Tpyner MacturyTa 6nonoruu BHyTpeHHUX Boa uM. M. /1. Ilananmaa PAH, Bem. 110(113), 2025

VIK: 597.3-1.05:573.2

POJIb METUJIAMMHOB B IIOJJEP)KAHUU OCMOTHYECKOI'O TOMEOCTA3A
Y XPAWEBBIX U HIEJIAKAHTOOBPA3HBIX PbIb

A. D. duirunnosa
HUnemumym 6uonocuu enympennux 600 um. U J1. Ilananuna Poccutickou akademuu HayK,
152742 noc. bopok, Apocrasckas o6a., Hexoysckuil p-w, e-mail: antury@yandex.ru
Hocrynmia B pegaxmmro 24.04.2025

B 0030pe npoaHanM3upoBaHbl JIUTEPATYPHBIC JaHHBIC 10 YYACTHUIO METHIIAMHHOB B TIO/ICP)KaHUN OCMOTHYE-
CKOTO TOMEOCTa3a y XPSIIEBBIX U [ETaKaHTOOOPa3HbIX PO, KPOME TOT0, KPATKO PACCMOTPEHBI HHBIE POJIU METH-
JIAMHUHOB, a Tak)Ke MyTH MX CHHTe3a U MeTabonmu3ma. OnrcaHsl paboThI, HCCIEAYIONINE aJalTallii PEI0 K H3Me-
HEHUSIM COJICHOCTH Cpe/ibl. B OCHOBHOM, METHIAMUHBI UCTIONIB3YIOTCS PHIOAMHU, HAKATUTUBAIOIIIMMU MOYCBUHY —
9TO MOPCKHE 371a3MOOPAaHXUH U XUMEPHI, a TaKXKe JTaTuMepuu. [IpecHOBOIHBIC XPSIIICBBIC PHIOBI HE HAKATIIIMBAIOT
B TKaHSAX HA MOYCBHHY, HU MCTHJIAMHHBI. DBPUTAIMHHBIC XPSAIICBBIC PHIObI HAKATUTUBAIOT MOYCBUHY U METH-
JIAMHHBI IPH OOMTaHUK B MOPCKO# BOZIe, HO HE B mpecHOW. Cpeii METHIIAMHHOB BaXKHEHIIYIO POJIb Y BCEX H3Y-
YCHHBIX TaKCOHOB mrpaeT TpumermwiamuHokcun (TMAQ). BeranH BBICTyHaeT JOMOTHHUTEIBHBIM OCMOJIATOM
y 31a3mMo0panxuit u xumep. [nunepodochoxouH UrpacT MUHOPHYIO POJIb y psiaa 371a3MO0paHXuil, a poib cap-

KO3MHa KaK OCMOJIUTa 3aMC€THA y psA/ia CKaToB.
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BBEJIEHUE

Hammucanwme sToro 0630pa 00yclioBieHO TeM
00CTOSITENILCTBOM, YTO J1a0OPaTOpHs IKOJIOTHYE-
ckoit onoxumun u LKII “MonekymnsipHsie TeXHO-
norun” UBBB PAH Ha npoTshKeHUM HECKOJIbKHUX
NEeCATUICTHH 3aHUMAIOTCSl OpraHu3aIiell mpoTeo-
MOB IUTa3MbI KPOBH PBIO U3 Pa3HBIX TAKCOHOMHYE-
CKHX  TpyNI, BKIOYas  XpSMIEBBIX  PBIO
(Chondrichthyes). BrisiBieHHBIE 0COOEHHOCTH Op-
TaHW3al[UA HU3KOMOJIEKYIISIPHBIX OSJIKOBBIX (hpak-
muii iasmel Elasmobranchii, a uMeHHO, JOMHHU-
pOBaHHUE Cpeiu HUX OSIKOB-MOHOMEPOB (M3 OHOU
MOJUIMENTHIHON TeMn), HECOMHEHHO, CBS3aHBI
C HaJIMYMEM B KHJIKOH Cpejie OpraHu3Ma 3THX PhIo
MOYECBUHBI W MeTHiIaMHHOB [Andreeva, 2012].
B nanHoM 0030pe OyyT pacCCMOTPEHBI OCMOTHYE-
CKHE CBOWCTBA METWIAMHUHOB M WX BIHSIHUE
Ha OEJIKHM TUIa3MBbl KPOBH, B OCHOBHOM, MOPCKHX
XpSMIEBBIX ~ PBI0 M [EJIAKAaHTOOOPAa3HBIX
(Coelacanthiformes), BBuIy 0c000¥ 3HAUMMOCTHU
ATOTO KJIacCa OCMOJIUTOB ISl JAHHBIX TPYIII PBIO.

B sBomonmu pe1d 0T prIO00OPA3HBIX KPYT-
JIOPOTHIX (MHKCHHBI, MUHOTH) K XPSIIEBBIM U Ja-
Jiee K KOCTHCTBIM pbhIOaM MEHSFOTCS CTpaTervu
aJanTanyuu K COJIEHOCTH cpelbl (0T 0CMOKOH(OP-
MEPOB K OCMOPETYJISTOpaM), a TAK)Ke KOHKPETHBIC
CHOCOOBI peanu3anuy JaHHBIX CTpaTeruid. PrIObI
MPUMEHSIIOT Pa3InYHbIe CIIOCOOBI OCMOPETYIISILIH
B MOPCKOH M TPECHOH Boze: Kak Mop¢ooruye-
cKkue, Tak u Ouoxumuueckue. IlogpoOHee o pas-
JMYHBIX CTPATETUSX OCMOTHYECKUX aamnTalvi
MO>KHO TPOYECTh B MpeasiayIeM oo3ope [Pumn-
nosa, 2023 (Filippova, 2023)].

OnHUM U3 3HAYMMBIX KOMIOHEHTOB OCMO-
peryisiquM, KOTOPBIA MPUMEHSETCS Yy CaMbIX
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Pa3HBIX OPTaHW3MOB, SIBIIIETCSI HCIIOJIb30BaHUE
COBMECTHUMBIX OPTaHUYECKHX OCMOJIUTOB. B mpo-
TUBOBEC HEOPTaHWYECKUM HOHAM, KOTOPHIE B BEI-
COKHMX KOHIIEHTPAIUAX OKA3bIBAIOT Pa3pyIIUTEIh-
HOE JICWCTBUE Ha OMOJIOTUYECKUE MAaKPOMOJICKYJIbI
(MHaKTUBUPYIOT ~ ()EPMEHTBI,  JICHATYPHPYIOT
OeNKkH, HApYMIAIOT CTPYKTYPY HYKIEHHOBBIX KHUC-
JIOT), 3TH Mallble OPTaHUYECKUE COSTUHEHHS B T€X
)K€ BBICOKUX KOHIICHTPAIIMAX HE OKa3bIBAIOT r'yOu-
TENBHOTO JIEHCTBHSI HA OMOMOIIEKYIIBI, U JaXKe 3a-
[IUINAIOT UX OT ACWCTBUS MHOTHX JICHATYPUPYIO-
mmx (pakTopoB (TaKMX KaK BBICOKAsi MOHHAS CHJIa,
BBICOKAsl KOHIICHTpAIMsS MOYCBHHBI, THAPOCTATH-
YECKOE [aBJICHWE, BBICOKAs W HH3Kas TeMmIepa-
Typa), a TakKe MOTYT CIOCOOCTBOBAaTh MPABHJIb-
HOMY ¢oinuHry 6enkos [Kumar et al., 2007; Ku-
mar, 2009]. IlogpoObHO MEeXaHU3M 3aIUTHOTO JIeH-
CTBUSI COBMECTHMBIX  OCMOJIMTOB  W3JIOKEH
B npensiaymemM  o63ope  [Punmmmona, 2023
(Filippova, 2023)], a Takxe B paboTax APyTUX aB-
TopoB [ Yancey, Somero, 1979; Yancey etal., 1982;
Arakawa, Timasheff, 1985; Somero, 1986; Lin, Ti-
masheff, 1994; Bolen, 2001; Yancey, 2001; Zou
et al., 2002; Felitsky et al., 2004; Yancey, 2004;
Athawale et al., 2005; Samuelsson et al., 2005;
Yancey, 2005; Street et al., 2006; Kumar, 2009;
Kumar, Kishore, 2014; Yancey et al., 2014].

Cpenu COBMECTHUMBIX OCMOJIUTOB BBICIISIOT
CIIEIYIOIINE OCHOBHBIE TPYIIIBI [0 XUMHUYECKOMY
CTPOCHHUIO:

1) AMHUHOKUCIIOTHI: HAIPUMED, TJIHIIHH, Ta-
ypuH, OeTa-aJaHvH, IPOJIKH.

2) Ilonnomnsl: MHO-MHO3UTOJ, COPOUTOI.
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3) MetunaMuHsI: TPUMETIIAMUHOKCHU]T peoOpa3oBEIBATHECS APYT B JApyra B OpraHH3Me
(TMAO), capko3suH, 6etavH, TAIEepodocHOXOIUH. (cM. pUCYHOK).

Ponb cBOOOIHBIX AaMUHOKHUCIIOT U TUTIETITH- B nanHOM 0030pe paccMOTpeHa pojlb METH-
J0B y pblO Obula omucaHa pasee [Duumnmnosa, JIAMHHOB B OCMOTHYECKHX aJanTalusiX Y MOPCKUX
2023 (Filippova, 2023)]. Yro xacaercss OCMOIUTOB XPAIMIEBBIX PBI0 W IENaKaHTOOOPa3HBIX BBHIY
TPYIIBI METWIAMHHOB, TO BCE OHH CBSI3aHBI JIPYT TOTO, YTO UMEHHO Yy HUX OHa SBIISIETCS Hamboiee
C IpyroM METa0OIMYECKUMH TYTSIMA M MOTYT 3HAYUMOM.

beTanHanbaerma ONmMeTMAranumH

Capko3uH

Pucynok. Cxema metabonmdeckux myTeid MmetriamMuHoB. [To [Ballantyne, 1997; Yancey, 2001]. 1 — xumreunsie 6akre-
pun; 2 — TMA-okcnnasa; 3 — TMAO-penykrasa; 4 — TMAOQOa3za; 5 — xonmuHIeruaporeHasa; 6 — OeTanHaIbICTH-
JETUpOreHasa; 7 — OCeTaMHTOMOIMCTCHH-TPAHCMETIIIA3a; 8 — AUMETHITIHIIMHOKCH a3a (JUMETHITIIUIIMHICTHAPOTe-
Haza); 9 — capko3uHOKcHaa3a (capko3uHaeruaporetasa). TMA — tpumerunamud; TMAO — TpUMETHIIaMUHOKCHUI;
JMA — nuMeTHIaMHH.

Figure. Scheme of methylamines metabolic pathways. According to [Ballantyne, 1997; Yancey, 2001]. 1 — intestinal
bacteria; 2 — TMA oxidase; 3 — TMAO reductase; 4 — TMAOase; 5 — choline dehydrogenase; 6 — betaine aldehyde
dehydrogenase; 7 — betaine homocysteine transmethylase; 8 — dimethylglycine oxidase (dimethylglycine dexydrogen-
ase); 9 — sarcosine oxidase (sarcosine dehydrogenase). TMA — trimethylamine; TMAO — trimethylamine oxide; DMA
— dimethylamine.

1. XPAILIEBBIE PbIBbI

1.1. TpuMeTHIAMHHOKCH]T (TMAO). nevicteue [Kumar et al., 2007; Bolen, Rose, 2008].
TMAO npeanoiaoKuTeabHO MOSBUICS B 3BOJIIO- [Tpu aTom crabmmzupyrommii 3hdextr TMAO pac-
MU KaK MPOJYKT IETOKCH(HUKAIMKM HEKOTOPBIX MpoCTpaHseTcss He Ha Bce OENKH: HampuMep, OH
BEIIECTB KJIACCa METHIIAMUHOB, MPUCYTCTBYOIIIX CIOCOOCTBYET B paCTBOPE COXPAHCHUIO aKTUBHOCTH
B MUIIIE WIK 00pa3yIoIIMXCcs B X0[e MeTabosn3Ma TpUIcMHa, HO He xumorpurncuHa [Kumar et al.,
xonnHa. Ho BHociencTBuUM cTan BBINOJIHATH Iie- 2005]; akTMBUpYeT aprWHHUHOCYKLMHATINA3y, aj-
TBIH psifi ApyruX QYHKIWH, BKIIOYask OCMOPETYJIsi- KOTOJIBACTUIPOTEHA3Y JPOXIKEH, JIAKTaTACTUAPO-
TOpHY10. B KauecTBe 0CMOJIIUTOB OOBIYHO MCIIOJb- reHasy [Yancey, Somero, 1980; Mashino,
3YIOTCSI COEIMHEHUS, HE PACXOAYIOLIKECS aKTUBHO Fridovich, 1987; Yancey, Siebenaller, 1999], rmyTa-
JUTSI METa0O0JTMUECKHUX 1IeJIeH (B OTIIMYHE OT, HAIpH- MataeruaporeHasy [Yancey, Somero, 1980], mm-
Mep, anbda-amuHokucior) [Yancey, 2001]. pyBarkuHazy [Yancey, Somero, 1980; Yancey,

O— 1985; Yancey et al, 2001], xpearuHKHHa3y

[Yancey, Somero, 1980] u pubonykneasy A [Lin,

| + Timasheff, 1994; Burg, Peters, 1998; Palmer et al.,

- N"WCH 2000; Samuelsson, 2005], HO HHTHOUPYET KCAHTHU-

H 3C ‘ 3 HOKcHIa3y U katana3y [Mashino, Fridovich, 1987].
C H 3 3OTa pa3HUIA BO BIUSIHAU HA PEepPMEHTHI, BEPOSITHO,
o0BsicHseTcs TeM, uto TMAQ crabunusupyer 00-

1.1.1. Bausinne TMAOQO Ha cTa0WJILHOCTD H Jlee KOMITAKTHY!O KOH(pOpPMAIIHIO 6elka, HO He Bee-
¢yHkuun GepMeHTOB, GeJIKOB U APYrUX OHOMO- rma Takas KoHpopmaims (epMeHTa aKTUBHA
Jaekyd. TMAO siBisieTcs H3BECTHBIM CTaOMIIN3aTO- [Mashino, Fridovich, 1987]. Eme B 1980-¢ romsr
pom GenkoB. IlokasaHo ero crabumsHpyomee 1 BBICKa3bIBAIOCh MHEHHUE, YTO TMAOQO B upe3mepHO
CIIOCOOCTBYIOIIEE TPABHIILHOMY (DOJIMHTY GENKOB BBICOKMX  KOHLIEHTpAMSAX  MOXET  JenaTh
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CBEPHYTYIO KOH(pOPMAIMIO Oelika “CIIMIIKOM CTa-
OWIBHON, UTO OyAeT MPEnsATCTBOBATH IMPABUIIb-
HOI1 pabote pepmenTa [ Yancey et al., 1982]. Singh
C COaBTOpaMH B CBOEi O030pHOH cTaTbe OTMe-
YaroT, YTO OCMONUTHL, Takne kak TMAO, moryT
OKa3bIBaTh CTAOMIM3UPYIOIIee ACHCTBIE Ha OSITKH
B OJHHUX YCIOBHAX M JAecTaOWIn3upyromee —
B JIPYTHX, IPUYEM 3a9aCTYIO 3TO KacaeTcs OJHOTO
1 TOTO ke ocMmojuTa u Oemka. Hanpumep, TMAO
JecTadwm3upyeT Oelku npu HU3kux pH, rae oH
HaxOJUTCS HE B IBUTTCPUOHHOW, a B TOJIOKH-
TeIpHO 3apsukeHHor hopme [Singh et al., 2011].

HccnemoBanus mnokaseiBaior, 4yto TMAO
YTHETAaeT MUTOXOHJPHAIBHOE JIbIXaHUE, HO IPH
9TOM MPAKTUIECKH HE IPOHUKAET Yepe3 MeMOpaHy
MUTOXOHApU. IIpy CHI>KEHUH BHYTPUKIETOUHON
koHueHTpaun TMAO, Hanpumep, MpH THUIOOC-
MOTHYECKOM CTpEecce y MOPCKHX pbIO, HaOmmoa-
€TCsI TOBBIIIICHHOE OKUCIICHUE aMUHOKHUCIIOT B MH-
toxouapusx [Ballantyne, Moon, 1986a; Ballan-
tyne et al., 1986]. Kpome Toro, mporecc OKHCISHHsI
AIMIIKADHUTHHOB B MHUTOXOHJIPHIX MEYEHU €3KO-
BOro ckara, Raja erinacea, yrHETA€TCA B MPUCYT-
cteud TMAO (HO TOJNBKO TIpU HE(YU3UOJIOTHYEC-
CKOi1, aHOMaJTLHO BBICOKOW MOHHOW CHJIE) U YIIy4-
maercs B NPUCYTCTBUM MoueBWHBI [Ballantyne,
Moon, 1986b].

Ha ceii nenp MexaHu3M crabuian3anuu 6e-
koB TMAO Bce emie He MOJNHOCTRIO siceH. Hanpu-
Mep, OBUIO TOKa3aHO, YTO €ro CTAOMIU3UPYIOIICe
JIeiCTBUE Ha DIIACTHHOMOIOOHBIN TONMHUIIESITH/ 3a-
KIIF0YaeTcs He B TPAJAUIIMOHHOM UCKITIOYSHNH JIaH-
HOTO OCMOIITa C TIOBEPXHOCTH Oenka [Yancey
et al., 2005; ®unumnmora, 2023 (Filippova, 2023)],
a HaIIPOTHB, B IIPSIMOM CBSI3BIBAHUY C HEKOTOPHIMH
€ro yJacTKaMH, KOTOpOe, KaK MpeAroiararoT He-
KOTOPBIC aBTOPBI, CHIIbHEE JJIsl CBEPHYTOW KOH-
¢dopmaruu Oenka. [Liao et al., 2017] Ects coBpe-
MEHHBIC JaHHbIE, CBUJIETEIHCTBYIOIUE O TOM, YTO
TMAO ycunuBaeT B3auMOJICHCTBHS 3apsyKEHHBIX
TpYIIT HAa TOBEPXHOCTH Oelka MEXIy cOOO0H, a 3Ha-
YUT, MOXET CTAaOMIU3UPOBATh HE TOJIHKO HATHUB-
HbIe KOH(popMaIu Oellka, UMEIOIIUe 3apsHKCHHBIE
IPYNIbl HA TOBEPXHOCTH, HO U Pa3BEPHYThIC KOH-
(hopMaruu, B KOTOPBHIX HEMOJSPHBIE TPYIIIBI T10-
BEPHYTHI K pacTBopHuTento [Su, Dias, 2019].

Hexoropeie aBTOpHI TaKke HCCIEIOBATH
Boznelicteue TMAQO Ha jaumnmmHble MEMOpaHBI U
C/IeJaJH MPEANONI0KEHHE, YTO CTa0MIM3UpYyIoLIee
BO3JICHCTBHE OKa3bIBae€TCSI B OTOM  cliy4ae
Ha BCTPOCHHBIC B MeMOpaHy O€JIKH, a He Ha CaMH
munuael [Barton et al., 1999; Ballantyne, 2016;
Shakhman et al., 2023].

1.1.2. TMAO u mouyeBuHa. Hakormienue
TMAO B TKaHSX B OCHOBHOM XapaKTEpHO IS
MOPCKHX JKHUBOTHBIX (10 7% IO Macce B TKaHAX
MOpPCKUX pbIO, [An et al., 2023]), y IpeCHOBOIHBIX
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ero cojep)kaHue ropazno MeHbmie. Kpome pomu
“COBMECTUMOTO”  OpPTaHWMYECKOTO  OCMOJIHNTA,
YYacTBYIOIIETO B PEryJlUd 00beMa KIICTOK,
TMAO npenoxpaHseT OHOIOTHYECKHE MaKpOMO-
JEKyNbl OT ACHATypUPYIOIIETro JCHCTBUS MouUe-
BHHBI, BEICOKOE COJIepKaHUE KOTOPOH XapaKTEPHO
JUTSE MOPCKHX XPSIICBBIX PBIO, SBIISIOIIUXCS YPEO-
TEeIIMYECKUMH, TO €CTh, HAKAILTHBAIOIIUMHU MOYe-
BHHY [ Yancey, Somero, 1980; Yancey et al., 1982;
Zou et al., 2002; Yancey, 2005; Evans, 2011; Kiiltz
et al., 2016; Nasralla et al., 2024]. Takoe ke aeii-
cteue TMAO cymecTByeT U B OTHOIIEHUH TOK-
CHYHOCTU amMMuaka [Yancey, Somero, 1979]. Un-
TEPECHO OTMETHTb, YTO XOTS 3JIa3MOOpPaHXHH HUC-
monb3ytoT TMAO B codetannn ¢ MOYEBHHOH, 00-
Jlee HU3IINE CYIIeCTBa, TaKHe KaK OecIio3BOHOY-
HbIC, HE OBLIM YPEOTESIUYCCKUMHU, HO y)KE HaKarl-
auBaad MetunaMuusbl, BkiIroyags TMAO. To ects
HaKOIUICHHE METHUJIAMHHOB SIBIAETCS Ooyee ApeB-
HEW cTpaTeruerd, 4eM HAKOIUIEHHWE MOYEBUHBI
[Ballantyne, Moon, 1986a].

1.1.3. TMAO u rayouHa oOMTaHUSI TUA-
poouonToB. TMAO mnomoraer riry0OKOBOJHBIM
JKUBOTHBIM a/IalITUPOBATHCS K MOBBIIICHHOMY TH/I-
pOCTaTU4eCKOMY NaBICHHUIO, MPUYEM 3TO CBOW-
c¢TtB0 Yy TMAOQO BBIpaXX€HO CHIIbHEE, YEM Y APYTHUX
BHYTPHUKJICTOYHBIX OCMOJIMTORB: OCTanHa, TJIUIUHA,
TaypriHa W MHUO-MHO3UTONA [Yancey et al., 2004;
Laxson et al., 2011; Yancey et al., 2014; Bockus,
2016; Bockus, Seibel, 2016; Fedotova et al., 2017].
XopoIIo M3BECTHO, YTO TITyOOKOBOIHBIE KHBOT-
HbIE coJlepKaT B cBOMX TKaHiax Oombmie TMAO,
YeM MEJKOBOJHBIE, HE3aBUCHMO OT UX (UIIOTEHe-
tuueckoro pozctea [Gillett et al., 1997; Kelly,
Yancey, 1999; Treberg, Driedzic, 2002; Yancey
et al., 2002; Samerotte et al., 2007; Bockus, 2016;
Bockus, Seibel, 2016; Yancey et al., 2017]. OTa
TEHJICHIIUS XapaKTepHa KaK JUIsl XPSAIIEBBIX, TaK U
JUTSE KOCTUCTBIX PBIO, 2 KpOME TOTO, JUISI aHEMOHOB
u pakooOpasubix. [Bokus, 2016] CoorHoiieHue
KoHIleHTparuii MoueBuHa: TMAQO mpu moBBIIIe-
HUU TITyOWHBI OOMTaHUS CHIUXKAETCS, TaK UTO Y IITy-
00KOBOMHBIX pHIO comepkanne TMAQO Moxer
JlaXke TIPEBBIIIAThH COIEpKaHrue MOoUeBUHBI [ Laxson
et al., 2011]. IIpu 3TOM, HEKOTOPBIE MEIIKOBOJIHBIC
OpPTraHU3MBbI TAKXKE MOT'YT OTJIMYATHCS BEICOKUM CO-
nepkaaneM TMAOQO, Tak Kak amanTais K THAPO-
CTaTHYECKOMY JIaBJICHHUIO — HE €MHCTBEHHAs €ro
poJIb.

Conepxxanne TMAO y HEKOTOPHIX BHIOB
ITOJIOKUTENIBHO KOPPEIUPYET C COACPIKaHUEM JIH-
MU7I0B B Telle, TaK KaK OH 00pa3yeTcs Mpu HAKOM-
JIeHUU TUIUA0B (PocaTuaAUIXOIUH — TPUALIMIIT-
JUIEPUH/AUALIMITIIMIIEPUH + XOJIMH; XOJIMH —
TMAO). Coneprxanue JUNHIO0B, B CBOIO O4YEpe/b,
MOBBIIIACTCS C YBEIHMUYECHUEM TIyOMHBI OOMTaHUS
y HEKOTOpBIX BUI0B pbIO. [Siebel, Walsh, 2002;
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Bockus, Seibel, 2016; Bockus, 2016] Taxxe mpea-
mectBeHHUK TMAQO MokeT 00pa30oBBIBaTLCS TPU
pa3pyLICHUH KJIETOYHBIX MEMOpaH, KOTOpOe BO3-
MOXXKHO B YHUCJIC TPOYEr0 NPU OCMOTHYECKOM
ctpecce. [Seibel, Walsh, 2002] ABTopsl paGoThHI
[Samerotte et al., 2007] He 0OHAPYKIITN KOPPEIS-
nmu conepxkanus TMAQ ¢ copepikaHueM JIUITHIOB
B TeJe PhIO, HO MPEAIOIOKIIN, YTO COJEpIKaHHe
TMAO momKHO 3aBHCETh HE OT COICP)KAHUS JIH-
MUI0B, @ CKOpPEe OT CKOPOCTH UX 00pa30BaHUs.

HecMoTpst Ha Bce mo3uTuBHBIE A((EKTHI,
Ha comepkanne TMAQO B KIeTKax HaKJIaIbIBa-
€TCs OIPE/ICIICHHOE OTPaHUYCHHUE, TaK KaK IMOKa-
3aHO, 4TO M30BITOUHOE conxepkanne TMAO mo-
KT TPUBOANTH K M30BITOYHOM ‘‘cTaOmMimm3aun’
OCJIKOB, BBIPAXKAIOMICHCS B WX YPE3MEPHOU pH-
THIHOCTH, MOHMXKaIOIeil ux akTUBHOCTh. Iloma-
raloT, YT0 UMEHHO 3TO OTPaHHYEHUE MEMIAET PhI-
0aM HEOTpaHWYEHHO 3aCeNiATh TTyOWHBI OKeaHa
[Yancey et al., 2014].

1.1.4. TMAO u TemnepaTypHblii cTpecc.
Ecte pannsie o mnoBeimieHun TMAO npu

aJIanTauy 3J1a3MO0paHXUH K MOBBIIEHHBIM TEM-
repaTypam: HalpuMep, B PUTPOIUTaX KaTpaHa,
Squalus acanthias [Kolhatkar et al., 2014], u
B MBIIIIAX aMEPUKAHCKOW KyHbEH  aKyJIbl,
Mustelus canis [Bockus, 2016]. CnemoBaTenbHo,
TMAO wMoxeT 3amumarb OWOMOJEKYIBl U
OT TEMIIEpaTypPHOT'O CTpecca.

1.1.5. Poaib TMAO kak ocmosuta. [lepeii-
JIeM K pacCMOTpEHHIo coaepxkanust u pom TMAO
KaK OCMOJIUTA B Pa3JIMYHBIX TKAHIX KOHKPETHBIX
TaKCOHOB PbIO.

Hambonee xapakTepHO HCIOIB30BAHHE
TMAO B KauecTBe OCMOJIHTA AJISI MOPCKUX XPALIE-
BBIX pbIO: 3mazmoOpanxuii Elasmobranchii n xu-
mep Chimaeriformes (tabm. 1). OcMOIIpPHOCTH
KpPOBH 3TUX PBIO YYTh BHIIIE OCMOJSIPHOCTH MOp-
CKo# BofbI (YCIOBHBIE 0cMOKOH(popMepsl). [Ipu-
yrHAa UCIoab30BaHud UMA TMAQO COCTOHT B TOM,
YTO OH IPEeIOXPaHsIeT ONOMONIEKYJIBI OT ACHATYPH-
pYIOLIEr0 JEHCTBUS MOYEBHUHBI, KOTOPYIO OHHU
HAKalIMBalOT B XOZE CBOEr0 MeTadonnu3Ma
[Somero, 1986; Bockus, 2016].

Ta6auna 1. ConepmaHI/Ie OCMOJIMTOB KJIaCCa MCTUIIAMHUHOB B TKAHAX Pa3/IMYHbIX BUAOB XPAIICBLIX U L[CJ'IaKaHTOO6p8.3-

HBIX PBIO (TIPY COJIEHOCTH MPUPOIHON Cpeabl OOUTAHA)

Table 1. Contents of methylamine type osmolytes in tissues from various cartilaginous and coelacanth fish species (under

natural habitat salinity)

Ocmounut Bun TkaHb Conepxanue JlutepaTypHBIii HCTOYHUK
Osmolyte Species Tissue Content Reference
Onasmobpanxuu (Elasmobranchii)
TMAO Umblyraja badia MBIIIITIBI 250 MMOJIB/KT [Laxson et al., 2011]
4. hyperborea MBIIITITBI ~170-200 MMOIB/KT [Yancey et al., 2017]
Apristurus brunneus MBIIIITIBI 203 MMOJIB/KT [Laxson et al., 2011]
A. profundorum MBIIITITBI 275 MMOJIB/KT [Laxson et al., 2011]
\Bathyraja abyssicola MBIIIIIIBI 220 MMOJIB/KT [Laxson et al., 2011]
B. kincaidii MBIIITITBI 168—169 MMonb/kr [Laxson et al., 2011]
\B. microtrachys MBIIIIIIBI 290 MMOJIB/KT [Laxson et al., 2011]
B. trachura MBIIIIIIBI 210 MMOJIB/KT [Laxson et al., 2011]
Carcharhinus leucas ITHKBOP BW — 16 MM [Thorson et al., 1973]
mia3ma FW — 19 MM; FW — 9.6 MM [Pillans et al., 2005; 2006]
CBIBOPOTKA SW — 47 MM; BW — 13 MM  |[Thorson et al., 1973]
DPUTPOLIMTHI FW —~1 MM [Pillans et al., 2006]
Centroscyllium fabricii  |Mo3r 130 MmoutB/KT [Treberg, Driedzic, 2002]
MBIIIIBL: Oenbie 250 MMOJIB/KT [Treberg, Driedzic, 2002]
kpacHbie 200 MMOJIB/KT [Treberg, Driedzic, 2002]
[eyeHb 80 MMOJIB/KT [Treberg, Driedzic, 2002]
asma 220 MM [Treberg, Driedzic, 2002]
[MOYKH 160 MMOITB/KT [Treberg, Driedzic, 2002]
[pexTanbHast xenesa(l 50 MMoIb/Kr [Treberg, Driedzic, 2002]
cepaLe 180 mMoOaB/KT [Treberg, Driedzic, 2002]
Chiloscyllium griseum  |MBIIIIBI 82 mr azora/100 T [Velankar, Govindan, 1958]
\Dasyatis americana MBIIIIIBI 3260, 9255 MM [Forster, Goldstein, 1976]
iasma 344, Q51 MM [Forster, Goldstein, 1976]
BPUTPOLIUTEL 321, Q18 MM [Forster, Goldstein, 1976]
D. sabina mia3ma 5.7 MM [Treberg et al., 2006]
Heterodontus mia3ma 55-80 MM [Cooper, Morris, 1998]
portusjacksoni
DPUTPOIIUTHI 80-90 MM [Cooper, Morris, 1998]
Himantura signifer MBIIITITBI - [Tam et al., 2003]
0.7 MKMOJIB/T [Treberg et al., 2006]
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Ocmonur Bun TkaHb Copnepxanue JlutepaTypHbIil HICTOUHHUK
Osmolyte Species Tissue Content Reference
MeYeHb - [Tam et al., 2003]
Lamna nasus MBIIIIIBI 200 mr a3ota/100 1 ceipoii Maccel |[Dyer, 1952]

Leucoraja ocellata

\Mustelus canis
M. manazo

Myliobatis maculata
\Negaprion brevirostris
\Parmaturus xaniurus
\Potamotrygon spp.

\P. motoro

\P. circularis
\Raja batis
IR. erinacea

\R. hollandi
IR. laevis
\R. rhina
\R. seabrata

R. senta

R. stellulata
\Rhynchobatus djeddensis
Scoliodon sp.
Scyliorhinus canicula

\Somniosus pacificus
Sphyrna malleus

\S. tiburo

Squalus acanthias

MO3D
TEMHBIE MBIIIIIBI
OeJIbIe MBI
[eyeHb
[1a3ma
[TOYKHU
cele3eHKa
cepaue
SPUTPOLIUTEI
[Iasma

BCE TEIIO
MO3D
MBIIIIIBI
[eYEHb
cep/aiie
MBILIIIBI
[asma
MBILIIIBI
CBIBOPOTKA
CBIBOPOTKA
MBIIIII[BI
CBIBOPOTKA
BCE TEIIO
MBIIIII[BI

ICUYCHb
riasma

PMOPHOHBI: 4 Mec.
8 Mmec.

SPUTPOLUTHI

BCE TENO

MBIILIBI

MBIILIBI

MBIIILIBI

BCE TENO

MBIIIIIIBI

MBIIIIIIBI

MBIIIIIIBI

MBIIIIIIBI

MBIIIIIIBI

ruiazmMa

MBIILIBI

MBIIIILIBI

CBIBOPOTKA

KaOPBI

MO3T

MBIIIIIbI

MBIIIIIbI: Oenble
KpacCHbIC

TICUYCHb

49 MKMOJIB/T

99 MKMOJIB/T

80 MKMOJIB/T

23 MKMOJIB/T

31 MMOJIB/JI BOIEI
37.8 MKMOJIB/T

69 MKMOJIB/T

57 MKMOJIB/T

36 MMOJIB/JI BOIEI
832 mr/100 Mi1; 97 MMOJIE/KT BOJIBI
275 mr azora/100 ¢
100 MMOIB/KT BOIBI
>200 MMOJIB/KI BOJBI
150 MMOIB/KT BOABI
200 MMOJIB/KT BOIBI
28 mr azota/100 r

76 MM

220 MMOJIB/KT

CIIE b
0.4 MKMOJIB/T

CreIb

206 mr a301a/100 T CBIPOIT Macch
86 mr azora/100 r

60 MM

49 MMOJIB/KT BOJIBI

40 MMOJIB/KT BOJIBI

48 MM

39 MM

104 MMOIB/KT BOJBI

94 MMOJIB/KT BOJBI

36 MM

254 mr a30ta/100 T chIpoit Macchbl
234 mr a3ota/100 T chIpoit Macchbl
85—140 MMOIIB/KT

73 mr azora/100 r

51 mr azora/100 r

99 mr azora/100 T

168 MMOIB/KT

87 mr azora/100 T

72 mr azora/100 T

180 MMOJIB/KT BOJBI

53 MMOJIB/KT BOJBI

207 MMOJIB/KT

107 mr a3zota/100 T

70 MM

78 MMOJIB/KI'

50—100 MMOJIB/KT

58 MMOJIB/KT

150 MMOIB/KT BOIBI

190 mr azora/100 ¢

170 mMoOaB/KT

130 MmMOaB/KT

111 mMoab/KT

144 mMoaw/kr

180 MMOJIB/KT BOIBI

40 MMOJIB/KT

21 MMOJIB/KT

[Treberg, Driedzic, 2007]
[Treberg, Driedzic, 2007]
[Treberg, Driedzic, 2007]
[Treberg, Driedzic, 2007]
[Sulikowski, Treberg, 2003]
[Treberg, Driedzic, 2007]
[Treberg, Driedzic, 2007]
[Treberg, Driedzic, 2007]
[Sulikowski, Treberg, 2003 ]
[Doolittle et al., 1960]
[Groninger, 1959]
[Yancey, 2001]

[Yancey, 2001]

[Yancey, 2001]

[Yancey, 2001]

[Velankar, Govindan, 1958]
[Goldstein et al., 1968]
[Laxson et al., 2011]
[Thorson et al., 1967]
[Thorson, 1970]

[Treberg et al., 2006]
[Thorson, 1970]
[Groninger, 1959]

[Dyer, 1952]

[Forster, Goldstein, 1976]
[Steele et al., 2005]

[Steele et al., 2005]
[Goldstein, Forster, 1971]
[Forster, Goldstein, 1976]
[Steele et al., 2004]

[Steele et al., 2004]
[Forster, Goldstein, 1976]
[Groninger, 1959]

[Dyer, 1952]

[Laxson et al., 2011]
[Dyer, 1952]

[Groninger, 1959]

[Dyer, 1952]

[Laxson et al., 2011]
[Velankar, Govindan, 1958]
[Velankar, Govindan, 1958]
[Robertson, 1989]
[Robertson, 1989]
[Laxson et al., 2011]
[Velankar, Govindan, 1958]
[Mandrup-Poulsen, 1981]
[MacLellan et al., 2015]
[Bedford et al., 1998b]
[Treberg, Driedzic, 2002]
[Bedford, 1983]

[Dyer, 1952]

[Treberg, Driedzic, 2002]

[Laxson et al., 2011]
[MacLellan et al., 2015]
[Robertson, 1975]
[Bedford et al., 1998b]
[Treberg, Driedzic, 2002]
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Ocmonur Bun TkaHb Copnepxanue JlutepaTypHbIil HICTOUHHUK
Osmolyte Species Tissue Content Reference
mia3ma 60—80 MKMOJIB/MIT [Cohen et al., 1958]
90 MM [Bedford, 1983]
80 MM [Anderson et al., 2012]
80 MM [Treberg, Driedzic, 2002]
71 MM [Kleinzeller, 1985]
81 MM [MacLellan et al., 2015]
70 MMOJTB/KT BOJIBI [Robertson, 1975]
MMOYKH 63 MMOJIB/KT [Treberg, Driedzic, 2002]
peKTanbHas Jese3a 56 MMOJIb/KT [Treberg, Driedzic, 2002]
50 MMOJTB/KT [Kleinzeller, 1985]
cepare 115 mmonw/kr [Bedford et al., 1998b]
79 MMOJIB/KT [Treberg, Driedzic, 2002]
BPUTPOLIUTHI 95 MMOJIB/KT BOJIBI [Bedford, 1983]
70 MM [MacLellan et al., 2015]
Squalus suckleyi MBIIIIIBI 190 mr azota/100 T [Dyer, 1952]
135, 88 MKMOJIB/T [Norris, Benoit, 1945]
CBIBOPOTKA 64 MKMOJIB/T [Norris, Benoit, 1945]
mia3ma 90 MM [Deck et al., 2016]
[eYeHb 8, 18 MKMOJIB/T [Norris, Benoit, 1945]
MTOYKH 42 MKMOJIB/T [Norris, Benoit, 1945]
MO/DKETyAoYHasT |73 MKMOJIB/T [Norris, Benoit, 1945]
bKeresa
celle3eHKa 62 MKMOJIB/T [Norris, Benoit, 1945]
PKEITy IOK 86 MKMOJIL/T [Norris, Benoit, 1945]
Taeniura lymma MBIIIILIBI 31 MKMOJIB/T [Tam et al., 2003]
MCYCHb 1.5 MKMOJB/T [Tam et al., 2003]
Tetranarce occidentalis [MbIILITIBI 116 mr a3o1a/100 T ceipoit Maccel |[[Dyer, 1952]
Torpedo californica MBIIIITIBI 79 MMOJIB/KT [Laxson et al., 2011]
Trygon imbricata MBIIIIIIBI 46 mr a3zota/100 T [Velankar, Govindan, 1958]
T. microps MBIIIIIIBI 49 mr a3ota/100 T [Velankar, Govindan, 1958]
T. urnak MBIIIIIIBI 103 mr a3zota/100 T [Velankar, Govindan, 1958]
Trygonoptera testacea  [1a3ma 35-55 MM [Cooper, Morris, 1998]
Beraun Amblyraja badia MBIIITIIEI 5—17 MMOJIB/KT [Laxson et al., 2011]
Betaine \Apristurus brunneus MBIIIIIIBI 41 MMOJIB/KT [Laxson et al., 2011]
4. profundorum MBIIITIIBI 31 MMOIB/KT [Laxson et al., 2011]
\Bathyraja abyssicola MBIIIIIIBI 1.4 MMob/KT [Laxson et al., 2011]
B. kincaidii MBIIITITBI 1.5-9 mmoub/Kr [Laxson et al., 2011]
\B. microtrachys MBIIITITBI 9 MMOJIB/KT [Laxson et al., 2011]
\B. trachura MBIIITITBI S MMOJIB/KT [Laxson et al., 2011]
\Dasyatis sabina miazma 4 MM [Treberg et al., 2006]
\Himantura signifer MBIIIIIBI 50% SW — 15 MKMOTIB/T [Treberg et al., 2006]
FW — 7 mxMons/T
mia3ma — [Treberg et al., 2006]
Leucoraja ocellata MO3T 9.7 MKMOJB/T [Treberg, Driedzic, 2007]
TEMHBIC MBIIIIBI 3.1 MKMOJIB/T [Treberg, Driedzic, 2007]
OCITbIe MBIIIIIIBI 13 MKMOJIB/T [Treberg, Driedzic, 2007]
MeYeHb 1,5 MKkMOB/T [Treberg, Driedzic, 2007]
MOYKH 7.3 MKMOJIB/T [Treberg, Driedzic, 2007]
cene3eHKa 2.0 MKMOJIB/T [Treberg, Driedzic, 2007]
cepaue 27 MKMOJIB/T [Treberg, Driedzic, 2007]
Parmaturus xaniurus MBIILILIBI 74 MMOJIB/KT [Laxson et al., 2011]
Raja erinacea MBIIIITIBI 40 MMOJIB/KT BOJBI [Steele et al., 2005]
[e4YeHb 4 MMOJIB/KT BOJIBI [Steele et al., 2005]
PMOPHUOHBL: 4 MeC. [2 MMOIIB/KT BOJBI [Steele et al., 2004]
8 Mec. |7 MMOIIB/KT BOJIBI [Steele et al., 2004]
R. rhina MBIILILIBI 20—67 MMOJIB/KT [Laxson et al., 2011]
R. stellulata MBIILILIBI 0.1 MMOITB/KT [Laxson et al., 2011]
Scyliorhinus canicula ~ MbIIIIIBI 47 MMOJIB/KT BOJIBI [Robertson, 1989]
miazma 2 MMOJIB/KT BOJIBI [Robertson, 1989]
\Somniosus pacificus MBIIITITBI 13 MMOJIB/KT [Laxson et al., 2011]
Squalus acanthias MO3T 50 MMOJIB/KT [Bedford et al., 1998b]
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Ocmonur Bun TkaHb Copnepxanue JlutepaTypHbIil HICTOUHHUK
Osmolyte Species Tissue Content Reference
MBITIIIBI 5 MMOJIB/KT BOJIBI [Yancey, 2001]
70 MMOJIB/KT [Laxson et al., 2011]
100 MMOJIB/KT BOJIBI [Robertson, 1975]
MeYeHb 10 MMoOMB/KT [Bedford et al., 1998b]
razma 9 MMOJIB/KT BOJIBI [Robertson, 1975]
[peKTaNbHas JKeme3a|S MMOJIB/KT BOJIBI [Yancey, 2001]
cepare 10 MMOJTB/KT BOJIBI [Yancey, 2001]
35 MMOJIB/KT [Bedford et al., 1998b]
Torpedo californica MBIIIIITBI 25 MMOJIB/KT [Laxson et al., 2011]
GPC \Raja erinacea MBIIIIITBI 0.9 MMOJIB/KT BOJIBI [Steele et al., 2005]
MeYCHb 7 MMOJIB/KT BOJIBI [Steele et al., 2005]
SMOpHOHBL: 4 Mec. |1.1 MMOJIB/KT BOJTBI [Steele et al., 2004]
8 mec. |1.8 MMOJIB/KT BOJIBI [Steele et al., 2004]
Squalus acanthias MO3T 10 MMOJB/KT BOJIBI [Yancey, 2001]
CapkosuH |Himantura signifer MBIIIILIBI <1 MKMOJB/T [Treberg et al., 2006]
Sarcosine
Leucoraja ocellata MO3T 10,6 MKMOJIL/T [Treberg, Driedzic, 2007]
TeMHbIC MBIIIIEI (0.7 MKMOJIB/T [Treberg, Driedzic, 2007]
OCITbIC MBIIIIIIBI 16 MKMOIB/T [Treberg, Driedzic, 2007]
MeYCHb - [Treberg, Driedzic, 2007]
MTOYKH 0.7 MKMOJIB/T [Treberg, Driedzic, 2007]
Cele3cHKa 2.1 MKMOJIB/T [Treberg, Driedzic, 2007]
cepaLe - [Treberg, Driedzic, 2007]
\Potamotrygon motoro  [MBIIIIIBI <1 MKMOJIB/T [Treberg et al., 2006]
Raja erinacea MBIIIILIBI 32 MMOJIB/KT BOJIBI [Steele et al., 2005]
MCYCHb 0.37 MMOJIB/KT BOJIBI [Steele et al., 2005]
PMOpHOHBL: 4 Mec. [0.3 MMOJIB/KT BOABI [Steele et al., 2004]
8 mec. |3.8 MMOJIB/KT BOJIBI [Steele et al., 2004]
Xumepsl / Chimaeriformes
TMAO Callorhyncus millii MBIIIIIIBI 60 MMOJIB/KT BOJIBI [Bedford, 1983]
18 MMOJIB/KT [Bedford et al., 1998a]
MeYCHb CI1e bl [Bedford et al., 1998a]
mia3ma 50 MM [Bedford, 1983]
cepre 18 MMOIB/KT [Bedford et al., 1998a]
DPUTPOLMTHI 40 MMOJIB/KT BOJIBI [Bedford, 1983]
Chimaera monstrosa miazma - [Robertson, 1976]
MBIIIIIIBI 190 MMOJIB/KT BOJBI [Robertson, 1976]
\Hydrolagus colliei MBIIIITIBI 180 mr azota/100 T [Dyer, 1952]
121, 134 MxMOJIB/T [Norris, Benoit, 1945]
130-161 mmomw/kT [Laxson et al., 2011]
CBIBOPOTKA 7 MKMOJTB/T [Norris, Benoit, 1945]
mia3ma 4 MM [Anderson et al., 2012]
berann Callorhyncus millii MBIIIITIBI 61 (BOXKX), 70 (SIPM) mmonb/kr |[Bedford et al., 1998a]
Betaine
cepre 59 (BOXKX), 66 (SIPM) mmonb/kr |[Bedford et al., 1998a]
MeyeHb 49(BOXKX), 60(sIPM) mmonb/kr |[Bedford et al., 1998a]
MO3T 71 (BOXKX) MMomB/KT [Bedford et al., 1998a]
MOYKH 47 (BOXX) MmMois/Kr [Bedford et al., 1998a]
Hydrolagus colliei MBIIITITBI 60—81 MMOIB/KT [Laxson et al., 2011]
enaxanToobpasueie (Coelacanthiformes)
TMAO Latimeria chalumnae MBIIIITIBI 290 MMOJIB/KT BOJIBI [Lutz, Robertson, 1971]
CBIBOPOTKA 109 MM [Lutz, Robertson, 1971]
122 MM [Griffith et al., 1974]
IIpumeyanue. “—” — HET JaHHBIX.
Note. “—” — not date.

1.1.5.1. Conep:xxkanue TMAO B TKaHSIX
MOpcKHX xpsmeBbIx pei0. Conepxanue TMAO
B TKaHSIX MOPCKHX 3JIa3MOOpaHXUH MpUOTU3U-
TEJHHO CBSI3aHO C COAEP)KAaHNEM MOYEBHHBI Yepe3

cooTHomIeHne 1:2, XOTs OT 3TOT0 3HAYEHUS BCTpe-
YaroTCs OTKJIOHCHHS CBS3aHHBIC, HAIPUMED, C TITy-
OouHol oOuTanwms [Yancey, Somero, 1979; Yancey
et al.,, 1982; Yancey, 1985; Treberg et al., 2006;
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Bockus, 2016]. B otnmraune ot MmodeBuubl, TMAO
MaJI0 TPOHUKAECT Yepe3 KIIETOUHble MeMOpaHbI
ama3Mo0paHXuid, 8 3HAYUT, OKA3bIBACT CYIIECTBEH-
HOe ocMoTHueckoe naBieHue Ha Hux [Kleinzeller,
1985; Goldstein, Kleinzeller, 1987].

Bonemie Bcero TMAQO comepXUTCS B MBIIII-
nax, cogepxkanne TMAO B Jpyrux TKaHAX
(cepmrte, MO3r, IeYeHb, PEKTAIBHAS JKejie3a) He-
CKOJIBKO CHIDKAETCS, 33 CUET UCIIOJIb30BAHUS APY-
THX OCMOJIUTOB, TJIABHBIM 00pa3oM TaypHHa
[Yancey, 2001]. Omnako B MBIIIIaX €XOBOTO
ckara comepkanuie TMAQO He CTOJNb BEIHKO
(Tabmn. 1), ¥ cyIIeCTBEHHYIO pOJIb B OCMOPEryJs-
LUK UTPAIOT aMUHOKHCIIOTEI, B TOM YHCJIE CapKo-
3ud [Forster, Goldstein, 1976] (cMm. pasgen
“1.4. Capkosun”).

WHTEepecHO OTMETHTB, YTO CPEIH XUMEPO-
o0pa3HBIX  €CTh  HWCKJIIOYEeHHe. Y  PBIOBI
Callorhincus millii oOHapyXeHbI JHIIb HEOOIb-
mue (a B Mo3re — BOOOIIIE CIeI0BBIE) KOJTMYECTBA
TMAO B TKaH$X, ¥ TJIaBHYIO POJIb B MOJIEPKaHUN
BHYTPHUKJIETOYHOM OCMOJISIPHOCTH UIPAIOT APYTHE
OCMOJIUTHI, 2 UMEHHO OeTamH u TaypuH [Bedford
et al., 1998a]. Conepxxanne TMAO B ruiazme y xu-
Mep BapbUpPyeT B 3aBUCUMOCTH OT BHJIA: Y OJHHUX
BUJIOB OHO TAaK K€ BEJIMKO, KaK B CPEIHEM Y 3J1a3-
MOOpaHXuH, a y Ipyrux — majo (tadm. 1).

JlutepaTypHble JaHHbIE IO  BIUSHHIO
TMAO u MOYeBHHBI Ha aKTHBHOCTH ()EPMEHTOB H
(GyHKIMM OCIKOB y 3J1a3MOOpaHXUH XOPOIIIO OIH-
canbl B 0030pe oT Ballantyne [Ballantyne, 1997].
XoTst 001ast TEeHACHIUS TOBOPUT 00 WHTHOUPOBa-
HUM (EPMEHTOB MOUYEBHUHON M MPOTHBOACHCTBUU
TMAO sTomy nporieccy, B 0030pe OIMHUCAHBI TAKKe
(epMeHTaTHUBHbBIE CHCTEMBI, HHAYE pearnpyromme
Ha JJAHHBIE OCMOJIUTEI.

1.1.5.2. ®epMeHTBHI, CHHTE3UPYIOLIME
TMAO, y xpsameBbIX pbI0. KakoBbl HCTOYHUKH
TMAO B opranusme xpseBbix pe16? Bee anasmo-
OpaHXUM B TOW WM WHOM CTENEHH MOIy4aroT
TMAO w3 nuiy, OXOTSACh Ha JKEPTB, OOraThIX
TMAO. B panHee Bpems HccieqoBaTend IMoja-
rajy, 4To BCE OHU TaKXKe CIIOCOOHBI CHHTE3UPO-
BaTh JIaHHBIM OCMOJIUT. B ToA/Iepx Ky TaHHOM Tu-
MOTe3bl MPUBOJIWIOCH, HAalpUMeEp, OOHApy>KeHHE
cTaOMIBHO BbICOKMX ypoBHelh TMAO B sMOpHo-
Hax Oosbioro kanudopHuiickoro ckara Raja bin-
oculata [Read, 1968]. Celiuac m3BecTHO, YTO He-
CMOTps Ha BbIcOKoe coaepkanne TMAOQO B TkaHsX
371a3MOOPaHX M, YaCTh BUIOB CIIOCOOHBI CHHTE3H-
poBatb TMAO, a npyras 4acTh — JIMIITb IOTYYar0T
ero u3 numy. llognepxaHuio HY>KHOTO YPOBHS
TMAO cniocoOCTBYeT akTHBHasI ero peadbcopOIust
B moukax [Cohen et al., 1958; Yancey, 2001].

Dna3Mo0OpaHXuH, CHOCOOHBIE CHHTE3HPO-
Batb TMAOQO, mosy4aroT €ro u3 TpUMETHJIaMUHA
(TMA) mom neiictBueM (hIaBUH-CONEpIKaIIECH
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MoHOOKcHUTeHa3bl (PMO) — TpUMETHIIAMHHOKCH-
nasel [Ballantyne, 1997; Schlenk, 1998]. ITpu aTom
CYLIECTBYET J1Ba IIyTH NPEABAPUTENLHOTO CHHTE3a
TMA: HanpsMyI0 U3 XO0JlHHA (3a4acTyIO MOJ JIei-
CTBHEM KHINEIYHOW MHUKPOOHOTEHI), 1100 depe3 Oe-
TauH KaK WHTEPMEAHNAT, B MUTOXOHAPHUSIX KIIETOK
[Ballantyne, Fraser, 2012] (cM. pucyHOK).

Bockus mpoBen nHTepecHOe HCCIeIOBaHHE
3aBucuMocTH ypoBHS TMAO y pasHBIX 3i1a3Mo-
Opanxuii ot conepxkanusi TMAO B parone. OHO
MOKa3aJo, YTO aMEpPHUKaHCKas KyHbsl aKyJa, KOTO-
pas crmocoOHa cuHTe3upoBaTh TMAOQO, moamepku-
BaeT €ro YpOBEHb B IIa3Me HEM3MEHHBIM MPHU TTH-
TaHUM KOPMOM CO CHIKEHHBIM COAEp)KaHHEM
TMAO. OxHako pu 3TOM IMPOUCXOAUT CHIKECHUE
conepxanust TMAO B mpimiax. EsxoBbIit ckar, He-
criocoOHbIii Kk cuHTesy TMAQO, Tarkke mokaszan
HEW3MEHHBII  YPOBEHb  JITAHHOTO  OCMOIIUTA
B I1a3Me. DTO OOYCIIOBIEHO MEHBIINM COJIEpIKa-
HueM TMAO B KpoBH €KOBOI'O CKaTa, KOTOPBIH
1ojaraeTcsi He TOJNBKO Ha JAaHHBI OCMOIUT IJIst
OCMOPETYJISIIINY, HO TAKXKe Ha JpyTHe, HampuMep,
OeramH W TaypuH. Y KaTpaHa, KOTOpPBIA TaKxke
He criocoOeH cuHTe3upoBath TMAQO [Treberg,
Driedzic, 2002; Bockus, 2016], ero comepxanue
B IJIa3Me CHUKAJIOCh. BeposaTHO, BUIBI, HECTIOCO0-
Hble cuHTe3npoBaTh TMAQ, 06nanaroT KoMIeHca-
TOPHBIMU MEXaHU3MaMH IJid YJACpKaHUA Cro
YPOBHSI B TKaHSX NPU CHUKCHHOM COJNIEPKaHUHN
B IIMIIIC, TAKUMH KakK peaOdcopOlus B TOYKax MU
xabpax WM TepeMelIeHue MEXKAY TKaHEBHBIMH
mynamu. [Bockus, 2016]

HekoTopsie BubI, Takue Kak ycaras aKyia-
HsHbKa Ginglymostoma cirratum, MOTYT CUHTE3H-
poBats TMAO u3 xonuHa 0e3 yyacTusi KUIIEYHON
MUKpPOOHOTEI, O YeM CBHUETEIbCTBYET YCIIEIIHOE
npespamienie B TMAQO xonuHa, BHYTPHUBEHHO
BBEJICHHOTO phIOE, a TakKe B Cpe3ax ee IeUeHU
[Goldstein, Funkhouser, 1972].

HexoTtopsie BUaBI 11a3MO0OpaHXHii, crIOC00-
HBIE ¥ HECTIOCOOHbIe cuHTe3upoBath TMAO, mpu-
BeZieHbl B Tabnuue 2. OgHu aBTOPBI 00BICHSIOT Ta-
KO€ CIy4yailHOe paclpeieieHne CII0COOHOCTH
k cuaTe3y TMAO cpenu ama3mMoOpaHxuii ciydaii-
HOM Jenenueil TpeOyeMbIX AJIsi 3TOrO FEHOB y He-
KOTOPBIX BUAOB, KOTOpasi 3aKpenuiach B X 3BO-
moruu  Omarogaps 6oraromy TMAO pamuony
[Goldstein, Palatt, 1974]. Jlpyrue CKIOHSIOTCS
K (UIOTEHeTHYEeCKO TpaKTOBKE, MoJaras, 4To
cnocobHoctp k cuHTe3y TMAOQO xapaktepHa
JUTst G0JIee COBPEMEHHBIX OTPSIIOB XPSIIEBBIX PBIO,
takux kak Carcharhiniformes u Orectolobiformes.
A Oornee [OpeBHHE TpYyNIbl, Takue Kak
Chimaeriformes, Rajiformes u Squaliformes, mu-
IeHbI 3T0# criocooHocTH [Treberg et al., 2006].

Hexortopeie wuccnenoBarenu NpeANpUHU-
MajJi TIOTMBITKA M3ydaTh akTHUBHOCTE TMA-
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OKCH/Ia3bl Ha aJbTEPHATHUBHBIX CyOCTpaTax, Kak
JUMETWIAHWIMH U MeTHMa3oil. JlMMeTHIaHWINH
— anbTepHaTUBHEIN cyocTpat ®MO, To ecThb dep-
MEHTOB TOTO € KJjlacca, B KOTopbIi BxoauT TMA-
okcuaasza. Ero npumMeHeHue ncTopudecku CBsi3aHo
C HCCIENOBaHMUSAMHU TOMOJIOTMYHOTO (epMeHTa
MJIEKONHUTAIOMINX, JETOKCH(PHUIMPYIOMIETO UyKe-
ponusie amuHb [Goldstein, Dewitt-Harley, 1973;
Schlenk, Li-Schlenk, 1994]. Okucnenne muMeTH-
nannianHa OPMO KOHKYPEHTHO WHTHOHMpYeTCs
B npucytctBun TMA [Schlenk, Li-Schlenk, 1994].
OpHako  perucTpauusi IUMETHIAHWINH-OKCH-
nasHOH W MeTuMason-okcupasHod  [Treberg,
Driedzic, 2006] akTHBHOCTH HE BCEra KOppeiu-
pyer ¢ TMA-okcugazHo# akTHBHOCTHIO. Hampu-
Mep, XOTsI BO MHOTMX paboTax KaTpaH YIOMHHa-
€TCs KaK BHJ, HECIOCOOHBIH kK cuHTesy TMAQO
(Tabn. 2), B TedYeHW KaTpaHa PErUCTPUPYETCS

(epMEHTATHBHOE OKHCJICHUE JIMMETHIIAHWIHHA
[Schlenk, Li-Schlenk, 1994]. B apyroii pabote
ObUTIO 0OHApPYKEHO OKHCICHHE MUKPOCOMaMH Iie-
YeHH 3UMHETO ckarta Leucoraja ocellata metnma-
30714, HO IIPH 3TOM HUKAaKHUX CBUAETEIHCTB CHHTE3a
TMAO u3z TMA. BeposiTHo, HEe Bce 31a3M0O0paH-
XHUH 00JIaJIAaI0T UMEHHO To# nzogopmoit ®MO, ko-
topas okuciusier TMA mo TMAO [Treberg,
Driedzic, 2006].

OTMe4eHo, 4TO TpU HEAOCTATOYHOM IIO-
crymieann TMAO c nunmieit opraHu3M MOKET Bpe-
MEHHO TEepPEeKIIOYNTbCS Ha JAPYrod OCMOINT,
Hanpumep, Oerann [Bockus, Seibel, 2018]. Ilo-
npobHee o0 MexaHm3Mmax OwocuHTesa TMAO
y 37a3Mo0paHXuii MOKHO Y3HATh B 0030pe ot Bal-
lantyne, Frazer, mocBsimeHHOM JaHHOMY TaKCOHY
pw16 [Ballantyne, Fraser, 2012].

Ta6auna 2. HekoTopsie BUIBI 2J1a3MO0OpaHX M, CTIOCOOHBIC U HecrIocoOHbIe K cuHTesy TMAO u3z TMA

Table 2. Some elasmobranch species, capable and incapable of synthesizing TMAO from TMA

Bunsl, cunresupyromue TMAO
Species synthesizing TMAO

Bunpl, HeciocoOHbIe cuHTE3UpOoBaTh TMAO
Species incapable of synthesizing TMAO

Kamudopruiickas xyHbs akyna, Mustelus californicus
[Baker et al., 1963]

AwmepuKaHcKas KyHbs akyna, Mustelus canis
[Bockus, 2016; Bockus, Seibel, 2018]
VYcaras akyna-HsHbKa, Ginglymostoma cirratum

[Goldstein, Funkhouser, 1972; Goldstein, Dewitt-Harley,

1973]

JlumonHas akyna, Negaprion brevirostris
[Goldstein, Dewitt-Harley, 1973]
KopuuneBononocas komaubs akyia, Chiloscyllium
punctatum [Treberg et al., 20006]

Karpan, Squalus acanthias [Baker et al., 1963; Goldstein
et al., 1967; Goldstein, Dewitt-Harley, 1973; Treberg,
Driedzic, 2002; Bockus, 2016; Bockus, Seibel, 2018]
Bonpmmoit kanmudopHuiickuit ckart, Raja binoculata
[Baker et al., 1963]

Kanudopuuiickuii ratoc, Torpedo californica

[Baker et al., 1963]

EsxoBeiii ckar, Raja erinacea [Goldstein and Dewitt-Har-
ley, 1973; Bockus, 2016; Bockus and Seibel, 2018]
[TatuucTas xomouas akyna, Squalus suckleyi

[Deck et al., 2016]

Bonbmoit 3umHnNit ckar, Leucoraja ocellata

[Treberg et al., 2006; Treberg, Driedzic, 2006]

Uepnas cobauss akyna Gabpunmyca, Centroscyllium
fabricii [Treberg, Driedzic, 2002]

XBocrtokon, Dasyatis sabina [Treberg et al., 2006]

AMepuKaHCKU# XBOCcTOKOM, Dasyatis americana
[Goldstein, Dewitt-Harley, 1973]
XBocToKoJI-ruManTtypa, Himantura signifier
[Treberg et al., 2006]

I'ma3uatslii xBocToKOIN, Potamotrygon motoro
[Treberg et al., 2006]

1.1.5.3. Tpancnoptr TMAO mexay cpe-
JaMH OPraHu3Ma y MOPCKHX XpSAIIEBBIX pbIO.
Kak wnmMenno mnpoucxomutr mnepenoc TMAO
B KJIETKM ¥ U3 HUX? V3ydeHne MexaHu3Ma TpaHcC-
mopta TMAO B spuTponuTax KaTpaHa MoKa3alo,
YTO HPU THIIOOCMOTHYECKOM cTpecce (IpUBOJS-
LIEM K OTEKaHHUIO KJIETOK) JaHHBIH OCMOJIHT BBIXO-
IUT U3 KIIETOK Yepe3 TOT K€ KaHaJ-TIepeHOCUUK,
yTto U TaypuH [Koomoa et al., 2001]. [dpyrue as-
TOpBI, MPOBOJS HCCIEIOBAHME HA JPUTPOLMUTAX
KaTpaHa in Vvitro, IpULIN K BBIBOJY, YTO CYIIE-
cTByeT nBa Tuma TpaHcnopra TMAO depes
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KJIeTOYHyr0 MeMmOpaHy: Na'-3aBucumbii 1 Na'-
HE3aBUCHMBIH, MPUYEM TpPU TUIOTOHHYECKOM
CTpecce akTUBUPYETCsl MIMEHHO nocineqHuid. Takum
o0pazom orTok TMAQO U3 3pUTPOLUTOB MIPH TUTIO-
OCMOTHYECKOM CTPECCE 3aITyCKaeTCsl TIPH ITOBBIIIIe-
HUM 00BbEMa KIIETOK, a HE KOHIEHTPALMH HOHOB
Hatpus [Wilson et al., 1999].

1.1.5.4. H3menenune KOHI[EHTPaluHu
TMAO npu agantanMax MOPCKHX XpSIIIEeBbIX
pPbI0 K pa3Iin4HO coJIeHOCTH cpeabl. EcTh psafg
paboT, PEerHCTPUPYIOIINX CHIDKEHHE KOHIIEHTpa-
mmn TMAO B pasnuyHBIX TKaHAX MOPCKHX
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3J1a3MOOpaHXuil MIPH ajmanTariy K pa30aBiIeHHON
MOpPCKOH Bome (THITIOOCMOTHYECKHH CTpecc):
y €XKOBOTO CKaTa B MBIIILAX, IJIa3Me U 3PUTPOLHU-
Tax, 50% SW [Goldstein, Forster, 1971; Forster,
Goldstein, 1976], B MpImax, HO HE B IICUEHH,
75% SW [Steele et al., 2005]; B sMOproHax exo-
Boro ckara, 75% SW [Steele et al., 2004]; y 3um-
HEro ckara B ImasMe u sputporurax, 50% SW
[Sulikowski, Treberg, 2003]; y xaTpaHa B miazme
1 kabpax CyIeCTBEHHO, a B MBIIIAX 1 3PUTPOLHU-
Tax B manoi crerenu, 70% SW [MacLellan et al.,
2015]; y numonHO# akymnsl Negaprion brevirostris
B mra3zme, 50% SW [Goldstein et al.,, 1968];
y aKyJnbel-nonatel Sphyrna tiburo B CHIBOPOTKeE,
20%o [Mandrup-Poulsen, 1981]. V exoBoro ckarta
TIPH ATOM TIpeo0IagaeT KOHIICHTPAIHUS CBOOOTHBIX
AMHHOKHCIIOT, YTO TOBOPHT 00 UX, HApAIy C MOYe-
BHHOM, OCHOBHOM POJIU B KAUECTBE BHYTPUKIIETOU-
HBIX ocMomuToB [Forster, Goldstein, 1976].
Kcratu, nHTEpecHO OTMETUTH, YTO B dMOpPHOHAX
exoBoro ckara kosmeHtpamus TMAO cyme-
CTBEHHO BHIIIIE, Y€M B MBIIIIAX U B IUIa3Me B3pOC-
JIOT'O CKaTa, YTO TOBOPHT O OOJIbIIEH POJIK JAHHOTO
OCMOJITa Ha SMOPHOHAIBHBIX CTAIUSIX Pa3BUTHUS
[Steele et al., 2004]. Bce 3TO CBHUAETEIHCTBYET
B onb3y poid TMAQO Kak COBMECTUMOrO OCMO-
JUTa UL TOJJIEPKaHUsI BEICOKOW OCMOJISIPHOCTH
0e3 Bpena Ui BHYTPUKIIETOUHBIX MAKPOMOJIEKYIL.

ITo w3menenuto ypoBus TMAO, Hapsgy
¢ MOp(HOJOTHUECKUMHA ¥ JAPYTUMU OHMOXMMHYe-
CKUMH JIAHHBIMH, MOYXKHO CYJIUTh O TIPUCTIOCOOJICH-
HOCTH pbIOBI K WM3MEHEHHIO COJEeHOCTH. Tak,
no nanHeIM Cooper, Morris, y aBcTpaIuicKoi Obl-
ubeit akybl, Heterodontus portusjacksoni, TMAO
B IUIa3M€ CHWXKAJICS TIPH JUTHTEIHHON afanTarun
K COJIOHOBATOW BOJE, B OTIMYHE OT OOBIKHOBEH-
HOTO TpHUTOHOIITEpa, Trygonoptera testacea, y Ko-
TOPOTO 3HAYECHUS HE OTIIMYAIHCH OT KOHTPOJIBHBIX.
Y Heterodontus portusjacksoni aBTOpbl HaOJIO-
Jany Takxke cHmxenne ypoHs TMAO u B aputpo-
nutax. CrenoBarenbHO, aKylia XykKe aganTupy-
€TCsl K CHIDKEHHOW COJICHOCTH, YeM cKat (HaOIro-
JTAeTCS TEMOIMITIONHS ). DTO MPUBOIUT K TOMY, UTO
H. portusjacksoni He 3aX0JUT TaK NaJIeKO B YCThs
PEK, KaKk 3To MOXET AenaTh Trygonoptera testacea.
3ametHo Oosiee HU3KHH ypoBeHh TMAO B ma3me
CKaTa, YeM Y aKyJibl, CBUJIETEIILCTBYET O BEPOSITHO-
CTH MPEUMYIIECTBEHHOTO UCIIOL30BAHUU JPYTHX
OCMOJIUTOB, Hampumep, amuHOkucioT. [Cooper,
Morris, 1998]

B psne paGot Takke ObUIO 3aperHCTPUPO-
BaHo noBbiieHne TMAO mpu aganTanuu K Ture-
POCMOTHYECKUM YCJIOBHUSIM: B CBIBOPOTKE KpPOBHU
akynbl-ionathl, 40%o0 [Mandrup-Poulsen, 1981];
B MBITIIax 3uMHEro ckara, 130% SW [Treberg,
Driedzic, 2007].
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Deck ¢ coaBTopamu He OOHAPYKUIH CYIIle-
CTBEHHBIX W3MEHEeHW# coaepxkanus TMAO
B IUIa3Me MATHUCTOW KOMIOYeH akynbl, Squalus
suckleyi, nipu 24-qacoBoii anantanuu K 130% Mop-
ckoil Boje. BeposTHO, MpUYKMHON 3TOr0 CTaid TOT
(hakT, 9TO PBHIOBI TOJOMANM B TECUCHHUE DKCIEPH-
MeHTa H, Oyay4d HECNOCOOHBIMH K CHHTE3Y
TMAQ, HE CMOINM TOBBICUTH €r0 YPOBEHb 0e3
BHEIIHET0 MCTOYHWKA. B JaHHOM HccienoBaHUU
conepxanue TMAOQO B m1azMe Takke HE MEHSIIOCh
MIPH afjanTalyy K BOAE CO CHIKEHHOU COJICHOCTBIO
(70% SW) [Deck et al., 2016].

1.1.5.5. TMAOQO y 3BpHUraJJMHHBIX U Npec-
HOBOJHBIX XPSIIEBBIX PbI0. DBpUTATUHHBIE U
IIPECHOBOHBIC 3JIa3MOOPaHXIH, TaKHe KaK TYIO-
peutas akyna Carcharhinus leucas M XBOCTOKOI
Dasyatis sabina, B IpecHO# BOJE SBJISIOTCS aM-
MOHHUOTEITNYECKUMHU, KaK KOCTHUCTBIE PBIOBI, U
KoHLeHTpauu MoyeBUHbI 1 TMAO B ux miaszme
HU3KH. Ho mpu mepeHoce B MOPCKYIO BOAY OHH
HAYMHAIOT HakamuBath MoueBuHY u TMAO.
[Hammerschlag, 2006; Edwards, Marshall, 2012]
Hanpumep, Obia 3adukcupoBaHa MOJOKUTENb-
Has Koppemsauus ypoBHI TMAO c COJI€HOCTBIO
Cpenbl y CIEAYIONINX DJBPUTATHHHBIX 3JIa3MO-
OpaHXWi: y MOJOABIX TYMOPBUIBIX  aKyll
Carcharhinus leucas, B mna3me W 3pUTPOLUTAX,
akknmumatm3aius Kk 75% wu 100% SW [Pillans
etal., 2005; Pillans et al., 2006]; y B3pocibIx
C. leucas, BBIJIOBICHHBIX B MOPCKOH BOJIE U B 3C-
Tyapusix, B ceiBopoTke [Thorson et al., 1973];
Yy aMepHKaHCKOTO XBOCTOKOJIA Dasyatis
americana B MBIIIIAX, B TUIa3Me U SPUTPOIUTAX,
akkauMartu3aiusg kK 50% SW [Forster, Goldstein,
1976]. Ilpu stom conepxanne TMAO B spurpo-
uutax Carcharhinus leucas oyenp maio, ~1 MM
(Tabma. 2), 94TO MO3BOJISET MPEAIOIOKUTE 0O0JIb-
HIYIO POJIb AMUHOKHCIIOT B MOJAJEPKAHUH OCMO-
TSpHOCTH AaHHBIX KieTok [Pillans et al., 2006].

Hdpyroii »BpuranuHHelii BUL Himantura
signifer, MPEUMYIIECTBEHHO OOMTAIONINI B Tpec-
HOM BOJIe, COXpaHseT CyIIECTBEHHBIN YPOBEHb MO-
YEBUHBI, YTO MOXKET OBITh CBA3aHO C HEOOXOIMMO-
CTBHIO MOUYEBHHBI JUI HOPMAIbHOW (DYHKIIUM HEKO-
TOPBIX crenn(uIecKux AJs d1a3MoOpanxuil Oei-
koB [Ballantyne, Fraser, 2012]. IIpu 3ToM ypoBeHb
MOUYEBHHBI BCE PABHO CHW)KEH 110 CPABHEHHIO C Ta-
KOBBIM TIpW aJlanTaliu K 0ojee COJCHOW BOJXE, U
HU B IIPECHON, HU B MOPCKOH BOJIE B MBIIIIIAX U Iie-
yenn H. signifer e Obuio oOHapyxeHo TMAO
[Tam et al., 2003].

EnuHCTBEeHHBIMM M3BECTHBIMH 3J1a3MOOpaH-
XHSMH, OOUTAIOIIMMH OCTOSHHO B IIPECHOH BOJIE U
HECIIOCOOHBIMHU aJIAlITUPOBATHCSI K MOPCKOM BOJIE,
ssieTcst pox Potamotrygon [Evans, 2011]. Ouu
TaKOKe OTIMYAIOTCS HU3KHUM YPOBHEM MOYEBHHBI
[Thorson et al.,, 1967, Griffith et al.,, 1973] u
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MIPAaKTHYECKA TOJMHBIM  OTcyTcTBHEM TMAO
[Thorson et al., 1967; Thorson, 1970]. DBpuranux-
HBIE ¥ IPECHOBOAHBIC 3J1a3MOOpaHXuH OOJIbIIE HC-
MOJIL3YOT AMHUHOKHCIIOTBI, YeM METHJIAMUHBI, TIPH
a/IanTalyy K MOBBIIEHHOH coneHocTtH [Ballantyne,
Fraser, 2012].

1.2. Berann (rammuHbéeramn). Xots Oe-
TanH (TPUMETHITIUIINH, TIHIWHOSTanH) HE MO-
KET 00pa30BBIBATH MENTHUIHON CBSI3HU, 3TO COEIH-
HEHHE I10 CBOCH CTPYKTYpE MOKHO CUUTATh U Me-
TUJIAMHUHOM, H aMI/IHOKPICJIOTOI;'I'

H,C” O

[loMumO ponmu B OCMOpETyYISLIUHU, OeTanH
BBITIOJIHSIET B OPraHU3MaX YKUBOTHBIX LIEJBIH PSII
poJieii, yyacTBys B MeTabOIM3Me JUMHUIOB, Yriie-
BOJIOB, aMHHOKHUCIIOT 1 O0enkoB. OH BBICTYIAET pe-
TYJISTOPOM TPAHCKPHUIILIMU T'C€HOB 4epe3 BIUSHHE
Ha MetwimpoBanue JIHK [Figueroa-soto, Valen-
zuela-Soto, 2018].

1.2.1. Ilpunnun Bo3aelicTBHA OeTamHa
Ha OMoJIoTHYecKHe MAaKpoMoJiekyabl. CoBMme-
CTHMbIC OCMOJIMTBI, TAKHE KaK aMHHOKHCIIOTHI,
HE B3aMMOJICHCTBYIOT HEMOCPEICTBEHHO C MaKpO-
MOJIEKyJIaMH, HaIPpAUMeEp, ¢ OeTkaMu, HO HalpPOTHB,
CIOCOOCTBYIOT TPEHUMYIIECTBEHHON T'HIpaTaIliu
OenmkoB. Arakawa um Timasheff cBs3pBatoT 3TO
CBOWCTBO COBMECTUMBIX OCMOJIMTOB C IIOBBIIIE-
HUEM MTOBEPXHOCTHOTO HATSDKEHHSI BOJIBI, KOTOPOE
B CBOIO OU€pe/Ib TEPMOTUHAMUYUCCKHU OIaronpusT-
CTByeT Oojiee CBepHYTOH (a 3HAUMT, HATUBHOM, a
HE JICHATYpHPOBaHHOH) KoH(popmaiuu Oenka,
HUMEIOIIEH MEHBINYIO TUIONIAh KOHTAKTA C BOJOU
[Arakawa, Timasheff, 1985]. Ograko oHHr xe OT-
MeYaloT, 4To OeTanH, B OTIMYHE OT APYTHUX AMHHO-
KHCJIIOT — COBMECTHUMBIX OCMOJIUTOB, HE TIOBBI-
I1aeT MOBEPXHOCTHOE HATSDKEHHUE BOJIBI, HO TAKKE
CHOCOOCTBYET MPEUMYIIECTBEHHOW THIpaTaiyun
MaKpOMOJIEKYJIbI, IPUBOJIS K CTAOWIIN3aINH €€ Ha-
TUBHON KOH(OpMAIu. ABTOPBI CBA3BIBAIOT 3TO
CBOHCTBO ¢ ruipodoOHOCThIO OeTanHa [ Arakawa,
Timasheff, 1983]

Ha ceii nenp, onHako, U3BECTHO, YTO TJIH-
UMHOETanH B PacTBOPE HAXOOUTCS B CHIIBHO TU-
pPaTHUPOBAaHHOM COCTOSIHUM, a TaKXKe CBS3BIBACT
MIPUCYTCTBYIOIIHE B pacTBOpe HOHbI coneld. CoBpe-
MEHHBIE aBTOPHI OOBACHSIOT €r0 CTaOMIU3UPYIO-
1iee gelicTBre Ha Oeku uMeHHO 3TuM [Fedotova,
Kruchinin, 2017; Fedotova, 2019]. Kpome Toro,
Jpyrue COBPEMEHHBIE aBTOPHI OTMEYAIOT, YTO Oe-
TauH BCE XK€ MOBBIIIAET OBEPXHOCTHOE HATSIKe-
Hue Bojwl. [Liao et al., 2017] Ha done 3Tux pasHo-
[JIACHH B TIOCJICAHUE TOMABI MOSBUIICS LENBIA Psil
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MyOJIUKAIMi, MOCBAIICHHBIX BO3IACHCTBHIO OeTa-
WHA Ha CTPYKTYPY BOJIBI M THIpPATHBIE 00OIOYKH
pasnmuunbix Monekyn [Fedotova, Kruchinin, 2017,
Fedotova, 2019; Stasiulewicz et al., 2020].

1.2.2. Bausinme OGeramHa Ha CTa0WIb-
HOCTb U PyHKIMU ()epPMEHTOB, 0€JIKOB U APYTUX
MakpomoJiekyJ. JlelicTBue OeTanHa Ha KOHKPET-
Hble (epMeHTHI, Kak U B cirydae TMAO, OpiBaeT
paznmaHabiM. OTMedeHa TeMmrepaTypHasl CTa0mIIn-
3anust pepmenta PHKasei-A [Burg, Peters, 1998;
Samuelsson, 2005], a Takxke akTuBanus QpepmeH-
TOB THpYyBaTKWHA3bl [Yancey, Somero, 1980;
Yancey, 1985; Burg et al., 1996], kpeaTuHKHHA3HI
[Yancey, Somero, 1980], rmyTamMaTaeruaAporeHassl
W JaKTaTAeruaporeHassl [Yancey, Somero, 1980]
B IPUCYTCTBUM MOYEBHHEI TOJ JIeHCTBHEM OeTa-
uHa. beranH He TONbKO 00JagaeT CIOCOOHOCTHIO
3aIUIIaTh OEIKA OT JCHATYPUPYIOLIETO NEHCTBHS
MOYEBHHBI, CHIDKas ee THIPOo(OOHOE CBI3BIBAHUE
¢ OeNKaMM, HO €ro CTa0WIM3UPYIONUi Oenku 3¢-
(dexT ycunuBaeTcs B TPHUCYTCTBUHM MOYEBUHBI
[Kumar, Kishore, 2014]. Singh c coaBTropamu
B CBOEi1 0030pHO cTaThe OTMEYAIOT, YTO CTAOUIIH-
3upyloliee jaelcTBue OeTamHa Ha OENKU CeJeK-
THUBHO, M HEKOTOPBIE U3 HUX, HAIIPOTHUB, ECTa0H-
TU3UpPYIOTCS B ero mpucytcTtBuu [Singh et al.,
2011]. Beraun Takxe yiydiiaer padboTy ¢pepMeH-
TOB TAIOQUTHBIX PACTEHUH MPH NEHCTBUU BBICO-
KO HOHHOH CHJIBI, HO HE OKa3bIBAa€T aHAJIOIHY-
HOTO JICHCTBHA Ha (PepMEHTHI MIICKOMHTAFOIINX
[Pollard, Wyn Jones, 1979].

berann mmeer CBOWCTBO CTaOMIIM3UPOBATH
HE TOJIBKO OEJKH, HO W JIMIHJHBIE MEeMOpPaHBI
[Rudolph et al., 1986]. Ho npu 3ToM B BBICOKUX
KOHIIEHTpAIUsAX OeTaWH [ecTaOWIM3upyeT He-
oucnoitapie nmunocomsl [Singh et al., 2011].

1.2.3. Poau GeTanHa B OpraHu3Me M €ro
omnocunTe3. Kak u 115 Apyrux METHIAMUHOB, H3-
BeCTHa poIlb OeTanmHa B aJanTaliy TTyOOKOBOI-
HBIX )KUBOTHBIX K THJIPOCTATHYECKOMY JABJICHHIO.
OnHako, B 3TOM OTHOIIEHHH 00Jiee CHIIbHBIM TIPO-
texkTopoM sBisiercs TMAO [Yancey et al., 2002;
Yancey et al., 2004; Yancey et al., 2017], u conep-
KaHue OeTauHa B MBIIIIAX XPAIEBBIX PHIO HE KOP-
penupyet ¢ riryouHoit oburtanus [Laxson et al.,
2011]. HexoTopsle AaHHBIE Ja)e MPOCIEKHUBAIOT
00paTHYIO 3aBHCHMOCThH YPOBHsI O€TanHa B MBIIII-
[ax XpsIIEBBIX PBI0 OT TIYOWMHBI WX OOWTaHUS
[Yancey et al., 2017]. Ilo-BuauMomy, ¢ TOBBIIIIE-
HUEM TIYyOMHBI MHHOPHBIE OCMOJIMTHI XPSIIIEBBIX
pBIO, TakWe Kak OeTamH W CapKO3WH, 3aMEHSIOTCS
Ha TMAO.

BuocunTes OetanHa y >KUBOTHBIX IPOHUCXO-
JIT U3 XOJIMHA TI0J1 JIEUCTBHEM JIBYX (pepMEHTOB:
XOJMHACTHIPOTEHA3bl, & 3aTeM OeTanHalbJICTU/I-
neruaporesassl (cM. pucyHok) [Treberg, Driedzic,
2007]. beramn cuHTE3WpyeTcd B LUTOIDIa3ME |
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MHTOXOHIpHSIX KieTok [Figueroa-Soto, Valen-
zuela-Soto, 2018]. Ilo mMmerommMcs Ha ceil JIeHb
JTAHHBIM MOXHO TPEANOI0KHUTh, YTO BCE DJIA3MO-
OpaHXWM CIOCOOHBI  CHUHTE3MPOBAaTh  OCTaWH
[Treberg et al., 2006]. DTo KIIFOUYEBOE COEAMHEHNE
B MeTa0omm3Me XOauHa. Y XPSIICBBIX PHIO OCHOB-
HbIM MECTOM CHHTE3a OCTauHa SIBJISIOTCS MHTO-
XOHIpUM KIETOK TIedeHn W modek [Treberg,
Driedzic, 2007].

1.2.4. Posb GeTtanna kak ocmouura. B xa-
YeCcTBE COBMECTUMOTO OCMOJIUTA OETauH IIUPOKO
WCTIONB3YeTCsl OaKTepHusMu, OECTIO3BOHOYHBIMH,
pacTCHHSIMH UM B TMOYKaX MIICKOIUTAIOIIUX
[Felitsky et al., 2004; Fedotova, 2019].

XpsimeBble ppIObI HCITOB3YIOT OETarH B J10-
MOJTHEHHE K MX OCHOBHOMY ocMonnty — TMAO.
Hanpumep, onryTuMeie konnuecTBa 6etanHa 0OHa-
PYKMBaIOTCS B TKaHIX KaTpaHa. Y OONBIIOTO 3UM-
HEro cKara OeTanH MPEeNMYIIeCTBEHHO HaXOIUTCS
B OCNBIX MBIIIAX, & TaKXKe CEpAle, MOYKax H
mo3sre [Treberg, Driedzic, 2007]. beraun nmpeo6ia-
JAeT CpeAr OCMOIUTOB B MBIIIIAX Y IBPUTAIHH-
HOTO0 XBOCTOKONa Dasyatis sabina, a TaKXe COCTaB-
JISIET CYIECTBEHHYIO JI0JIF0 OCMOJIUTOB B MBIIIIAX
MOPCKOTO XBOCTOKOINA Taeniura [ymma u €XK0BOTO
ckara [Treberg et al., 2006]. OrmeueHo npeoba-
naHue OeTauHa Cpev BCEX METHIIAMUHOB B TKAHSAX
pBIOBI  OTpsima xumMepooOpasubix, Callorhincus
millii (Tabm. 1).

B sMOproHax €:x0BOTO cKata OTMEUEHO He-
KOTOpOE CHW)KEHHE ypOBHsI OeTawHa MpH ajarirta-
mu Kk 75% SW [Steele et al., 2004]. B o xe Bpems
y OOIBIIIOro 3UMHETO CKaTa CoJiepKaHue OeTanHa
B MBIIIIAX HE MOBBIMIAIOCH IIPH aIaNTallH K I10-
BoImieHHoM conenoctu (120 u 130% SW), a 3Ha-
YUT, y TaHHOW PHIOBI OETaMH HE UTPAET 3HAUNMOM
poiu B ocmoperyisiiuu [ Treberg, Driedzic, 2007].
Y 3BpUTAJIMHHOIO XBOCTOKONAa Himantura signifer
coJiep)kaHue OeTarHa B MBIIII[AX MTOBBIMIAETCS TIPH
nepeHoce u3 npecHoit B 50% SW. OnHako akTHB-
HOCTb CHHTE3UPYIOIIMX OeTanH (pepMEHTOB B Iie-
YEeHH IPY STOM He TIOBhIIIaiack. JInbo akTHBHOCTH
(hepMEeHTOB W TaK JOCTAaTOYHA, W €€ MOBBIIICHHS
He TpeOyercs, MO0 B CHHTE3€ YYacTBYIOT KaKue-
6o npyrue tkanu [Treberg et al., 2006].

1.3. 'munepodocdoxonun (GPC). I'nume-
podochoXoMH M3BECTEH KaK OJWH W3 TPEIIIie-
CTBCHHUKOB HeWpoMenuaTopa aleTHIXOJIUHA, W
MMOTOMY HCIONB3yeTCs B Tepanmuu 3a00JIeBaHUIA
HEPBHOW cHCTeMbl. B opraHu3me oH 00pasyeTcs
pu kaTabonusme dochosunuaos. OgHaKo Kpome
ponu B HepBHOU fesarenbHocTH, GPC Takke sBis-
€TCSl OCHOBHBIM OCMOJIMTOM B ITOYKaX MJIEKOITUTA-
romux [Somero, 1986].

Kak u gpyrue coBmectnmbie ocmonutsl, GPC
OKa3bIBaeT CTAOMIN3UPYIOIIEe ICHCTBIE Ha HEKOTO-
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pele (epMEHTHI, HAMpUMEpP: MUPyBaTKUHA3Y [Burg
et al., 1996] u PHKazy-A [Burg, Peters, 1998].
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VY pe16 ocmotuueckas ponbs GPC, mo-suau-
MOMY, HE CTOJIb BEJIMKA, KaK B [IOYKaX MIICKOIIHTA-
romux. Hebomnpmoe cogepxanne GPC oOHapyxu-
BaeTCsl B MO3re KaTpaHa, XOTS OHO CYIECTBEHHO
yCTymaeT OCHOBHOMY OCMOJIMTY XPSALIEBBIX PHIO
— TMAO, u taypuny [ Yancey, 2001]. ¥V exoBoro
ckara comepkanne GPC BbIIe B medeHH, deMm
B Mbimax [Steele et al., 2005]. 3adukcupoBano
cHxeHue koHneHrpauuu GPC B meueHu ex0BOro
cKara Ipu ajanTanuu k pasdasnennoit SW [Steele
et al., 2005], a Taxxe B SMOpHOHAX €XKOBOTO CKaTa
npu aganrtanuu Kk 75% SW [Steele et al., 2004].

depMeHT, paspylIarImui  TIunepodoc-
thoxoma — GPC:xomuabocdoamdcrepasa, HHTH-
OMpyeTcs B THIIEPOCMOTHYECKUX YCIOBHUIX, TAKMM
oOpa3zom mnoBsImast conepxkanue GPC B xinerkax.

1.4. Capko3un. Capko3uH — 3TO METHJIT-
JIMIIMH, BEUIECTBO, YYACTBYIOIIEE B METa0OIH3ME
rmnuHa. [laHHOE COeMHEHHE MO0 XUMHUYECKOMY
CTPOCHHUIO MO>KHO OTHECTU OAHOBPEMEHHO K JBYM
rpynmnamM: aMUHOKHUCIIOT U METHJIaMHUHOB.
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Kak u apyrue ocMOJIUTHI Kjlacca METHIIaMH-
HOB, CApKO3WH SBIIAETCS CTAOMIM3aTOPOM OEJIKOB.
[TokazaHo ero CBOHCTBO CIIOCOOCTBOBATH TIpa-
BUJIBHOMY (DOJIIUHTY OEJNKOB M MX YCTOMUHUBOCTHU
Kk nporeonm3y [Kumar et al., 2007]. Hampumep,
CapKO3WH MOXXET COXPaHATh aKTUBHOCTH (pepMeH-
ToB PHKa3er A u nam3onuma mpu TepMHUECKOM
Bo3zelicTBuM [Santoro et al., 1992], a Taxxe mu-
pYBaTKUHA3bl, KpEAaTHHKUHA3HI, JTAKTATIETUPOTe-
Ha3bl W TIyTaMaTJIeTUIPOTEeHA3bl B MPUCYTCTBUU
MOYeBHUHHI [ Y ancey, Somero, 1980].

CapKo3WH YacTO HUCIIONB3YETCsS B KadeCTBE
OCMOJTUTa MOPCKUMU XPSIIEBEIMH phiOamu. Y €X0-
BOT'0O CKaTa CapKO3MH Y4aCTBYET B OCMOPETYIISLIUU
BMECTE C JPYrUMH aMHHOKHUCIIOTaMH: OeTa-ajaHu-
HOM u TaypuHOM [Boyd et al., 1977; Treberg et al.,
2006]. Y GobITIoro 3MMHETO CKaTa CapKO3WH IIpe-
AMYIIECTBEHHO HAXOIUTCS B OCNBIX MBIIIIAX H
mo3re [Treberg, Driedzic, 2007] (tabm. 1).

[Ipu momemeHnn €xX0OBOrO CKara B pazdaB-
JIEHHYI0O MOPCKYI0 Boxy (50% SW) KoHIeHTparus
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CapKO3WHA B MBIIIIAX KPbLIa CYIIECTBEHHO CHIXa-
€TCs, YTO CBHJICTENILCTBYET O €ro OCMOTHYECKOU
POJM B TAaHHOM TKaHW. B nqpyrux TKaHsAx, TAKMX KaK
CepAlle ¥ SPUTPOIIMUTHI, CAPKO3MHA CYIIECTBEHHO
MEHBIIIe, U Ha TIEPBBIN TIaH BBIXOJT JIPYTHE CBO-
0oxaBIe aMHHOKUCIIOTHL. [Ipr aToM TMAO urpaer
MeHbIyr0 posib. [Boyd et al, 1977] Capko3un
TaKKe CHIDKAETCS B OMOPUOHAX €KOBOTO CKaTa TPH
amanTanyu K 75% SW [Steele et al., 2004].

[Ipu TMIIOOCMOTHYECKOM CTPECCE CapKO3HUH
BBICBOOOXKIACTCS M3 TKaHEH U METa0O0IU3UPYETCsI
B mmeuenw [Leech, Goldstein, 1983]. [loka3ano, 4To
MPU THIIOOCMOTHYECKOM CTPECCE MHUTOXOHAPUU
MEYCHU €XXOBOTO CKaTa OKHUCISIOT CapKO3MH

¢ OOJIBITICH CKOPOCTHIO, a TIPH OOJIBIIIX OCMOJISIP-
HOCTSIX — C MEHBIIIeH, YTO MO3BOJISIET HaKaIUTH-
BaTh JIAHHBIA OCMOJIUT C OCMOPETYJISITOPHOH Iie-
nbto [Ballantyne et al., 1986].

IIpu TUIIEPOCMOTHIECKOM cTpecce
(130% SW) y Gompmioro 3uMHET0 CKaTa HE OTMe-
4aJIoCh TECHICHIIMM K TOBBINICHUIO COJCPKAHHUS
capko3mHa B Mbimmax [Treberg, Driedzic, 2007].
BeposiTHO, OCMOpPErYJISTOPHYIO POJb B JAHHOH
TKAaHU BBIMOJIHSIOT JPYTUE OCMOJIUTHIL.

Bonpire naHHBIX 00 y4acTMW CcapKO3HMHA
B OCMOPETYISIIUA Yy PBIO BB MOXETE€ HaWTH
B IIpEABLAYILEM 0030pe, MOCBALICHHOM POJIH aMU-
HokucioT [Dwmnmosa, 2023 (Filippova, 2023)].

2. IEJIAKAHTOOBPA3HBIE PbIbbI

WuTepecHbIM ciydaeM SBISIOTCS JIaTUMe-
puu:  Latimeria, €IWHCTBEHHBIA  JOKWBILIWN
JI0 HAIlIMX JTHEW pOJl OTpsijia IeIaKaHTOOOPAa3HEBIX,
Coelacanthiformes. B crmy Majgo4nciieHHOCTH 3THUX
PBIO HCCIIeNOBaTENSsIM PEIKO YAASTCS TIOTYYUTh UX
TKaHU, ¥ JaHHBIE [0 METWIAMUHAM Y JIaTUMEpUit
OTpaHWYEHBl €TUHUYHBIMA WCTOYHHKAMH, TIOCBSI-
menHeiMd TMAO (tabn. 1). Jlatumepun nemoH-
CTPUPYIOT YPOBHM W MATTepHBI MeTabomm3Ma
TMAO, cxonHble ¢ 31a3MOOpaHXUsIMH, a HE C KO-
CTHCTBIMH pbIOaMu. Kak U XpsiiieBble, OHU Hakar-
JIUBAIOT MOYEBUHY B TKaH:X, U COOTBETCTBEHHO, HC-
no63y1oT TMAQ, 4T00BI KOMIEHCHPOBATH €€ TOK-
cuueckoe neiicteue [Yancey, 2001]. Eme B 1970-¢
ro/ibl TIPONIIOr0 BeKa Oblla OOHapy>KeHa aKTHB-
HocTh TMA-OKCHIa3pl B TIEYEHH JIATUMEPHUH
[Goldstein et al., 1973]. Bo3aMoxHO, 94TO TaTUMEPUHI
pa3BUIIM  TIOOOHYHD CHCTEMY OCMOPETYIISALUN

HE3aBUCHMO OT ama3MoOpanxuii [Yancey, 1985],
MOTOMY YTO 3acelliJIi MOpS B MHYIO T'€OJOTHYe-
ckyro amoxy [Lutz, Robertson, 1971], mmbo xe
YpeOoTeNMIHOCTE OblTa 00IIel aHIleCTpaTbHOM Yep-
TOH, KOTOpas oKazajach yTpaueHa B SBONIOLUH KO-
CTUCTBIX PBIO, KOTJa OHU 3aCEJSUTH MPECHBIE BOJIO-
emsl [Griffith et al., 1974].

U3BecTHO, 4YTO ABOSKOMBIIIALINE PHIOBI
(Dipnoi) Takke HakaruIMBalOT MOYEBHUHY B YCIIO-
BUsX 3acyxu. Ho exBa nm OynyT HakarumBaTh Me-
THJIAMUHBI JUTS TPOTUBOJCHCTBUS €€ HHTUOUPYIO-
mieMy 3¢dekry, Tak KaKk yrHeTeHHe MeTadonu3Ma
KaK pa3 U ABJSIETCS CTpaTeriuel BEbKUBaHUA (depe3
COXpaHeHHWe dHEPTUH) Ipu 3acyxe [ Yancey, 1985].
XOoTsT KOHKPETHBIX JaHHBIX TIO0 COJEPIKAHHIO
TMAO wnu Apyrux METHJIAMHHOB Yy 3THX PbIO
B JINTEPAType HANTH HE yAAIIOCH.

3AKJIIOYEHUE

Hcnonb3oBaHne METUIIAMUHOB SIBJISIETCS J0-
CTAaTOYHO JIPEBHEH YepTOH B SBOJIOLUH, IOSIBHB-
mieiics erie y 6eCrio3BOHOYHBIX, M MU3HAYAIBHO 3TH
COEIMHEHHS, BEPOSITHO, CITY>KWIIU ISl IETOKCU(H-
KallM a30TUCTHIX NPOAYKTOB oOMeHa. B nanbHei-
1Ie# BOJIOIMHY TPOSIBUIINCH APYTHE PO JAHHOTO
KJIacca OCMOJIUTOB, TaKHe KaK 3all[uTa OHOMOJIEKYIT
U KJIETOK OT BBICOKOW KOHIIEHTPALUH MOYEBHHBL,
BBICOKOTO THAPOCTATHYECKOTO IABJICHHUS, HU3KHUX U
BBICOKMX TEMIIEpATyp, & TAKXE BBICOKOM HOHHOMN
cuibl. [Ipu 3TOM HauOOMBIIYIO POJIb U3 BCEX OCMO-
JIUTOB KJlacca MeTHiaMuHOB urpaer TMAQO, koto-
POMY IOCBSIIEHO NOAABIIAOLIEe OOJIBIIMHCTBO UC-
crefoBanuid B juteparype. [lomnmo Hero, y poid
BCTPEYAIOTCSI TAKHE OCMOJUTHI-METHIAMHHBI KaK:
oerann, rmunepodochoxomma (GPC) u capko3uH
(oTHOCHTCS OJHOBPEMEHHO K METWIAMHHAM H
K aMUHOKHUCIIOTaM).

VY xpsimeBsix ppid Chondrichthyes, B wact-
HOCTH 371a3MOOpaHXUIl U XHUMEp, pa3BUIIACh TaKas
pOJIb METMIIAMHUHOB KaK MPOTHUBOIEHCTBHE TOKCH-
YECKOMY BJIMSTHHIO MOYEBHMHBI Ha OMOMOJIEKYJIBL.
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[lostomy wucnonszoBanue TMAO wu Oerauna
B OCMOPETYJISIMH Y HUX HAXOAUTCS B MPSIMOM 3a-
BHCHUMOCTH OT HX ypeotennyHocTu. [Ipu mpoumx
PaBHBIX JJISI XPAIIEBBIX PHIO XapaKTepHO COOTHO-
LICHWE KOHIIEHTpalMid METHJIAMHUHOB K KOHLICH-
Tpauuu MoueBUHBI 0kojI0 1:2. [To Tumy ocMoTHue-
CKUX aJlalTalfii XpSIIeBble PHIObI SBIAIOTCS Ya-
CTHUYHBIMH OCMOKOH(popMepamu. Hcnonb3oBanue
MOUYEBHHBI KAK OCHOBHOT'O OCMOJIMTa XapaKTEpHO
JUTSL XPSIIIEBBIX PHIO, OOMTAIONTNX B MOPCKOU BOJIE,
MIPECHOBO/IHBIC K€ PBIObI, TaKHe KakK IJ1a34yaTbli
XBOCTOKOJI U XBOCTOKOJI-TUMAHTYPa, HE SBISIOTCS
YPEOTEeNTNYEeCKNMHA M HE HAKAIIMBAIOT METHIIaMU-
HOB B TKaHsiX. [Ipn 3TOM, KaK M3BECTHO, MMOIABIS-
Iollee YHUCIO BHUIOB XPSAIIEBHIX PbIO 00MTaIOT
HMEHHO B MOpckoi Boze. HecMmoTpst Ha BaxHeE-
myoo poimb TMAO B ocMOperynsiud MOPCKHX
XPSIIEBBIX PBIO, HE BCE OHU CIIOCOOHBI CUHTE3UPO-
BaTh JaHHBII OCMOJIUT, MHOTHE MOIYYalOT €ro uc-
KITFOYUTENFHO U3 MHIIN. DBPUTAJINHHbIE 3JIa3MO-
Opamxuu, Ttakue Kak Carcharhinus leucas,
Dasyatis sp., B TIpeCHOH BoJE ABIAIOTCA
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AMMOHHMOTETTMUYECKIMY U HE HaKaIlIMBAalOT METH-
JIAMHHOB, HO B MOPCKOH BOJIC CTAHOBSITCS ypEOTe-
JMYECKUMH, M COJICP)KaHHE METHJIAMHUHOB B HX
TKaHsX MOBbIIAaeTcs. YTO KacaeTcss COOTHOUICHHS
KOHKPETHBIX METHJIAMHHOB, OCHOBHYIO DOJIb
Y MOPCKHUX XpsmieBbix peid urpaer TMAO, meHb-
mryto — OeranH. CylIecTBEHHOE COIepKaHHe cap-
KO3WHA XapaKTEePHO JUIsS CKATOB, KOTOPBIE HCIOIh-
3YIOT €ro Hapsay € MPOYMMU aMHHOKHCIOTaMH.
GPC urpaet posib MUHOPHOTO OCMOJIUTA Y Xpsllie-
BBIX PbIO, HaIIPUMEp, €KOBOTO CKaTa. XUMEpooo-
pasHble OTINYAIOTCS BUAOCTICIU(PHUIHOCTHIO COOT-
HOIICHHUS METHJIAMHHOB: Yy Takux, kak Chimaera
monstrosa n Hydrolagus colliei, npeoOnamaet
TMAO, ay Callorhincus millii — Getann. [ljia Tex
TPYII XPAIIEBBIX PHIO, KOTOPBIC HAKATUINBAIOT Tie-
PEUYUCIICHHBIC MCTUJIAMHHBI, IMOATBEPIKACHA IIPA-
Masi 3aBUCUMOCTh MX COJICPXKAHHS B TKAHSIX OT CO-
JICHOCTH CPEJIbI,  3HAYUT, POJIb B OCMOPETYJISIIINH.

HenakanToodpaszubie Coelacanthiformes,
KaK 1 XPSIIEBBIE PHIOBI, XapaKTePU3yIOTCS ypeoTe-
JMYHOCTHIO U Hcnionb3ytoT TMAO B kauecTBe oc-
HOBHOTO OCMOJINTA HapsAy ¢ MOYEBHHOM.

BeiBOaLI:

1. TMAO (B McHbIIIEH cTeTIleHN OeTanuH) sIB-
JISIETCS. OCHOBHBIM OCMOJIUTOM Y YPEOTEITMYECKUX
MOPCKHX PBIO (XPAIIEBBIX U METTaKaHTOOOpa3HBIX ),
Omaromaps CBOeMy YpeOonpOTEKTOPHOMY AEUCTBHIO.

2. TlpecHOBOAHBIC 3JIa3MOOPAaHXUW  SIBIIS-
FOTCSl aMMOHHOTETMYECKUMH U HE UCTIONIB3YIOT Me-
TWJIAMHUHOB B Ka4eCTBE OCMOJIHTOB, 3a HCKJIFOYE-
HUEM CIIyYacB ajantalid HEKOTOPBIX BHIIOB K CO-
JICHOW BOJE, KOTJa yAaeTcss OOHapYKUTb HEOOIb-
e kommdectBa TMAO nnu O6etanHa B UX TKaHAX.

3. Capko3WH HTpaeT PoJIb OCMOJINTA Yy HEKO-
TOPBIX CKATOB.

4. TnunepohochoxonuH Urpaer poiib MH-
HOPHOTO OCMOJIATA Y HEKOTOPHIX 371a3MOOPAHXHIA.

OHUHAHCHUPOBAHUE
PaGora BeImonnHeHa B pamkax roc3aganus Ne124032500015-7.
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THE ROLE OF METHYLAMINES IN MAINTENANCE OF THE OSMOTIC HOMEO-
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This article contains the review of existing literature considering roles methylamines in cartilaginous fishes
and coelacanths, emphasizing their osmoregulatory role as “compatible osmolytes” — substances preserving bio-
molecules structure and function under high salinities. Methylamines presented are: trimethylamine oxide
(TMAO), betaine, glycerophosphoholine (GPC) and sarcosine. Methylamines are usually used for osmoregulation
by fishes accumulating urea in their bodies: those are marine cartilaginous fishes, elasmobranchs and chimaeras,
and also latimeria (the only extant coelacanth). The reason is methylamines are most effective in opposing delete-
rious effect of urea on proteins. The main compatible osmolyte in marine elasmobranchs is TMAO, some of them
also use betaine. For latimeria the literature contains data on the use of TMAO as main osmolyte. Freshwater
elasmobranchs, Potamotrigonidae, do not accumulate urea or any methylamines in their bodies. Euryhaline elas-
mobranchs, such as Carcharhinus leucas, Dasyatis sabina, Himantura signifer, accumulate urea and methyla-
mines, mainly TMAOQ, in seawater, but not in freshwater. GPC plays only minor role as osmolyte in fishes con-
sidered, and sarcosine is one of the main osmolythes in some skates and rays. Methylamines such as TMAO also
function as depth and heat protectors, promote correct folding of many proteins. The metabolic scheme of methyl-
amines in fish is also presented. Cartilaginous fishes have different capability of synthesizing TMAO from TMA,
but all of them can synthesize betaine from choline. Latimeria seem to be capable of synthesizing TMAO. Dipnoan
fishes accumulate urea under drought conditions but are not likely to accumulate methylamines as they do need
inhibition of protein functions for their dormant state.

Keywords: osmotic homeostasis, fish, osmolytes, methylamines, TMAO, betaine, sarcosine, glycerophospho-
holine
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