIIU, XapaKTepHOe IS XUIIIHBIX JOH-
HBIX pPBIO, 3HAYMTEJIBHO YCUJIMBAET KPOBOTOK B
KeaymoyHo-KuIiledyHoM TpakTte (Shulman, Love,
1999). InaBaTeabHbIe HATPY3KU B KpeliCEPCKOM pe-
KM€ COIIPOBOXIAIOTCS MOBHIIIEHUEM OOBEMHOIO
KPOBOTOKA B KpaCHOM MbIIlIeYHOU TKaHU (Axelsson,
Fritsche, 1991). OnpenesieHHOe BAUSIHUE OKa3bIBaeT
u coctostHue HepecTa (Soldatov, 2006). M3 mpencras-
JICHHOM MH(pOpMaLIMM BUAHO, YTO peaKIuu Iepepac-
MpeaesieHUsI KpOBU IEPeBOIIT (PYHKIIMOHUPOBAHNE
OTIEJIbHBIX OPTaHOB M TKaHEW TMAPOOMOHTOB B pe-
KMM OTPaHMYEHHOTO KPOBOCHAOXEHUsI. DTO, Kak
CJIEACTBUE, MOXET MEPUOANYSCKI YCUINBATh B HUX
aHa’pOOHEKIE IPOLECCHI, YTO XapaKTEePHO I TKaHEe-
BOM TMITOKCUU.

3acToitHble GOPMBI TUTTOKCUU MOTYT pa3BUBaThCS
Y TUAPOOMOHTOB 11 HA OCHOBE U3MEHEHMsI (DYHKIINO-
HAJIbHOTO COCTOSIHUSI CEPAEYHOIl MBI 3HA4YM-
TEIBbHYIO POJb B 3TOM UTPAIOT (aKTOPhI Cpeabl. BI-
paxeHHas] OpaguKapausi U OrpaHUYEHUE YIAPHOIO
00beMa KPOBH Y KOCTHUCTBIX PbIO OTMEYaeTCs B YCIIO-
BUSIX BHEIIHEW rurmokcuu u runorepmuu (Mourad
et al., 1991; Kakuta, Murachi, 1992), yTto orpanu4u-
BaeT BEJIMYNHY 0O0bEMHOI0 KPOBOTOKA Ha OpraHU3-
MEHHOM YPOBHE B 1I€JIOM.

HenaBsHo B yC/IOBUSIX 3KCIIEpMMEHTA oNMcaH de-
HOMEH IIOJIHOTO KpaTKOBPEMEHHOIO IIOJaBJICHUS
CepIeYHOM MesATEIbHOCTA Yy MOPCKOIO eplla IIpu
MpeabsBICHUN 3BYKOBBIX CTUMYJOB (peakiivds Ha-
cTopoxkeHHocTH, “3amupanue”) (Kolesnikova et al.,
2021). Oux Habmonaics Ha poHe IIpeKpaleHUS IBU-
XKEHHUST OIEPKYJISIPHBIX KPBIIIEK (OCTaHOBKA ObIXa-
HMUSsI, alTHO?). JIJIMTeIbHOCTh peaKIMU COCTaBujIa OT
31 mo 50 cek. OcTaHOBKa KPOBOTOKA HOJIKHA ObLiIa
CKa3aTbCsl MPEXIe BCEro Ha COCTOSIHUM OKCU(UIb-
HBIX TKaHel (Mo3r, cepaue). IIpenmnonaraercsi, 4To B
OCHOBE KPaTKOBPEMEHHOI 3aIep>KKU CEPACYHOM e~
SITEIBHOCTU CKOPIEHBI JIEXUT SIBJICHUE Kapauo-pe-
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CIIMPATOPHOIO COMNPSKEHWS W CHUHXPOHU3AlLIUM.
JlaHHBIN (peHOMEH ciIeyeT paccMaTpUBaTh KaK eCTe-
CTBEHHOE IJIsI JAHHOI'O BUIAa COCTOSIHME, KOTOPOE B
YCJIOBUSIX IJIOTHO BOTHOM Cpeabl 00eCIIeYnBaeT OT-
CYTCTBUE aKyCTUYECKHUX U JEKTPUUECKUX CUTHAJIOB,
JIEMaCKUPYIOIIUX MECTOMOJIOXKECHNE XMIIHUKA-3a-
cagJyuKa.

ITpouecchl, OTBETCTBEHHbIC 32 Pa3BUTHUE LIMPKYJIsI-
LIMOHHO TMITOKCUM, 000OILIEHBI Ha cxeMe (puc. 2).

IT'’EMHUYECKAA TMITOKCHA

JIaHHBINA BUJ TUIIOKCUYECKUX COCTOSIHUM MOXKET
pa3BUBATbCS KaK CJICACTBHE M3MEHEHMsS pecImpa-
TOPHBIX XapaKTePUCTUK LUMUPKYJIUPYIOLIUX CpeEL
(kpoBu, reMmoauM®nb1). K HUM MOXHO OTHECTH aHe-
MUIO, CHIDKEHME HOIU (PYHKIIMOHAIBHO aKTMBHOTO
NUTMEeHTa, W3MeHeHue IU(@PY3MOHHBIX CBOICTB
apUTpoLUTapHBIX MeMOpaH (Soldatov, 2012). V run-
pOOHMOHTOB B pe3y/lbTaTe €CTECTBEHHBIX IIPOLIECCOB
MOTYT IIEPUOANYECKM BO3HMKATh YKa3aHHBIE BBIIIIE
KPUTUYECKUE COCTOSTHUSI.

AHeMHs, KaK CJIeJICTBHE HEPETYJSIPHOCTH IPUTPO-
No3THYECKHX mpoueccoB. Ilo oOlieMy mpu3HaAHUIO,
HEPECT SIBJISIETCS CBOEOOPa3HBIM “cTepXHeM” 0O0JIb-
IIIMHCTBA META0OJINYECKUX ITPOILIECCOB, MPOTEKAIO-
IIUX B OpraHM3Me TMAPOOMOHTOB HA MPOTSIKEHUU
rogosoro nukia (Shulman, Love, 1999). CocTostHue
(GU3NOTOTrMIECKUX CUCTEM B 3TOT MEPUO IIpeTepIie-
BaeT HauboJiee paguKaibHble U3MeHeHusl. KpacHast
KpOBb He SIBIsIETCS UCKIoYeHrueM. OTMEe4YeHO, YTO
KMCJIOPOAHAsA €MKOCTh KPOBU B IIPEIHEPECTOBBIN
Meproa U B Havyajie HepecTa CyIIeCTBEHHO MOHMXKa-
ercsi. KoHlleHTpamus reMoryio0MHa 1 Y1UCI0 3pUTPO-
uToB B KpoBu nanaeT (Raizada, Singh, 1981; Mac-
JioBa, TaBpoBckasi, 1991), yto hakTMyecKu oTpaxaeT
pa3BUTHE aHEMUM. DTU Pe3yIbTaThl MOATBEPKICHBI
TaKKe B DKCIIEPUMEHTAX C MCKYCCTBEHHOI CTUMYJISI-
1Meil HepecTa (MHBbEeKIUKM BBITSDKEK TUIloM3a Kapria,
TOHAAOTPOIIMHA, 3CTPOTeHA, PEIU3UHI-(OAKTOPOB)
(Ochiai et al., 1975; Hilge, Klinger, 1978). K xoHIty
HepecTa U B MOCTHepeCTOBBI Tepuon (2—3 Mec.),
HamnpoOTHUB, IPOUCXOOUT CYIIECTBEHHOE YBEIIMYCHNE
KMCJIOPDOTHOI €MKOCTM KPOBHM, O Ye€M CBUICTEIIb-
CTBYET MOBBIIIIEHNE KOHIEHTpPAIlUM reMOIJI001MHA 1
yyclia UUPKYJIUPYIIIUX 3putrpouutoB (Macnosa,
TaBposckas, 1991; Ranzani-Paiva, 1995). 3BecTHO,
YTO TPU MOATOTOBKE K HEPECTY B OpraHuU3Me TuapOo-
OMOHTOB IIPOMCXOIUT CYIIIeCTBEHHOE Mepepacpee-
JICHHWE T1acTU4IecKuX pecypcoB. OHO B TOM MJIM MHOM
CTEeTIEHU OTpakaeTcs Ha COCTOSSHUU OOJBbIIMHCTBA
(GU3NOIOTrNYECKMX CUCTEM, B YaCTHOCTU LIMPKYJIM-
pyIOIIei KpOBHM, U BbIpaXkaeTcsl B Ierpagaliuy 4acTu
KJIETOYHO# Macchl OPraHOB 1 TKaHEi.

MN3BecTHO, YTO OENMKOBasT HEIOCTATOYHOCTh BCE-
rJa compsbkeHa ¢ OoJiee UM MeHee BbIpaKeHHOI
anemueii y pui6 (Kokkidis et al., 2000), koTopast cio-
CcOOHa MHIOYLMPOBATh BBIPAOOTKY SPUTPONOITUHOB
Ne 6
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Paznuuust B peaKTUBHOCTH COCYIOB
MUKPOLIMPKYJISITOPHOTO pyciia
OpPraHoB U TKaHEM

l

O06pa3oBaHKe 3aCTOMHBIX 30H B
OTIEIbHBIX OPTaHaX B MEPUOLT
repepacripeieJieHrst KpOBOTOKa

OrpannyeHune
TKaHEBOro KPOBOTOKA

Bpanukapnus B ycIOBUsIX

TUIMOTEPMUUN U TUITIOKCHUUN

Hexonrponupyemast
Ba30KOHCTPUKIIUS COCY0B
OpPraHOB U TKAHEM B
YCJIOBUSIX TUITOTEPMUU

Puc. 2. prnna €CTECTBEHHBIX ITPOLIECCOB, NMPUBOAALIAA K OrpaHUYCHNIO TKAHEBOI'O KPOBOTOKA Y FI/I,HPOGI/IOHTOB.

(Weinberg et al., 1976; Houston et al., 1996; Roth-
mann et al., 2000). BoepBble maHHBIE COEOTMHEHUS
ObUTM OOHAPYKEHBI ¥ PHIO C MTOMOIIIBIO UMMYHOXM -
MMYECKOTO aHaJIM3a B MOYKaX, ceJIe3eHKe, IIeYeHU U
mia3Me kposu (Wickramasinghe, 1993). MecTtoM mx
oOpa3oBaHusl, II0-BUAMMOMY, SBJISIIOTCSI TTOYKM.
3nechk ObLIa OOHapyKeHa camasl BBICOKAsI KOHIICH-
Tpalusl 3pUTPono3TUHOB. IlomHass cTpyKTypa reHa
9PUTPOINOATHHA B HACTOSIIIIEE BpeMsl aHHOTHPOBaHa
mnst Fugu rubripes (Chou et al., 2004). BripaboTka
SPUTPOIIOATUHA U YCUJICHNE SPUTPOII033a B TEMOIIO-
3TUYECKUX TKAHSIX — 3TO CPAaBHUTEIBHO MHEPILIMOH-
HBI TIpo1ecc, TPeOYIOLIUI Y TMAPOOUOHTOB OIIpeae-
JIEHHOTO Itepruoma BpemeHHM. OOpa3oBaHHE HOBBIX
LMPKYJIMPYIOLIMX 3PUTPOLMTOB OOBIYHO IMPOUCXO-
IuT B TeueHue 2—3 mec. (Soldatov, 2005). D10 cooT-
BETCTBYET NPOIODKUTEILHOCTY XU3HU 3PUTPOLIUTOB
KOCTHCTBIX PBIO, OITPEAEISIEMOIA 110 BKIIoueHHIo *H-Tu-
MUIWHA 1 (iIyopecleHTHBIX 30HI0B (270—310 mHeit)
(3onotoBa, 1987; Fischer et al., 1998). Otcrona cie-
JIyeT, 4YTO MHTEHCU(UKALIUS IIPOLIECCOB IIpoaudepa-
o U auddepeHIIMPOBKN KISTOK 3PUTPOUITHOTO
psiia B KPOBETBOPHOU TKAHU B IIOCTHEPECTOBBIN Me-
puon, SIBJISIETCST BIIOJIHE 3aKOHOMEPHBIM CJIEACTBUEM
pPa3BUTHUSI AHEMUYHOTO COCTOSIHMSI, KOTOPOE BO3HU-
KaeT y TMIPOOMOHTOB NEPUOINYSCKUA Ha IIPOTIKEe-
HHUU rogoBoro 1ukia. CTeneHb pa3BUTHUS 3TOTIO CO-
CTOSTHUSI MOXKET MMETh KaK MHIMBUAYAJILHYIO, TaK 1
MEXBUIOBYIO CIICLIU(DPUKY.

MeTtreMorioonneMusi, Kak CJIeACTBHE HeperyJisip-
HOCTH 3PHUTPONOITUYECKMX mpomeccoB. [Ipoiiecc
JIleoKcureHauu okcuremornoouHa (HbO,) B Hopme
COITPOBOXIAETCSI OCBOOOXICHUEM MOJIEKYISIPHOTO
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KMCJIOpOJia C COXpaHEHUEM XeJjie3a B TeMe B IByXBa-
JIeHTHOM cocTtostHun (deppo-popma) (Schechter,
2008):

(Fe’")HbO, — (Fe*")Hb + O,.

OmHaKoO B psjie CIIydaeB 3TO COMPOBOXIAETCS OKHC-
JICHUEM 3Xejle3a, KOTOPOe MEPEXOIUT B TPEXBaJICHTHOE
cocrosinue (Fe’") (deppu-dopma), u obpazoBaHUEM

cynepokcunanuonpanukaina (O, ) (Schechter, 2008):

(Fe’")HbO, — (Fe’")Hb + O;.

DTO coenMHEHNE MMEHYETCS METTeMOIIOOMHOM
(MtHb). OHo cHIXaeT KMCIOPOIHYIO eMKOCTb KPOBU B
neaoMm. B sputponumrax npucyrctsyer NADH-nua-
¢dopaza, KoTopasi IIPEISITCTBYET Pa3BUTUIO JAHHOTO
nporecca. OHa riepeHocHT 31eKTpoH ¢ NADH Ha 1n-
TOXpOM bs, a 3aTreM Ha MtHDb (Percy, Lappin, 2008):

NADH + cytby(Fe'") — cythy(Fe™ ) +
+ MtHb — cytby(Fe’") + Hb.

3OT1o npuBoIUT NpakTriecku K 100%-my BoccTa-
HOBJICHUIO OKMCJIEHHOTO TUrMeHTa. OKMCIeHUIO
reMorjao0MHa MPENsSaTCTBYIOT TakxXKe IIIyTaTUOH
(GSH), ackopOuHOBasT KHMCIOTa, TOKO(Pepoa
(Krishna, Venkataramana, 2007).

B sputponuTtax ruipoOMOHTOB (KOCTUCTBIE PhI-
OBI) TaKxKe IIPUCYTCTBYET MAHHBIM MOJIEKYJISIPHBIA
komruieke (Zikic et al., 1991; Schoore et al., 1995).
OnHako pecrnupaTropHble TMIMEHTHl Y HUX OTJIMYa-
FOTCSI HU3KOM YCTOMUYMBOCTBIO K OKMCJICHUIO B CPaB-
HEHMHM ¢ BbICIIMMU no3BoHOYHbIMU (Powell, Perry,
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COJIAATOB

HeperyiasipHOCTb 3pUTPOTIO3TUYECKUX
TPOLIECCOB B TEMOTIO3TUYECKOMN TKAaHU

[Nepuonnueckoe crapeHue
LIMPKYJIMPYIOLLEH SpUTPOLIUTAPHOMN
Macchbl

CHuxeHue 3(pheKTuBHOCTU
NADH-nuadopassl u
depmeHTOB AO KOMILIEKCa

[MepepacnpeneneHue CHUXEHMEe YUCJia SPUTPOIIUTOB U
TTaCTUYECKUX L5 KOHIIEHTpaLlM1 reMOIo0HA B
pecypcoB opraHusma B KpOBU
TIEpUOJL HEpECTA l

OrpannyeHne 10CTABKU
KHCJIOPOJA K TKAHSM

[NoBeIIIeHNE KOHUICHTpalnun
MeTreMorjioonHa B KpOBHU

UpesMepHbIil pOCT CPOIACTBA
KPOBHU K KMCJIOPOIY B
YCIIOBUSIX TUTIOTEPMU U

OxucneHue
JIe30KCTeMOIIO0nHA U
CHUXXEHNE aKTUBHOCTU
NADH-nuadopassl B

SpuUTpoIUTaX MNP TMIMMOKCHUU

Puc. 3. prnna €CTCCTBCHHBLIX ITPOLCCCOB, ITpUBOAAIIAA K OTPAaHNYCHNIO JOCTABKM KHUCJIOpOJa K TKaHAM Y I‘I/I,Z[DO6I/IOHTOBA

1997; Blair et al., 2020). OH1 MOTYT HNEPUOANICCKH
nepexoguTh B peppr-popMy 6€3 BUTUMBIX ITpHU3HA-
KOB TOKCHUYECKOW MeTreMomioonHemun. Takoe co-
CTOSTHME OBbLIO OTMEUYEHO Yy OTHENbHBIX BUIOB Ha
npoTskeHun romosoro nukia (Hardig, Hoglund,
1983; Soldatov, Maslova, 1989). MakcumanbHas
KOHIIEHTpaLMsI METTEMOINIOONHA Obljla BBIABIEHA Y
Gadus morhua — 27% (Graham, Fletcher, 1986). [1pu
5TOM Ce30HHas JMHAMMWKA YPOBHSI METTEMOITIOOMHA
B KPOBU MMEET SIBHO BBIPAXKEHHYIO BUTOBYIO CITELIN-
(GUIHOCTH M OOBIYHO HEe OTpakaeT eCTECTBEHHBIN X0/,
W3MeHEHNS TeMIiepaTypsl ¥ ¢poronepuona (Graham,
Fletcher, 1986; Soldatov, Maslova, 1989).

Kak moxkazanu HaOmoaeHUsI, YpOBEHb OKHUCJIEH-
HOTI'0 MUTMEHTa B KPOBU KOPPEIUPOBAJI C UBMECHEHM -
€M aKTMBHOCTU FeMOITIO3TUYECKOM TKaHu. B nepuosn
aKkTUBHOU mnpoaudepauun u auddepeHIIMPOBKU
SPUTPOUIHBLIX (OPM YPOBEHH METTeMOIIOOMHA B
KpoBu ObL1 MuHuUManeH (Soldatov, Maslova, 1989).
OCHOBHOI MPUPOCT TIPUXOAWJICS Ha TIEPUOI cTape-
HHS LUPKYJIUPYIOIIEH 3PpUTPOLMTAPHOM MacChl, B
OCHOBHOM B NPEIHEPECTOBBINA II€pHUOI. DTO HAIILIO
OTpaXeHHEe B CMEIIEHUM MaKCUMyMa KMCJIOTHBIX
SPUTPOrpaMM BJIEBO U IIPOUCXOAMIIO Ha (pOHE CHU-
xeHus1 aktuBHoctu NADH-muadopassr (Soldatov,
Maslova, 1989; Connmaros, 2005).

W3 npencraBinenHoit MHpOpMaIIMK CIEIyEeT, YTO
HEPETYJISIPHOCTh 3PUTPOMNO3ITUYECKUX MPOIIECCOB B
TeMOITO3TUYECKON TKaHU TMAPOOUOHTOB UMEET IBa
HETaTUBHBIX CJICICTBUS: Pa3BUTUE aHEMUU U METTe-
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MormoouHeMun (puc. 3). DTO CHIMKAET KUCIOPO-
HYIO €MKOCTh KPOBUM M CITOCOOCTBYET Pa3BUTHUIO CO-
CTOSIHUSI TUTIOKCUU, KOTOPOE TIePUOANYECKU BO3HU -
KaeT Ha MPOTSLKEHUH TOIOBOTO ITUKJIA.

Bansinue runokcun U runotepmun. Kak rokasanu
HaOMogeHus, NaHHbIe (AKTOpPhl MOIYT CHIKAaTh
(GYHKIMOHAJIbHbIE KOHANIIUU PECHUPATOPHBIX THUT-
MEHTOB M CIIOCOOCTBOBATh Pa3BUTUIO IeMHUYECKOM
TUITIOKCUM Y TUAPOOUOHTOB (puc. 3).

IIpu runokcuy MOBBIIIAETCI OOJS Je30KC-(hop-
MBI TeMornoouHa. 2Kejae3o B remMe IIpyu 3TOM Haxo-
JIUTCSI B BBICOKOCTIMHOBOM COCTOSIHUM (UEThbIpe He-
CHapeHHBIX 3JIEKTPOHA). DTO MOXET CITOCOOCTBOBATH
OTPBIBY BJICKTPOHA U TIEPEXOAY IreMOITIo0HAa B MET-
dopmy (aBTOOKHUCIEHUE TeMorioorHa) (Jensen et al.,
1998), uTo MoKa3aHo AJIsl BBICIIMX U HU3IIUX MTO3BO-
HouHBIX (Affonso et al., 2002; Chen et al., 2017). Ponb
aKienTopa 3JIeKTPOHA ITPU 3TOM BBITIOJIHSIET KUCTIO-
PO BEHO3HOI KPOBU.

DpUTPOLUTH HU3MINX ITO3BOHOYHBIX COAEpPXKaT
sapo 1 mutoxoHapuum (Boutilier, Ferguson, 1989;
Phillips et al., 2000). B HUX aKTUBHO IIPOTEKaIOT
a3pOoOHbBIE IPOIIeCCHl. B yCIOBUSX TUTIOKCHM B KJIET -
KaxX KpacHOI KpOBH YCUJIMBAIOTCS IJIMKOJIUTUYECKUE
MpPOIECChl, UTO IPUBOIUT K 3aKUCJICHUIO BHYTPU-
kieTouHoli cpenbl (Adragna et al., 2004). 9to
JIOJIDKHO COMPOBOXIATHCS CHUXKEHUEM aKTUBHOCTU
NADH-nuacgopa3sbl 1 IpUBOIUTH K POCTY COAepKa-
HMSI METTeMOTIJIO0MHa.
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I'mnoTepMuss oOKa3bpIBaeT HETaTMBHOE BIIMSTHUE
MPEUMYIIIECTBEHHO Ha T'€MOIJIOOMHBI TEILIONI00M-
BBIX BUIOB pbIO. [1pu Temrieparype Boabl Hike 10°C
TeTJIoBast 3aBUCUMOCTb PeaKIIUM OKCUTEHAIINU KPO-
BU Y HUX 3HAYUTEJILHO TTOBBIIIAETCSI, O YeM CBUIE-
TEJILCTBYIOT 00Jiee BbICOKME 3HAYCHUS TEIJIOThI OK-
cureHannu murMenTa (AH) (Conmaros, I1apdenona,
2011). D10 compoBOXAaeTCsI 3HAYUTEIbHBIM yBEJIN-
YyeHMEeM CPOACTBA LIEJIbHOM KPOBU K KMCJIOPOIY, YTO
CYIIIECTBEHHO OCJIOXKHSIET IIPOIIECC €€ MeOKCUTeHa-
LIMM HA TKAHEBOM YpOBHe. JloImycKaeTcs, 4To JaHHast
peaxkius onpeneiasaeTcs U3MeHeHUEM XapaKTepa B3a-
WMOOTHOIIEHU IeMOITIO0MHA ¢ BHYTPUIPUTPOLIM-
TapHOI cpenoii, a He CBOMICTBAMM CaMOIo IMMUTMEHTA.

SAKIIIOYEHHUE

Takum ob6pa3oMm, crienmdpurKa OopraHm3alny pe-
CIIMPATOPHBIX, HUPKYJISIIMOHHBIX U TEMUYECKUX CU-
CTEM Y BOIHBIX OPTaHM3MOB MOXET IIPUBOIUTH K pPa3-
BUTHUIO €CTECTBEHHBIX SHIOTC€HHBIX TMIIOKCUYECKUX
COCTOSTHUIA, HE CBOMCTBEHHBIX BBLICILIMM MO3BOHOY-
HbeIM. OHM MOTyT HaOJIOHAThCS MIPH COXpaHCHUU
BHEIITHETO ONTHMMYMa YCIOBHUIA Cpedbl, a TaKXKe IIpu
amanTalnyu K psaay pu3nKo-XMMUYeCKuXx (hakTopoB
(rumoxcuu, ruroTepmuu, runoocmun). Ilpm srom
clienyeT o0paTUTh BHUMaHUE Ha CJIEAYIOIIYIO TPYIIITY
TPOLIECCOB:

* K pecnupamopnoim gpopmam eunoxcuu MOXHO
OTHECTU: OrpaHUYEHHE TMOABUXKXHOCTH Yy Iejarude-
CKUX PBIO, UCITOJIL3YIOIIMX B TOI MJIM MHOM CTEIIEHU
TapaHHBIA TUIT BEHTWJISILIMM >KaOEpPHOI ITOJIOCTH;

poct NH4Jr B TNIpUMEeMOpaHHOM CJo€ BOMABI XKaOp
BCJIENCTBUE YBEJIMUYEHUSI UHTEHCUBHOCTH MPOLIECCOB
OenKoBOro kKarabojim3Mma; IofaBjieHle aKTUBHOCTU
pECIUPaTOPHOro EHTPa U HEKOHTPOJIUPYEMYIO Ba-
30KOHCTPUKIIMIO COCYAOB MUKPOLIMPKYJISLIMU XKa0p
B YCJIOBUSIX TUTIOTEPMUM; POCT TOJIIUHBI AUPDY3U-
OHHOTO CJI0s1 Kabp KakK CJIeACTBME TMOBBIIIEHHOM
npoaurdepalu XJIOpUIHBIX KIeTOK. Bo Bcex ciyya-
SIX 9TU TIPOLIECCHI TIPUBOIST K Pa3BUTUIO apTepUalIb-
HOIi TUIIOKCEMUU Y TUIPOOOHTOB.

* K yupkyasayuonusim gpopmam eunokcuu OTHOCSIT-
cs: pa3BUTHE Ipe3MEPHOM OpaguKapan B YCITOBUSIX
TUTIOTePMUU Y TUTTOKCUM; HEKOHTPOJIMpPYyeMast Ba3o-
KOHCTPHKIIUSI COCYIOB MUKPOLUVPKYJISIINN B pSae
OpTaHOB M TKaHEeU MPU TUIIOTEPMUM; Pa3TNIUs B pe-
AKTUBHOCTH COCYIOB MUKPOILIMPKYJISIIUU OPTAaHOB 1
TKaHel, 9TO MOXET MPUBOAUTH K (POPMHUPOBAHUIO
3aCTOMHBIX 30H B MOMEHT MepepacipeneIeHIsT Kpo-
BU B OpraHU3Me. DTHU MPOIIECChl OTPAHNINBAIOT MIPH -
TOK KPOBH K TKaHSM, 9YTO YCUJIMBAET TeYCHUE B HUX
aHA3POOHEBIX MPOLIECCOB.

» lemuueckue popmor eunokcuu B OCHOBHOM CBSI-
3aHBbI C HEPETYISIPHOCTBIO (DYHKIITMOHMPOBAHUS Te-
MOTMO3TUYECKOM TKaHU. DTO TIPUBOIUT K TepUOANYE-
CKOMY CTapeHMIO LIMPKYINPYIONICH 3PUTPOIUTAPHOI
MAaCCHI, YTO COTIPOBOXIAETCS pa3BUTHEM aHEMUU U
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METreMOINIOOMHEMUM Ha MPOTSLKEHMU TOJOBOIO
LHUKJa. B YCIIOBUAX TUIIOTEPMUU BO3MOKEH HECKOH-
TPOJIUPYEMBIi1 pOCT CPOACTBA FTEMOITIOOMHA K KMCJIO-
pony, 4TO OCIOXKHSET IIPOLIECC AUCCOLMALIMUA OKCH-
reMomIo01Ha.

PaccMoTpeHHBIe BEILIIE COCTOSTHUS HE CBOMCTBEH-
HBI Ha3eMHBIM (popmam Ku3Hu. VIX He ciemyer pac-
CMaTpHMBaTh KaK aHOMAJIbHEIC, TaK KaK OHU SIBJISTFOTCSI
€CTECTBEHHBIMU U OTPaXaloT cHelU(pUKy (QYyHKIINO-
HaJIbHOI OpraHu3alMyd OpraHM3Ma TUAPOOVOHTOB U
0COOEHHOCTH MX CYIIIeCTBOBAHUS B BOIHOM Cpejie.
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To the nature of the development of endogenous hypoxic states in aquatic organisms

A. A. Soldatov*

Kovalevsky Institute of Biology of the South Seas, RAS
Pr. Nakhimova, 2, Sevastopol, 299011 Russia

*e-mail: alekssoldatov@yandex.ru

Endogenous forms of hypoxic states are considered, reflecting the specifics of the organization of oxygen
transport systems in aquatic organisms that are not characteristic of terrestrial forms of life. They include re-
spiratory, circulatory and hemic components. Exclusively natural processes that lead to the development of a
number of critical conditions throughout the life cycle of hydrobionts, as well as during adaptation to factors
of the aquatic environment (hypoxia, hypothermia, hyperosmia) are analyzed. Toxic effects, pathologies and
diseases are not taken into account. A group of processes leading to the development of arterial hypoxemia,
which is realized at the level of respiratory surfaces (ventilation and parechymatous hypoxia), is described.
The reasons behind the violation of microcirculation processes at the tissue level (ischemic and congestive
hypoxia) are considered. The mechanisms leading to a periodic decrease in the concentration of hemoglobin
in the blood (anemia), an increase in the content of methemoglobin, and a change in the kinetic character-
istics of oxygen binding by blood have been determined. The conditions considered should not be understood
as abnormal, since they reflect a group of processes that are implemented in the body of a hydrobiont during
its life.

XYPHAJI OBIIIEM BUOJIOTUM  Tom 83 Ne 6 2022




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Gray Gamma 2.2)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.3
  /CompressObjects /Off
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages false
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends false
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams true
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts false
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Remove
  /UsePrologue false
  /ColorSettingsFile (Color Management Off)
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 290
  /ColorImageMinResolutionPolicy /Warning
  /DownsampleColorImages false
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 600
  /ColorImageDepth 8
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.01667
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 290
  /GrayImageMinResolutionPolicy /Warning
  /DownsampleGrayImages false
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 600
  /GrayImageDepth 8
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 2.03333
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 800
  /MonoImageMinResolutionPolicy /Warning
  /DownsampleMonoImages false
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 2400
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000410064006f006200650020005000440046002065876863900275284e8e9ad88d2891cf76845370524d53705237300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef69069752865bc9ad854c18cea76845370524d5370523786557406300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /DAN <>
    /DEU <>
    /ESP <>
    /FRA <>
    /ITA <>
    /JPN <FEFF9ad854c18cea306a30d730ea30d730ec30b951fa529b7528002000410064006f0062006500200050004400460020658766f8306e4f5c6210306b4f7f75283057307e305930023053306e8a2d5b9a30674f5c62103055308c305f0020005000440046002030d530a130a430eb306f3001004100630072006f0062006100740020304a30883073002000410064006f00620065002000520065006100640065007200200035002e003000204ee5964d3067958b304f30533068304c3067304d307e305930023053306e8a2d5b9a306b306f30d530a930f330c8306e57cb30818fbc307f304c5fc59808306730593002>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020ace0d488c9c80020c2dcd5d80020c778c1c4c5d00020ac00c7a50020c801d569d55c002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken die zijn geoptimaliseerd voor prepress-afdrukken van hoge kwaliteit. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /PTB <>
    /SUO <>
    /SVE <>
    /RUS ()
    /ENU <>
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /ConvertColors /ConvertToCMYK
      /DestinationProfileName ()
      /DestinationProfileSelector /DocumentCMYK
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /DocumentCMYK
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /UseDocumentProfile
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.276 841.890]
>> setpagedevice


