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AHHOTAIMA

B npecHoBomHbIX 9KOCUCTEMaX 3(P(EKTUBHOCTL Iepefiauy BEeIlIeCTB OT (PUTOILIAHKTOHA K 300ILJIAHKTOHY,
BBIpaskaeMas yepes3 OTHOIIEHNME IPOAYKIMI 3TUX BEIeCTB B 300IJaHKTOHE K MX IIPOAYKUVM B (PUTOIJIAHKTOHE,
omnpeiesisaeT (PYHKIMOHNPOBAHYE BBIIIECTOANX TPodpudecKknx yposHeit [JoMumo yriepoma nepBUYHbBIE IPOIY-
LIeHTHI [IepeJaloT BBEPX II0 TPOomuecKoii renn pusnosiorndeckn nenuble Berecrsa (PIIB), BKiIOYas nomHe-
HACBIIIIEeHHbIE JKMPHBbIE KUCJIOTHI, a30T 1 ocdop. IPGPEeKTUBHOCTE ITepejady dTUX BEI[eCTB B IPUPOJE CUIJILHO
BapbUpyeTcA B 3aBMUCUMOCTM OT (PaKTOPOB CpPebl, YTO OTpa’kaeTcs HAa KadecTBe OMOJIOTMYECKUX PecypCoB.
ITenbio Hacrosmero 063opa ObLIO MPOAHAIMBUPOBATH MEXAHN3MBI, peryanpyole 3P(eKTUBHOCTL I1epe[ain
DIIB oT puTOnIAHKTOHA K 300IJIAHKTOHY, ¥ BBIJEJUTbH OCHOBHBIE ITOTEHUIMAJIbHbIE (DAKTOPBI, KOTOPBIE MOTYT
BJIMATH Ha B(PQPEKTUBHOCTD X MIepeaadiL

Kiouesbie ciaosa: Sd)qi)eKT]/IBHOCTb rmepenadm BelleCTB, IIO0JIMHEHACBhIIIIeHHbIe KIMPHbIE KMCJIOTHIL, 3IIK03a-
IIeHTaeHOBad KIMUCJIOTa, JOKO3areKcaeHoBad KMUCJIOTa, a30T, q)OC(bOp.

PU3NOJOTUYECKN IEHHBIE BEIIIECTBA,
NNEPEJAIOIIMNECA OT ®UTOIIIAHKTOHA
K 300IIJIAHKTOHY

fromacca MpeapIAyIIero TPOMUYIECKOr0 YPOBHA
ycBanuBaeTca KoHcyMmeHTamu. IIpmmepro 10 %
yraepoja IepefaeTcs OT OZHOTO TPO(UIecKOoro

DyHKIMOHNPOBaHME TpPoMUEeCKUX ceTeil yPOBHA K cienyromemy [Lindeman, 1942] ITomu-

B IIPECHOBOJHBIX BKOCHUCTEMaX 3aBUCUT OT 3~
peKTUBHOCTM TPaHCHOPTa (PUBMOJIOTUYIECKN 1IeH-
HBIX BelecTB (PIIB) oT mpoayleHTOB K BhIIIE-
CTOAIIMM TpodpudeckuM ypoBHAM. [Ipn nepenaue
yraepoza BBepX II0 TPOPUUECKON CeTH YacTb
BeIlleCcTBa TepsAeTCA B CBA3U C TeM, YTO He BCA
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Mo yryepona (C) mo TpodudueckuM ceTaM Iepe-
narorca PIIB, K KOTOPBIM OTHOCATCH ITOJIMHEHA -
chllieHHbIe sKMpHBIe KrcaoTsl (ITHMKK), Briouasn
sriko3anenTaeHoByio (IIIK, 20:5 omera-3) u mo-
kos3arexkcaenoByio (IT'K, 22:6 omera-3) KmcJo-
eI, a30T (N) u doccop (P). B mpupone gacrto

375



coznaerca gecpuiur PIIB B nmuineBrIXx pecyp-
caxX I 300IJIAHKTOHA. OTO CBA3AHO C TeM,
4TO CYI[ECTBYeT OOJIbIIIOE PACXOKIEHVE MerK-
Iy UX COIEepKaHMeM B IHUIIle U IOTPeOHOCTAMU
3oomyiaHKkTOHA [Sterner, Hessen, 1994; Brett,
Miiller-Navarra, 1997; Twining et al., 2016].
IlosTomy BaskHO B3HaATB, C Kakoil SPPeKTUB-
HOCTBIO mepenatoTca PI[B or dpuronmaHKTOHA
K 300IJIAHKTOHY, TaK KaK OT DTOr0 3aBUCUT Ka-
YeCTBO 300IJIAHKTOHA KAaK pecypca OJiA BBIIIe-
CTOAIMX TPOPUIECKUX YPOBHEI.

HHupnsvle Kucaomst

sKupHble KMCJIOTBI — BTO OMOAKTUBHBIE MO-
JIEKyJIbl, KOTOPBIE OTBETCTBEHHBI 32 MHOYKECTBO
dpyHKUUIT B oprann3Max. HeKoTopble n3 HUX UC-
MOJIb3YIOTCA JJiA Katabonmama, Apyrue — AJsd
dpusmosorngyecknx mnporeccoB [Bell, Tocher,
2009; Taipale et al., 2011]. B wactaoctn, ITHMK
B coctaBe (POCONMINIOB JCIOJIb3YIOTCA Kak
CTPOUTEJIbHBI MaTepyuas AJA KJIeTOYHBIX MeM-
Opan. IImaHKTOHHBIE COODIIIECTBA — DTO OCHOBHBIE
ITIOCTABIIVKY KM3HeHHO BasKkHBIX [IHMK BBEpx
II0 TPO(PMYECKOI Ieny, B YACTHOCTM K pbIbaM.
JITK oTHOCUTCA K IPUOPUTETHBIM KICJIOTaM. JTa
KPUTUYECKM HeoOXoAuMad MOJIeKYyJa OJIA OCy-
IIECTBJIEHNUA PENPOAYKTUBHBIX (PYHKINI y PbIO
[Izquierdo et al, 2001] BxomuT B cocTaB MeM-
OpaH KJIeTOK HePBHbIX TKaHel. Ee medpunur mo-
SKeT MPUBOJUTE K IToTepe 3peHnsa y poid [Bell et
al,, 1995]. 3IIK yuyacTByeT B IIPOMU3BOJICTBE TOP-
MOHOIIOZO0OHBIX OMOJIOTMUYECK)M aKTUBHBIX Be-
mectB — aiko3aHoumoB [Heckmann et at.,, 2008;
Schmitz, Ecker, 2008], xoTopsle cay:kaT Iy
peryndanuy paboTsl cepreyHO-COCYAVICTON CUCTe-
MbI, CBEPTHIBAHMA KPOBU ¥ MMMYHHOI'O OTBETa
y pbI0. OHM TakKe MOTYT MCIIOJIb30BATLCA MAJIA
curTesa JIT'K [Jardine et al, 2020]. HeoguoxpaTt-
HO mOoKaszaHo, 4uTo medpuuut IIIK orpanmumsa-
eT pocT u pasdMHokeHne gadpuuii [Martin-Creuz-
burg et al., 2010; Sperfeld, Wacker, 2011].

Azom u gpocop

AsoT u ocdop ompenesaArT (U3NOTOTHUIO
koHcyMeHTOB [Frost et al, 2005; Wagner et al,,
2013]. Iyia KOHCYMEHTOB BasKHBI CTEXMOMETPU-
geckne cootHomennsa mesxay C, N m P. Heco-
OTBETCTBUSA CTEXMOMETPUYECKNX COOTHOIIEHMII
C : N : P B nmumeBBIX pecypcax (pusnojormude-
CKVIM IIOTPEOHOCTAM 300IIJIAHKTOHA MOTYT BJIMATH
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Ha CUHTE3 JIMINAOB, IPOTEVHOB U HYKJIEMHOBBIX
kucyor [Wagner et al, 2015]. Takwue usmene-
HIA B MeTabosm3Me BIIEKYT 3a c0ODOM CHUKEHUE
B CKOPOCTSX MHIVMBUIYAJBHOIO POCTA, PasMHO-
sKeHUA U BbLKMBaemoctu [Sterner, 1993; Frost
et al,, 2005]. Cootromternne C : P B nmpupone ga-
CTO IIPEBBIIIAET IOPOrOBBIE BHAYEHNA, T. €. YPO-
BeHb, IIPV KOTOPOM Ha4dlMHaeTCHA JVMUTUPOBaHVIEe
IPOAYKIMIM PAaKo0bpasHbIX (pocdopoMm.

ITenbio HacTOAIIETO 0030pa OBIIO HpPoaHAIN-
3MPOBAaTh MEXAHM3MBbI, pPeryaupyoime spder-
TUBHOCTE Ilepenauy PI[B ot dpuroniaHKTOHA
K 300IJIAHKTOHY, U BBIJIEJIUTH OCHOBHBIE IIOTEH-
LyaJibHble (PaKTOpPbI, KOTOPbIEe MOTYT BJMATH
Ha 5(pPEeKTUBHOCTL UX Mepenaun. SPPEKTUB-
HOCTb Iepenauy PIIB 3aBucKUT OT UX comepsKa-
HUA (T. €. UX MaCChl, IPUXOAAIIENCA HA eQUHUITY
yriieposa) U NPOAYKIUM KaK B (DUTOIJIAHKTOHE,
TakK ¥ 300ILJIAHKTOHE.

COJEPSKAHNE ®U3NOJOIMYECKN
IOEHHBIX BEIIECTB B ®UTOIIJIAHKTOHE

HKupnwvie xkucaomot

sKupHo-kncisoTHel npouab B (PUTOMIIAHK-
TOHE MEHAEeTCHA B IIMPOKUX IIpeiejlaX U MOYKeT
3aBUCETh KaK OT TAKCOHOMMYECKOI CTPYKTYPBHI,
Tak 1 OT ycjoBuit cpensl. M. V. T'mansies u co-
aBT. [Gladyshev et al,, 2007] moka3aau, 4yTo n3-
MeHEeHMs IIoKas3aTesell KaueCcTBa IIUIIY B DBTPOd-
HOM BOOOXPaHMJINILIE Byraq, ns3mMmepAaeMbIX
B comepskanun PIB u crexmoMeTpmuIecKnx Co-
OTHOIIIEHNAX, ObLIM CBA3AHBI B OOJIBIIIEN CTe-
IIeHN C AVHAMMKOM TaKCOHOMUYECKON CTPYKTY-
PBI (PUTOIJIAHKTOHA, HYEeM C YCJOBUAMMU CpPEJbL
B wacTtHOCTHM, B cocraB nmanobakTepuit Anabae-
na flos-aquae (Lyngb.) Breb. Bxoguia TOJIBKO
o-JuHOJIeHoBasl KucJsora 18:3 omera-3 (AJIK),
IMaTOMOBBIE Bomopocsu Stephanodiscus spp.
BKJIOUaNM npeumylnectBeHHo OJIIK, a guxO-
daaresiarer Peridinium sp. 611 ocobeHHO 60-
ratel IT'K. lanHbIe 3TOI paboThl CBUETEIILCTBY -
0T O TOM, YTO Pa3HbIE BU/IbI BOJOPOCIIEN NMEIOT
CIIEN(PUYIECKYIO CTPYKTYPY 9JEMEHTHOTO COCTa-
Ba u cocraBa IITHMK. Takum obpasom, MOKHO
3aKJI0YNTb, YTO KA4YeCTBO IIMIIEBBIX PECypCOB
B OouibIliell cTemmeHM 3aBUCUT OT TaKCOHOMMUYE-
CKOro cocTaBa (PUTOILIAHKTOHA.

Ha BupocnenngpnyHoCTb KMUPHO-KUCIOTHOTO
IpopmIA B BOAOPOCJIAX ODpallasy BHUMAaHUE U
Ipyrue uccyaenosatenu [Strandberg et al, 2015].
Ilokazano, 4TO AJIA AMHO(UTOBBIX BOJOPOCIIE



XapakTepHO BbIcOKoe coxepsxkanme II'K [Ahl-
gren et al, 1997; Sushchik et al, 2004; Gutseit
et al, 2007]. InaToMOBBIE BOJLOPOCTN OTJIMYUAIOT-
ca BBICOKMM copepskanuem IIIK, kxortopoe mo-
sxkeT nocturaTh 30 % ot cymmbl JKK [Caramujo
et al.,, 2008; Breuer et al., 2013; Bellou et al,
2014], Torma Kak B KPUITO(MUTOBBIX U AMHODU-
TOBBIX BOZOPOCIAX conepsxanne SIIK He mpeBbI-
maetr 10 % [Ahlgren et al, 1992; Taipale et al,,
2013]. Ina KpunTouTOBBIX BOOPOCTEN XapaK-
TepHa cTuopumoBada kucyora 18:4 omera-3 (CT)
[Ahlgren et al, 1992]. IlmanobakTepunu He MO-
ryt cuHTesupoBath [THMKK c ginmunoil nenm 6o0-
Jee 18 yriepomgHbIX aTOMOB, OJHAKO CUHTE3UPY-
T ITHMK c 18 aromamn yraepona [Tocher et
al., 1998]. Kpowme Toro, conepsxanue ITHMK mo-
JKeT CMJIBHO BapbMPOBATBLCHA U B IIpesiesiax OJHO
TakcoHoMmueckoi rpynnsl. H. H. Cymuk n coasT.
[Sushchik et al.,, 2004] mokasasu, 4TO IaBa BUOA
IMaTOMOBBIX BOJIOPOCJEl CUJIBHO Pa3JIMyuaiiiCh
B comepsxkanmy JIIK. B wactHOCTH, COmepskaHme
OIIK B mmatomoBeIx Bozmopocaax Cyclotella ato-
mus Hust. u C. meneghiniana Kutz. 66110 He3HA-
4NTEJBHBIM, B TO BpeMsa Kak Stephanodiscus
hantzschii Grun. u S. minutulus (Kutz.) Cleve
& Moller BHOCHIM 0OJIBIIION BKJIAJ B o0Illee co-
nepsxkanne OIIK B cecrone. Cpenu nmaHobaKTE Il
nBa Buna — Anabaena flos-aquae Bréb. ex Born.
& Flauh. u Planktothrix agardhit (Gom.) Anagn.
& Kom. — noxa3sbslBaJii BBICOKYIO KOPPEJIALIIO
c AJIK, a B nByx npyrux Bumax — Aphanizo-
menon flos-aquae Ralf. ex. Born. & Flah. u Micro-
cystis aeruginosa (Kiitz.) Kiitz. — sra KK orcyr-
crBoBaJjia. B ceoeit aucceprammm O. H. Kopmuiers
[2019] oTmeuasia BBICOKYIO BapuabesnbHOCTh KK
cocTaBa B 3aBMCUMOCTM OT BMIOBOJ IIPVHAIJIEMK-
HOCTM U MecTooburanusa. Hanpumep, mpecHOBOA-
HbIe 30JIOTUCTbIE MMKPOBOJIOPOCIIM CUHTE3UPY-
T B OosbiioM KosmdectBe KK cemerictBa n-3
u n-6, Torga kax Mopckue Buasl Chrysophyceae,
B OTJIMYME OT IIPECHOBOMHBIX, OeIHBI JKUPHBIMU
KICJIOTaMI ceMelicTBa n-6.
Bunocnenmdnueckne pasanmumsa B cocTa-
Be KK B Bo#opocCJiAX CBA3AHBI C TEM, YTO pPas-
HbI€ TAKCOHBI Pa3nyaloTcsa HabopoM (pepMeHTOB
(mecaTtypas), U IIOBTOMY OHM CUHTE3UPYIOT pa3-
uwele JKK [Gugger et al., 2002; Dijkman, Krom-
kamp, 2006; Kelly, Scheibling, 2012; Gallo-
way, Winder, 2015]. Hamnume ompeneseHHO-
ro Habopa JecaTypas oupenesAaeTcs MeHOTUIIOM.
Xota paznnuua B coctaBe KK u crexmnomerpu-
YECKMX COOTHOIIEHMAX MEXKJy TaKCOHaMu 60Jb-

e, BapbMpPOBaHME BTUX IIapPaMeTpPOB BO3MOMK-
HO ¥ B 3aBUCVUMOCTY OT YCJIOBUII CpeJbL

B crpeccoBbix yesnoBuax konmudectso ITHMK
coKpaiaerca. Hampumep, NOBBIIIEHNE TeMIIe-
paTypbl OPUBOAUT K MOHVMYKEHUIO COZEP KaHUA
ITHKK kak B nuanobakTepuax, Tak U B BOJOPOC-
aax [Sushchik et al, 2003]. I'siobanbHOE mIOTEIT-
JIEHNE KJIMMAaTa MOYKET IIPUBOAUThL K CHUKEHMIO
nponykuuu ITHMKK B pesyisbraTte criocobHOCTHU
KJIETOK BOJZIOPOCJIe}I K IOMEOBMICKO3HOM ajalTa-
M, T.e. IoAfepsKaHye IOCTOSHHON BA3KOCTU
KJIETOYHBIX MeMOpaH 3a CYeT CHIUKEHUA OOJIN
ITHMK B mummaax Oopu IIOBBILIEHUY TeMIlepa-
Typbl OKpyskatomieil cpenbl [Guschina, Har-
wood, 2006; Hixson, Arts, 2016]. B nmogrBepsx-
nenne sromy XwukcoH u Aprc [Hixson, Arts,
2016] obHAPYKMIM 3HAUMMYIO OTPUIATEJIbHYIO
KOpPeJIAnuio 1oy anauHHoLenodyeunbrx ITHIKEK
omera-3 oT obiero kKoJsmuectBa +HK B KieTKax
BOJIOPOCJIEN C YBEJIMYEHNEM TEMIIEPATYPbI BOIHI,
apu stom poau KK omera-6 u HaCBIIIEHHBIX
KK, maobopor, Bospacrasmm. Ha ocHOBe JmiHeli-
HBIX PETrPEeCcCUOHHBIX MOJIeJIell aBTOPHI IIPEeICKa-
3aJ111, YTO IIPY IOBBLIIIEHUN TEeMIIePATYPhI BOILI
Ha 2,5 °C npopykuma OIIK B mupe cokpaturcsa
Ha 8,2 %, a IT'K — na 27,8 %. Ilox Bo3meiicTBIEM
HUBKUX TEMIIEPaTyp, HAoOOPOT, OXKUIAaeTCA BO3-
pacranne I[THMK B kyeTOoYHBIX MeMOpaHax B pe-
3yJIbTaTe MHIAYKLUUM CUHTE3a COOTBETCTBYIOIINX
necarypasd [Guschina, Harwood, 2006]. Kpome
TOT'0, IIPYM IIOBBILIEHNMNM TeMIlepaTypbl OCHOBHbIE
nponyrents! [THIKK (nnaTomoBele, KpuntTodu-
TOBBIE ¥ IOMHOMUTOBBIE BOIOPOCJN) MOIYT CMe-
HATHCA Ha MaJIOIleHHbIe IMAaHODAKTepmy, KOTO-
peie He npoxynupyior SIIK un IT'K [Caramujo et
al., 2008]. CiemoBaTesbHO, B pesyJibTaTe IIOBbI-
1eHusA TeMieparypsl cHumskeHre ITHMK mosxer
OBbITH BBI3BAHO IBYMA IIPUYMHAMM — CMEHON TaK-
COHOMMYECKOTO COCTaBa U IIOJ[ABJIEHMEM CUHTE3a
necatypas. [lomumo TeMnepaTypbl, aKTUBHOCTb
JlecaTypas MOKeT MHIYLMPOBATbCA IIOJ BJIIMA-
HIEM BBICOKMX KOHIIEHTPAIuii KMCJI0POJa B BOJE.
IIpu noBbIIeHMNM TeMIlepaTypbl KOHIIEHTPALUA
PacTBOPEHHOTO KUICJIOPOJa IaZiaeT, 4YTO BeneT
K elrfe O0JIbIIIEMY IT0/IaBJIEHUIO aKTVMBHOCTH Jeca-
Typas. OTU [IBa YKa3aHHBIX (PAKTOpa MOTYT yCU-
JUBaTh ApyT apyra [Strandberg et al, 2015].

Cmexuomempuuecnue OMHOWEeHUSA

Pendunn [Redfield, 1934] Buepsrlie ob6paTni
BHIUMAaHIe Ha TO, 4YTO Yy MOPCKUX BOJOpPOCJIEl
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B cpenHeM cooTHoueHnue N : P cocrasaser 16 : 1.
B pasbHeliiieM MHOrMe 1MCCJIeNOBATeNN CBUE-
TeJbCTBOBAJM, YTO 3HTO COOTHOILIEHNE OaJje-
KO He IIOCTOAHHO, & MEHFAeTCA B 3aBUCKMOCTU
OT BUIOBOI HOPUHAIJIEIKHOCTY ¥ YCJOBUIL Cpe-
nel [Klausmeier et al, 2004). Hanpumep, no-
kazano, 4uro aiua Chlorella vulgaris Beijer co-
ornouierue N : P B Omomacce xojebasiocs oT 15
mo 42, a gna Scenedesmus obliquus (Turp.)
Kiitz. — or 7 mo 32 [Beuckels et al., 2015]. Co-
nepsxanne N 1 P B kjaeTKax BOZIOPOCJIEN Bapby-
pyeTca B IIMPOKKUX npepesax [Sterner, Hessen,
1994). Tak, cogmepsxkanue P mosxeT mM3MeHATbCA
B KJIeTKaxX BojopocJieil B nuamnasone ot 0,03 %
o 6oisee uem 3 % oT cyxoit maccel, a N — or 3
1o 12 9% [Reynolds, 2006].

Poiinonnc [Reynolds, 2006] ormeuas, dTo
POCT (PUTOIJIAHKTOHA PEryJIUPYETCHA HE OJHUM
symemernToMm, N man P, a, BO3BMOXKHO, UX CO-JIU-
MUTHpPOBaHMEeM. B pToii paboTe yKas3bIBaJIOCH,
YTO MIPM KOHI[EHTPAIMAX PACTBOPEHHOTO HEOpPTa-
Huyeckoro P Hmxe 3—10 MKr/J, a pacTBOPEHHO-
ro N mmxe 100—130 MKr/J1 pocT (pMUTONIIAHKTOHA
JVIMUTHPYETCA. OTO CBOEr0 POJa ITOPOrOBbIe KOH-
LIeHTPaIMM OMOTeHHBIX BJIEMEHTOB, HIKE KOTO-
PBIX IIPOMCXOAUT 3aMe/JIeHe POCTa (PUTOILIaHK-
ToHa. PasHble BUABI BOJOPOCJEN MMEIT CBOU
BUpocenuduyiecKne noTpedHOCT 1, CJienoBa-
TeJbHO, CBOU IIOPOTOBbIE KOHI[eHTpauuu. B mom-
TBepskaerne stomy A. I Jleua n H. I'. Bysaraxkos
[Levich, Bulgakov, 1992] moxazannu, 4to Me-
HAA N : P MOYKHO M3MEHATb TaKCOHOMUYECKYIO
U pa3MEPHYI0 CTPYKTYPBI (PUTOIJIAHKTOHA. BhI-
cokne 3HaveHud N : P (20—50) GuaronpuarcTBo-
BaJIMI Pa3BUTUIO IIPOTOKOKKOBBIX BOJIOPOCJIEN,
B TO BpeMsa kak cHmskeHue N : P no 5—10 npu-
BOJIMJIO K JIOMMHMPOBAHMIO B COODIIIECTBE VAHO-
b6akrepuit [Bynrakos, JleBuu, 1995]. ABTopamn
OBLT cHeslaH BBIBOJ[, YTO COOTHOIIIEHNME KOHIIEH-
Tpanuii OMOTeHHBIX BJIEMEHTOB B Cpefie CJIeyeT
IPU3HATH CAMOCTOATEJIbHBIM a0MOTUYECKUM (PaK-
TOPOM, KOTOPBI PeryinpyeTr TaKCOHOMUYIECKYIO
U Pa3MEPHYI0 CTPYKTYPY (PUTOILJIAHKTOHA, TEM
caMbIM MEHss ero KadyecTBa KakK IMIIEBOr0 pe-
cypca AJis 300MJIaHKTOHA.

BzanmocBsase N 1 P M0KHO OO0BACHUTH TEM,
4TO accuMmiAnMA P BomopocsiAMM  3aBUCUT
OT KOHIIEHTpaIlM}l PaCcTBOPEHHOIO HeopraHude-
ckoro N, Torga kKak accuMmiAnua N He 3aBU-
CUT OT KOHIIeHTpalmy Heoprauudeckoro P [Beuc-
kels et al., 2015], urto oOBbAcHAeTCA Pa3HLIMU
dyurkmmamyu N m P B kierounom MeTrabosms-
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Mme [Loladze, Elser, 2011]. B MMKpPOBOIOPOCIAX
a30T B OCHOBHOM TpebyeTcsa nJa cuHTe3a Oej-
koB. [Ipu ero nmedpmipnre cHUIKaeTCA CUHTE3 OeJi-
KOB, YTO IIPUBOAUT K YMEHBIIIEHNIO KOJMIECTBA
pubocom n pubocomubix PHR. ITockosbKy 6056~
11ad 4acTb P B KJIETKe XpaHUTCA B pUOOCOMHOM
PHE, ywmensleHne xosmdectsa pubOCOM IIPUBO-
INT K cHIpKeHMIo rorpebHocTel B P [Beuckels et
al,, 2015]. Takum oOpa3oM, OpU CHUMKEHUV aCCU-
vysArm N OyZeT CHMYKATBCA M aCCUMMUIIAINA P.

Copepsxkanne N n P B ¢ouromnsmaHKTOHE BO3-
pacraer ¢ yBeJMUYeHMEM KOHI[EHTpALUM Heopra-
HUYECKUX COENVIHEHUI 3TUX DJIEMEHTOB B Cpe-
Ie [Sterner, Elser, 2002; Beuckels et al., 2015].
Kpowme Toro, nmpn m30bITOYHBIX KOHI[EHTpamax N
u P Bozopocsn MoryT 3amacaTh BIIPOK IIMTaTeJb-
uele BelrlecTBa [Eixler et al, 2006]. luaTtomoBbie
BOJIOPOCJIV HAKAILJIMBAIOT HUTPATHI B I[€HTPAJIb-
Homt Bakyosu [Coppens et al, 2014]. Hexoropsre
BUBI CIIOCOOHBI HAKAIIMBaTh P 10 ypoBHA 3 %
OT CyXOil Macchbl B BuJe IpaHyJ mosmdocdara
[Eixler et al., 2006; Powell et al., 2009].

Kpome Toro, crexmomerpudeckye COOTHOIIIE-
HIA MOTYT 3aBMCeTb OT pasMepa kJyeTok [Finkel
et al, 2010], Tak Kak pa3Mep KJETKU BJMAET KaK
Ha IIOIJIOII[eHNe BJIEMEHTOB, TaK U Ha UX YCBOEHUe
[Schulhof et al, 2019]. Menkue xeTkn 60see dch-
(PeKTUBHO yCBamBaIOT OMOTeHHbIE DJIEMEHTEI B yC-
JIOBMAX UX Aeduimra biarogaps 6ojiee BBICOKOMY
OTHOIIIEHMIO ILJIOIIAJY TIOBEPXHOCTM KJIETKU K ee
o0bemy u Hos1ee TOHKOMY PPy 3HOMY IIOTPaHIY-
HOMY CJIOIO [0 CPaBHEHUIO C KPYIIHBIMY KJIETKAMIL
3aTO KpYHIHBIE KJIETKY CIIOCOOHBI 3aIacaTh 00JIb-
111e 6MOreHHBIX dJ1eMeHTOB. [IopToMy MeJsKye Bozo-
pOCJIM TIOJIyYalOT KOHKYPEHTHOE IIPEeVMYII[ECTBO
B YCJIOBMAX HMU3KOI TPO(PHOCTN, B TO BpPeM:d Kak
KPYIHBIE BOJOPOCTY OoJiee KOHKYPEHTOCIIOCOOHBI
B Cpejie C BBICOKOI TPO(PHOCTBIO U PEe3K0 MeH:A-
IOUIVIMICA KOHILIEHTPALMAMM OMOTEHHBIX BJIEMEH-
ToB [Edwards et al, 2011; Cloern, 2018]. IIlynxoB
u coaBT. [Schulhof et al,, 2019] ycranoBuin, 4TO
npu Hu3kon Tpoduoctn C : P menkont dppaxumm
(<30 MrM) BozopocJyeil ObLJIO HMIKE, UeM y KpyIl-
Homt (ppakmyu (>30 mxm). [Tpu nmoBbIeHN Tpod-
voctu C : P xpymHOi ppakimm BOJOPOCTEi CHI-
sKaJiock, B ToM BpeMa Kak C : P menkoir ppariym
He 3MEHAJIOCh, YTO CBUAETEJIHCTBOBAJIO O DOJIB-
II1e}l YyBCTBUTEJBHOCTY KPYIIHBIX KJIETOK K KOH-
LIeHTpaIMy Heopranumdeckoro docdopa B cpene.

Crnenyer oTMETUTB, YTO COZEpsKaHIUe OMOreH-
HBIX DJIEMEHTOB B BOJOPOCJAX 3aBUCUT OT TEM-
nepatyps! [Schulhof et al, 2019] Ilorennenne



KJIMMAaTa VMHOTJA IPVBOANUT K IOHVIMKEHMIO COOT-
vomrenuit C : Pu N : P B Bomopociiax, 4To CcBsA-
3aHO C yBeJIMYEeHVEM KOHIIEHTPAaIVil OMOreHHBIX
5JEeMEHTOB B Cpejie B pe3yJbTaTe IIOBBIIIEHUA
CKOPOCTM UX pPereHepalyy KOHCYMEHTaMM WJIN
MMKPOOHBIMM cOODIIecTBaMM NPU yBeJUYEHUN
Temnepatypsl [Velthuis et al, 2017]. IToremnmne-
HJEe MOYKeT OKa3bIBaTh U IIPOTVBOIIOJIOMKHBIE 3(h-
dexTrI, T.e. nosbimaTe N: P B purToniaHKkTOHE,
4TO OO'BACHAETCA IOBBIIIEHNEM CKOPOCTU O10-
CMHTEe3a IIPOTEMHOB JI CHUKEHMEM KOJIMYECTBa
pubocom [Toseland et al, 2013]. Takum obpa-
30M, CTEXMOMeTPUYEeCKye COOTHOLIEHNU B (puUTO-
IIJTAHKTOHE 3aBJCAT HE TOJIBKO OT TaKCOHOMMYe-
CKOJI IIPMHAJJIEKHOCTY, HO M OT abMOTMYECKNUX
daKTOPOB.

COJEPSKAHNE ®V3NOJOIMIECKU
IEHHBIX BEIIIECTB B 300IIJ/IAHKTOHE

HHupnvle Kucaomst

300IJIaHKTOH MOKET CUHTE3UPOBATH TOJIBKO
mexoropsle ITHMK, Torma kak OCHOBHYIO 4acTb
ITHMK 300mMJaHKTOH NOJIKEH II0JydaThb C V-
meit. Hanpumep, madHMM CMHTE3UPYIOT TOJIBKO
0,5 % OIIK m3 smmnoesoit kucaoTel [Twining et
al., 2016]. IToatomy cocrae ITHMK KoHCyMeHTOB
MOSKeT 3aBMICETb OT UX COIEPIKaHUA B INUIIEBBIX
pecypcax. Xeccer u Jley [Hessen, Leu, 2006]
IIPOBOJIMJIN VICCJIEIOBAHUA COCTABA YKUPHBIX KIC-
JIOT B 300ILJIAHKTOHE U cecToHe. Pe3yiabTaThl 3TO-
IO JICCJIEZIOBAHUA JOCTOBEPHO CBIUIETEJIHLCTBOBA-
JIM, YUTO KMPHO-KVCJIOTHBIA IPOUIb B Ja(PHUAX
pasanyasncsa MesKAy O3epaMM C PasHOM TaKCco-
HOMMIYECKOI CTPYKTYPOIl (PUTOILJIAHKTOHA, IIPU
aToM coctaB KK koppesmpoBas ¢ TaKCOHOMM-
YeCKMM COCTaBOM (puTOIIaHKTOHA. OmHAKO CO-
nepsxkanne JDIIK B gadpHMAX MPEBBIIIAJIO COIEp-
skanne OIIK B ouronnankToHe B cpenHeM B 1,7
pasa, B To BpeMa Kak comepskanue JII'K B nadp-
HuAx Obwto B 0,08 pasa HmsKe, YeM B CeCTOHe.
CrnenoBaTesibHO, OaPHUM MOTYT PEryJypOBaTh
comepsxanue I[THMK. B proit cBA3u ciaenyet oT-
MEeTUTb, UYTO BETBUCTOYCHIM PaKoOOpa3HBIM Tpe-
oyerca 6oabire JIIK n menbire ITK, uem Becso-
HOrMM pakoobpasHeIM [Desvilettes et al., 1997b;
Weers et al., 1997, Ballantyne et al., 2003;
Brett et al, 2009; Ravet et al, 2010; Glady-
shev et al, 2015]. ITosTomy IIpu JOMMHMPOBAHUN
nadHU B 300IJIAHKTOHE HAOJIIO/IAETCA BBICOKOE
comepsxanme OIIK u Huskoe comepoxkanne IT'K.

HeongHoxkpaTtHO OTMeuasoch, YTO 300IJIAHK-
ToH obOJsamaer romeoctazoM [Hessen, Leu,
2006], T.e. criocoOEH COXPaHATH OTHOCUTEJIb-
HO IIOCTOSHHBIN DJIEMEHTHBIN U DMOXMMIYECKUIT
cocras. IToaTOMy y 300IJIaHKTOHA MOIJIM B IIPO-
Iiecce DBOJIIOIMY BbIPADOTATHCA MEXaHMU3MEI,
KOTOpbIe PeryupyoT cogepskanne ®IB B nx
opraanaMax. CyIiecTByOT pas3Hble MEXaHNM3MBbI
YBEJIMYEHNUA COMEPIKAHNUA DTUX BEIIECTB B 300-
IIJIAHKTOHE.

Hezamenumble KK, T.e. KoTOpble He CUH-
Te3UPYIOTCA 300MJAHKTOHOM de novo, YacTo
He IIOCTYNAIOT B HYKHOM KOJIMYECTBe C IUIIEl,
HO OHM MOT'YT HAKaIlJIMBAaTbCA B TKAHAX Oecro-
3BOHOYHBIX U JIa’Ke MPEBBIIIATh UX COJepPIKaHue
B IUIIEBBIX pecypcax. Tatinase u coast. [Taipale
et al, 2011] muccrenoBasy, Kak peryampyroTcsd
IIHMK y BerBHCTOyCBHIX pakoobpasHbIX. Korma
JaHUAM MEHAJN BBICOKOKAYEeCTBEHHBII KOpM
(Cryptomonas ozolinii Skuja) Ha MeHee Kade-
crBeHHbIN (Scenedesmus obliquus), madpuun Ha-
yyHaJIM n3bupaTenpHo yaepskuBaTh OIIK u apa-
xunoHoByio Kucaory 20:4 omera-6 (APK), T.e.
bomee duamogorndecku 1eHHble K. VIzoTom-
HBIM MeTOJoM ¢ ImpuMeHeHueM §'3C ynasoch mo-
kazath, 4yTo OIIK 1 APK moryTr cuHTe3upoBaTh-
ca B opraHuadMme Daphnia magna (Straus, 1820)
n3 npepnirectBeHHNKOB KK, mosyuaemeIx BMecTe
¢ nmieir. Mogsekyabsl oganx KK KOHBEPTUPYIOT-
ca B apyrue KK myTteMm yaJamMHeHUA yTJIEPOISHONM
Llenn MM 3a c4eT 06pa30BaHMA HEHACHIIIIEHHBIX
cBA3ell B pedyJsbrarte gecarypanuu [Dalsgaard et
al,, 2003; Brett et al,, 2009]. B cunTese yyacTBy-
I0T (PepPMEHTHI, YAJIMHAIOIINE YIJIEPONHYIO 11eIlb
(pyonraswl), u mecatrypassbl [[mapwimes, 2012].
Takum obpasoM, madHMM MOTYT IIOBBIIIATH CO-
JepsxkaHMe pusmosiorndecky eHHbIX KK 3a cuer
X OMOCMHTE3a IPU YXYALIEHN) KadecTBa IINITe-
BBIX PECYPCOB.

Pasnple TaKCOHBI IIO-Pa3HOMY PEryJIUPYIOT
coctaB u conepsxanne ITHMK. Hanpumep, nu-
KJIOIIBI HaKaIlJIMBalOT IpeumylnectBeHHo JAI'K
[Desvilettes et al, 1997a], mmanTomycbl KOH-
Beptupyior IIIK B JITK [Ravet et al, 2010],
a BETBUCTOYCBIE PAKOOOpa3Hble OMOCUHTE3UPY-
ot JIIK n APK u3 npenmecrBeHunkoB [Kainz
et al, 2004; Ravet et al., 2010; Taipale et al,,
2011]. I3 Bcex sKK mambosbimm KoapuimeH-
TOM HaKOIUIEHUA B reTepoTpoax OTHOCUTEJb-
Ho npyrux KK xapaxrepusyerca IT'K, Tak kak
9Ta KMUCJIOTA, B OTJMUME OT MeHee IfeHHBbIX KK,
He KaTabosu3upyercsa AJsA IIOJydeHUs DHePTUN
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[Jardine et al., 2020]. ITo cBoum cBoiictBam JT'K
He IOAXONUT B KauecTBe cyOcTparTa A -oKuc-
Jenusa. Ilokazano, uro cogmepskanue II'K B 300-
IUIAHKTOHE IIPEBOCXOJNUT ee COZep:KaHMe B ce-
cToHe B Oosibllieli cremenu, 4deMm y apyrux KK,
Brytouada JIIK [Caxaposa u np., 2021; Fenio-
va et al., 2021]. Cienyetr ormetnts, uto AJIK,
KOTOPYI0 MOTYyT CHMHTE3MpPOBaTh NMaHOOAKTe-
puM, y pakooOpasHbIX MOYKET KOHBEPTUPOBATH-
ca B JIIK. IToaToMy HETOKCUYHBIE ITMAaHOOAKTE-
pPUM MOTYT IIOANEPsKMBATE POCT NadHMIL
BosmoskHBI U Ipyrne MexXaHM3MBbI IIOBBIIIE-
HuA comepsxkanua ITHMK B zoomstaskToHe. J3-
ObupaTesbHOCTh HOTpebseHNA Oojiee IeHHBIX II0
Ka4eCTBY NUIIEBBIX YaCTUI] XapaKTepHa B OCHOB-
HOM [JIs1 BECJIOHOIMX pakoobpasubix [de Mott,
1986]. JIzBecTHO, YTO CHIEKTpP IOTPEOJIAEMbIX V-
II[EBBIX YaCTUI] padKaMy-(PUIbTPATOPaMM Orpa-
HMYMBAETCA TOJBKO WUX pasMepamu [Sommer,
Sommer, 2006]. VI3bupaTesbHO OT(PUILTPOBHI-
BaThb IMIIEBBIE YACTUIIbI DOJIee BBICOKOTO Kaue-
CTBa OHM He MOTYT, OJHAaKO (PUTOILJIAHKTOH pac-
IpeJieieH BePTUKAJIBHO TaK, YTO CaMble IIeHHbIe
BOZIOPOCJIM (KPUIITO(PUTOBBIE) HACTO IIpeodJia-
JaloT B MeTaJVMHMOHE, IZe MOTYT COCpenoTa-
uyBaThCA U padKM-PuIbTpaTops!l [Burns et al,
2011]. BerBucroycele pakoobpasHble TaKiKe MO-
TyT II0-Pa3HOMY yCBauBAaTh IMIIEBble YaCTUIbI, B
pesyJibTaTe Yero NnuTaHye PaKooOpPa3HbIX (PUJIb-
TPaTOPOB MOKET ObITh cesieKTUBHBIM [Feniova et
al, 2018]. B mosb3y CeJIeKTUBHOTO MNUTaHUA 300-
IJIaHKTOHa CBUAETEJIbCTBYIOT OaHHBbIE II0O M30-
rotHoMy cocraBy (813C) soomnmamkTOHa U bu-
TOIJIAHKTOHA, IIOJyYeHHBIE B OJIMTOTPO(HBIX,
Me30TPOPHBIX, DBTPOMHBIX U AUCTPOPHBIX 03e-
pax [Taipale et al, 2016]. B aToit pabore c mo-
MOIIIbIO aHaJM3a CTabMUJIbHBIX M30TOIOB IIOKa3a-
HO, 4To O13C pakroobpasHBIX He KOPPEeVpOBaJI
¢ 313C durommankToHa, a KoppesauposaJ ¢ 813C
OTZIeJIbHBIX TAKCOHOB BosiopocJell. CeJIeKTMBHOCTb
B BBIOOpe INIIIEBOrO pecypca Oblia TaksKe II0Ka-
3aHa B II0JIEBLIX U 3KCIIEPVMMEHTAJIbHbIX YyCJIOBU-
ax M. VL. T'nmapeimeBsiM u coaBT. [Gladyshev et
al, 1999], koropsre mokaszamu, uro Ceriodaphnia
quadrangula (O. F. Miiller, 1785) upeamnournressb-
Hee Brleqasia Cryptomonas erosa Ehr., xora sTo
OBILTT He eMHCTBEHHBIN MIUITIEBOI pecypc B cpeie.

Cmexuomempuuecwue OMHOWEeHUSA

Crexuomerpuueckue cooTHoutenusa N : C u
P : C y BuzoB 300mJIaHKTOHA BapbUPYIOTCA B y3-
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KIX IpefeJsax, T.e. dTU IapameTpsbl OoJee cra-
OMJIbHBI B 300IJIAHKTOHE, YeM B (PUTOILIAHKTOHE
[Sterner, 1989; Hessen, 1990; Andersen, Hes-
sen, 1991; Ny6osckaa, 2009]. Takum obpaszowm,
MOJKHO TOBOPUTBH O TOM, YTO B300ILJaHKTOHHbLIE
BIUIbl XapaKTepU3yITCsA TOMEOCTA30M DJIEMEHT-
HBIX cooTHoIeHnyt [Sterner, 1990; IyGosckad,
2009]. ¥ mpecHOBOIHOTO 300ILJIAHKTOHA aTOMHBIE
coornomtenusa C : N : P BumocnienimpuyHer 1 Me-
HAIOTCA B HebosbImMx mnpenesax. Tak, y Acan-
thodiaptomus denticornis (Wierzejski, 1887)
3TO COOTHOLIIEHME B cpefHeM paBHO 212 : 39 : 1,
a y Daphnia longispina (O.F. Miiller, 1776) —
85 : 14 : 1 [Andersen, Hessen, 1991]. B sTom sxe
JICCJIEZIOBAHUN TIOKA3aHO, YTO Pa3JIn4usa B COOEp-
skaayuy azota (N : C) Mexay BuAgaMy 300ILJIaHK-
TOHA MeEHbIIle, YeM pa3JUuus B COMEePKaHUN
¢ocopa (P : C). Tak, comepsxanue P Bo3pacrta-
J0 B paAny Acanthodiaptomus denticornis, Hete-
rocope saliens (Lilljeborg, 1863), Bosmina longi-
spina (Leydig, 1860), Holopedium gibberum
(Zaddach, 1855), Diaphanosoma brachyurum
(Liévin, 1848) m Daphnia longispina.

Crnenyer no6aBUTb, YTO KpPYIHBIE U MeJ-
KJie BUJBI BETBIUCTOYCHIX PaKoobpas3HbIX (ceMeri-
ctBo Daphniidae) pasamyaroTcsa cTexmnoMeTpu-
YEeCKUMI COOTHOIIEHUAMHU. A MMEHHO, KPYIIHbIe
nadpuun nmetor dbosee Huskoe C : P, u, cieno-
BaTeJIbHO, OHM 0o0Jiee YyBCTBUTEJIBHBI K JIUMU-
TupoBaHMIO (pocOpoM, UeM MeJIKVE BUABI 3TOTO
cemerictBa, Hanpumep Ceriodaphnia sp., KoTo-
pele, HaobopoT, OoJjee YyBCTBUTEJIbHBI K JIMMM-
TupoBaHuio aszorom [Elser et al., 1996, 2000;
Iwabuchi, Urabe, 2010]. Takum obpaszom, co-
JlepsKaHye DTUX BJIEMEHTOB Yy BETBUCTOYCHIX pa-
KOOOpPas3HBIX B OCHOBHOM OIIPENEeJIAITCA UX TaK-
COHOMIYECKUM COCTaBOM.

Cognepsxanne N u P B 300IJIaHKTOHE, TaKiKe
xak u [THMK, yacTo mpeBbIIIaeT colepskaHue
3TUX DJEMEHTOB B IuieBbIX pecypcax [Urabe,
Watanabe, 1992]. IIpu necpuiinre N u P B nuie
pakoobpasHble MOT'YyT KOHIIEHTPUPOBATE DTU DJe-
MEHTBI B CBOMX TKAHAX JIA yIOBJIETBOPEHUS
cBOMX IoTpedHOCTEN. B KCIIepuMeHTa bHBIX Me-
3okocmax M. KaprioBuu u coaBt. [Karpowicz et
al, 2019] mokazanamu, uTo HaAOJIOLAJIOCH HECOOT-
BercTBMe B cooTHoeHuax C : Pu C : N mexnay
(PpUTOIITAHKTOHOM I 300MJIaHKTOHOM. Hampumep,
C : P B 300myaHKTOHe OBLIO B 2—3 pasa HUKe,
yeM B cecToHe. [loBbiienne cogepsxkanusa P B 300-
IIJIAHKTOHE COIIPOBOXKJIAJIOCH ITOHVMKEHMEM KOH-
uentpanumu goccartos B Bozge. Takum obpazom,



aBTOpaMM OBLI CIleJIaH BBIBOJ O TOM, YTO 300-
IJIAHKTOH MOJKeT aKKyMyJupoBaTb P, BBICTy-
mas, TakKuM o0paszoM, CBOET0 poja pe3epByapoM
docopa. Crenyer oTMeTuTb, 4To P akkymymm-
pyeTcsa B OOJblIIell CTEIEHN B TKAHAX BETBUCTO-
YCBIX PAKOOOPa3HBIX II0 CPABHEHMIO C BECJIOHO-
MMM pakooOpas3HbeIMM. Tak, pacTUTeIbHOAIHBIE
BETBUCTOYChIE pakoobpasuble Bosmina, Diapha-
nosoma, Holopedium u ocobernno Daphnia co-
nepsxkat 10 2% P or cyxoil macchl, TOra Kak
Y IPECHOBOJHBIX BECJIOHOTMX PaK00Opas3HbIX Ba-
pbupyercsa B npenenax 0,4—0,8 % or cyxoit mac-
cel [Sterner, Hessen, 1994].

Ha crexmomerpuyeckme OTHOUIEHUA MO-
IyT BIUATH abuotudeckue paxTopbl IloBbiire-
HIE TeMIIePaTyphl NpuBoanT K cHymkenuto C : P
B pe3yJibTaTe IOHMKeHUA 3anacoB C B TKaHAX
Pakoobpas3HbIX, YTO MPUBOAUT K M3MEHEHUAM
B Mmetabosmusme P [Prater et al, 2018]. ITomwu-
MO TeMIIepaTyphbl HA MeTabO0JM3M $KMBOTHBIX MO-
IyT BJIMATH U APyrue (PaKTOphl, HAIPUMeEpP, OC-
BelleHHOCThb, CQOy, XUIITHMYECTBO, Iapas3mUTU3M
u ap. [Prater et al, 2018]. Takum obpa3om, cTe-
XVOMETPUA B300IJIAHKTOHA MOYKEeT MeHATbCHA
B TedeHMNe ce30Ha. Biauanne abnoTnyecknx u 6mo-
TUYeCKNUX (PAKTOPOB HA MeTabO0JM3M SKMBOTHBIX
00BbACHAET YacTo HabJIIoJaeMble PaCXOKIEHUA
B OMOXMMMYECKOM M 3JIEMEHTHOM COCTaBe 300-
JIAHKTOHA U3 Pas3HbIX MecT obmranma. OmgHAKO
STU PACXOKIEHUA MEHbIIe, YeM MEXKIY pas3HbI-
MI TaKCOHaMI.

CyiiecTByIOT pas3Hble MEXaHU3MBI pPeryJid-
I OTHOCUTEJIBHOTO IIOCTOAHCTBA CTeXMOMEeT-
pUYecCKMX BJEMEeHTHBIX COOTHOIIEHMII B 300-
IJIAHKTOHe, HAIpUMep, 3a cYeT yBeJUYeHU:d
CKOPOCTY NUTAHUA WM YAEPsKaHUA DTUX dJie-
MEHTOB B TKaHAX npu gedumnre N wmam P
[Sterner, Elser, 2002]. Vzmumku N man P mo-
I'yT BBIIEJATHCA BMECTE C IPOAYKTAMU JKU3HE-
neareabHocTu [Sterner, Hessen, 1994; Sterner,
Elser, 2002]. CorsacHO KOHIIENIMY IIOPOTOBBIX
sJeMeHTHBIX cooTHolueHnt (threshold elemental
ratio, TER), sysiemMeHT, B KOTOPOM OpPraHU3M MC-
OBITBIBAET HAMOOJBINNII HEIOCTATOK, aCCUMM-
Jupyetcsa ¢ Oogblelt adppekTuBHOCTHIO. B mpnm-
pozme dacto HabusromaeTcsa HemocTaTok P nisa
3oomyaHkToHa. IlosTtomy P Hepenko accumu-
aupyetcsa co 100%-i1 adppeKTMBHOCTBIO, TOrzIa
kak C — ¢ 60%-11, npuduem dP(PeKTUBHOCTE ac-
cuvmanaimy C smHeliHO yObIBaeT ¢ BO3pacTaHUeM
C : P [Hessen et al,, 2013]. Beigenerua P moryT
IpeKpamarbecsa coBceM, ecym cootHornenne C : P

B IIMIIEBBIX pecypcax HauMHAET IIPEBBIIIATh
320—430, T.e. mpu HM3KOM cozmepskanuy P [Olsen
et al., 1986; Karpowicz et al, 2019]. Emie onun
criocob PEeryJsAnmy CTeXMOMETPUUECKUX COOTHO-
LIeHuit — 9To ynaJsieHne musauiikos C B mpoijecce
IBbIXaHNUA UM €r0 BBbIJeJIEHVE BMECTEe C OpraHu-
YeCKUMH MPOAYKTaMI KU3HeIeATesbHOCTI. Kpo-
Me Toro, n30bITOYHBIN C MOMKET MJIM HE aCCUMMU-
JIMPOBATbCA B KUIIEYHUKE, WJIM HAKAIJIMBATHCH
B Buze JumaoB. TakuMm o6pasoM, 300IJIAaHKTOH
crioco0eH MOBBIIIATE copepskanue PIIB B cBoux
TKAaHAX B pe3yJbTaTe PeryJialiuy CKOPOCTU II0-
TpebiieHNA nuiy, MeTabosndecKnx 1 (PU3noJo-
TUYECKUX IIPOIIECCOB.

MNPOAYRINA ¢IIB B ®UTOIIIAHKTOHE
N 300IINIAHKTOHE

ITockombry adppexTnBHOCTE nepenaun PIIB
OT (PUTOIJAHKTOHA K 300IIJIAHKTOHY OIIpesesIsa-
eTcs KaK OTHOIIEHNE UX MPOAYKIMM B 300ILJIaH-
KTOHE K MX NPONYKIVM B (PUTOILIAHKTOHE, TO
yeM BbIlle npoaykima PIIB B 30omsaHKTOHE,
TeM BbIIle 3(P(PEeKTUBHOCTb IIepeaayy BellecTs.
B npecHOBOZHBIX 3KOCKCTEMAX, 3a VICKJIIOUYEHVEM
OJIMTOTPOMHBIX BOJI0OEeMOB, KosmdecTBO C penko
JVIMUTHUPYET PocT pakoobpasHeix [White, 1993].
IIoaToMy B Me30TPOHBIX 1 3BTPOQHBIX YCIOBU-
AX IPOAYKIVA 300IIJIAHKTOHA MOYKET JIMMUTIPO-
Batbca I[THMKK [Miller-Navarra et al., 2000,
2004; Persson et al., 2007], P u N [Prater et
al, 2018].

IIpatep m coasr. [Prater et al, 2018] mosa-
raloT, YTO CTEXMOMETPUYECKNE COOTHOIIEHNA
MOTYT BJIMATH Ha Nponxykouio nadumit. IIpose-
JIeHHBIE IIOJIEBBIE MCCJIEIOBAHMA B ABYX 03epPax
B Onrapuo (Kanmapma), orsmuaBimmxcsa ¢ocdop-
HOJI HAarpys3KoJ, II0Ka3aJji, 4TO CTeXMOMeTpude-
CKJIe COOTHOIIIEHNA B IIMIIEBBIX Pecypcax BIMAINI
Ha NpOAYyKIMIO HadpHUII B 03epe C HU3KOI doc-
dopHoit Harpyskoit [Prater et al, 2018]. IIpoxyx-
1A fadHMII B 9TOM 03€epe Bo3pacTaJa Ipu Mo-
mokeHvy C : P B numeBsIx pecypcax madumit. B
o3epe ¢ BBICOKOI (POCPOPHOI HATPY3KOI U (PuUTO-
mraHKTOHOM ¢ Hu3kuM C : P mponyrmua gadumit
He KOoppeJsmpoBaja c coorHorrernem C : P B mn-
IeBBIX pecypcax. Takum o0pasoM, cTexymome-
TPUYECKVEe COOTHOIIIEH)A MOTYT BJIMATH HA IIPO-
OYKLMIO AadpHMiI TOJIBKO B AMalla30He HU3KOTO
cozepskaHua P B muIIeBeIX pecypcax, T.e. B 03e-
pax HuBKoil TpodHOoCcTH. IToaTOMY IO Mepe BO3-
pacraHua TPOPHOCTM KOHTPOJIb 3a IIPOAYKIVIEH
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nadHMt OymeT nepexoauThb K (pu3ndecKuM Pak-
TOpaM, HaOpuUMep, TeMIlepaType, WM OMOXM-
vuy, Briodasd JKK. IlosTomy B oIMroTpodHBIX
YCJIOBMAX CJefyeT OXKUAATh JMMUTUPOBAaHNE
OMOreHHBIMM DJIEMEHTaMM, a B 3BTPOQHBIX yC-
JIOBUAX PEryJIALNUA IPOAYKIMM OyZeT OCyIecT-
BJIATBCA OMOXMMMYECKNM COCTaBOM PECYpPCOB.
Crepuep [Sterner, 1997] Taksxe oOpaTuy BHUMA-
HIe Ha TO, 4YTO (PaKTOPBI, PEryJaupyIoIie 300-
IJTAHKTOHHBIE COOOIIIeCTBa, CMEHAIT APYT Apyra
B 3aBMCHUMOCTY OT ycJoBUit cpensl. Ecan nacuHmn
roJIofaIoT, T.e. He xBaTaeT C, TO MX POCT JIMMU-
Tupyetrca C, ecan C He JIMMUTUPYET POCT, TO
NPOAYKIMA nadHMII HauMHAET 3aBUCETb OT Ka-
YecTBa NI

IIpaTep u coaBst. [Prater et al, 2018] nmoka-
3aJM, YTO CTEeXMOMETPUYECKNEe COOTHOIIEHN
B (DMTOIJIAHKTOHE BJIMAIOT HA IPOAYKIIMIO 300-
IIJJaHKTOHA B KOMOMHaInmm c Temieparypoil. B
03. Bynd (Ourapno, Kanana) ¢ auskoi doccop-
HOJ Harpys3KO}l MNPOAYKIMA [JIaHKTOHHBIX pa-
KOOOPAa3HBIX KOppeaMpoBasia KaK C KadeCTBOM
miy (C @ P), Tak u ¢ Temnepartypoit. Hanboss-
rag MOPOAYKLUMA 300IJIAHKTOHA HabJIonasiach
npu Hus3kux C : P u ymMepeHHBIX TeMIepaTypax.
Taxkum 00pa3oM, BJIMAHNE TEMIEPATYPBI MOKET
MOIM(PUITVIPOBATh MEXaHIU3Mbl BIUAHUA CTEXUO-
MEeTPUYECKX COOTHOIIEHNII Ha IIPOIYKIIMIO 300-
ILJIAHKTOHA, YTO MOJKET IIPMBOJUTH K CE30HHBIM
U3MEeHEeHUAM X IIPOAYKII.

XecceH n coaBT. [Hessen et al, 2013] obpa-
TVJIVI BHMMaHME Ha TO, YTO PACXOMKICHME Mei-
Iy (PUTOIJIAHKTOHOM ¥ 300MJIAHKTOHOM B CO-
nepskaHun P Oosibiite, Wem B comepskaHum N.
IIpuunnammu sTomy mosket O6bITH TO, uTo C : P
B (pUTONIAHKTOHe MeHdAeTcA B DoJiee IIMPOKOM
mnanazone, yeMm C : N, u to, uro P Hemocpen-
CTBEHHO BJIMAET Ha CKOPOCTH POCTa 300IJIAHK-
TOHHBIX opraHuamoB [Hessen et al, 2013]. Pas-
Hble IIPeJICTaBUTEeNV 300ILJIAHKTOHA II0-Pa3HOMY
pearupyioT Ha JumutupoBanue P u N. Tak, mo-
Ka3aHo, 4TO Omomacca JnacpHUII, KOTOPbLIE CO-
Iepsxat OoJsblile P B cBOMX TKaHAX, JOCTOBEPHO
KOppeJaupyeT C KOHIeHTpalyeil MMUHepaJbHO-
ro P [Andersen, Hessen, 1991; Hessen, 1992].
Becsyonorne pakxoobpasHble, KOTOpbIe Xapak-
TepusyoTca OoJiee BBICOKUM comepskaHmeM N,
JIydllle KOPPeJMPYIOT € KOHIIeHTpallMeil MuHe-
pasbHOro N. IlosTOMYy mpM JMMUTHPOBAHUM Ka-
KUM-J100 sjeMeHTOM, T.e. N mum P, nmpeumy-
IIIECTBO IIOJIYYalOT BUABLI, KOTOPbLIE MEHee B HUX
HysKJaloTcda. B pesyJsibTaTe CMeHBI JIMMUTUPOBA-
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HuAa mesxkay N uam P, Kotopoe Hepenko Hab0-
JlaeTcs B IIPUPOJIe, MOYKET M3MEHUTHCA BUA0BAA
CTPYKTypa B00ILJIAHKTOHA, YTO B CBOIO O4Yepenb
BBI30BET M3MEHEHUS BO BTOPUYHON MPOAYKIIUN
¥ 9pPEKTUBHOCTH IIepPeHOCca BEIIeCTB OT (PUTO-
K 300ILTaHKTOHY [Sterner, 1993].

JIuMuTHMpOoBaHME ~ BTOPUYHON  IIPOLYKI[AM
ITH/KK, xoTopble OHM IOJYyYalOT BMECTE C IIM-
uieif, oObACHAETCA TEM, YTO B IIPUPOJeE HAOJIIO-
JIaeTCs OrPOMHOE HECOOTBETCTBIME MEXKAY [T0Tpes-
HOCTSIMM B DTUX BEIIECTBAX reTepoTpodOB U UX
comepskanueM B muine [Twining et al, 2016]. ITo-
Kas3aHO, YTO [JIA IOBBIIIEHNA IIPOAYKIMM 300-
IIJTAHKTOHA HEeOOXOOMMO BBICOKOE COJIepsKaHue
JIIK, IT'K n APK B nue [Brett, Miiller-Navar-
ra, 1997; Sargent et al, 1999; Parrish et al,
2007]. Hanpumep, Mronnep-HaBappa ¢ coaBT.
[Miiller-Navarra et al, 2000] mvarnanao mpone-
MOHCTPMPOBAJIM, YTO B I'MIIEP3BTPOMHOM IPYAY
(OasBuc, Kammudopunusa, CIIA) npoxyriumsa nad-
Huit 3aBucesia ot copepskanua ITHMKK B duro-
IJIaHKTOHe. B 9T0iI pabore obparraer Ha cebsA
BHMMaHIE TOT (PaKT, YTO, HECMOTPS Ha BBICOKYIO
ouomaccy duronnankrona (3,9—9,4 wmr Cul)
JeToM, NpoxyKumaA nadHMii Oblaa OYeHb HU3-
KOJ, a pasMep KJaaku Bapbuposatcsa oT 0 mo
0,5 sitifa. B 970 Bpemsa npeobsazany nyaHobaK-
TepUM ¢ HUYTOXKHO HUBKUM cogepskanueMm OIIK.
3uMoii, Koraa B (PUTOILIAHKTOHE HAUVHAJIM IIpe-
0bJiaZlaTh [1aTOMOBbIE BOJIOPOCIN C BBICOKUM CO-
nepsxkanveM OIIK, Hecmorpsa Ha TO 4yTO OMoMac-
ca (PUTOIJIAHKTOHA CHMIKAJIACh 0OJIee UeM B JIBa
pasza (mo 1,7-3,8 mr Ca!), mpomykmma mad-
HUIT U cpenHuii pasmep kaanku (9,1—17,0 aiia)
YBEJIMYMBAJINCH TI0 CPABHEHUIO C JIETHVMM Be-
guuyHaMy. OTCyTCTBME CBA3YM MeXIy Omomac-
caMy (PUTOIJIAHKTOHA M 300ILJIAHKTOHA aBTOPHI
00BACHUIM TEM, YTO IIPOAYKIMA KOHCYMEH-
TOB 3aBUCeJa, CKOpee, OT KauecTBa IUIIM, UeM
OT €e KOJIMYECTBA. JTO MOATBEPIKIAAETCHA ellle U
TeM, 4TO HamubOJbIIAaA KOppesdlud Oblia Hali-
JleHa MesKIy IPOAyKIuel AadHUII U comepsKa-
uuem JOIIK B cecrone. Xj0poniy a BOIPEKN
OKMUIAHMAM HE BJIMAJ Ha HPOAYKIMIO JadpHMIL
Taxkum obpasom, aBTOpamMu OBLI CIeJIAaH BbI-
BOJZI, 4YTO B BSBTPOQHBIX BOJ0OEMax COZEpIKa-
e JIIK B (puTOmIaHKTOHE MOMKET OBITH OC-
HOBHBIM (PaKTOPOM, BJMAMIMM Ha BTOPUYHYIO
IIPOAYKIUIO.

CrenyeT OTMETUTb, YTO MeJKIUEe U KPYIIHbIe
BBl 300ILJIAHKTOHA MOTYT IIO-Pa3HOMY pearu-
poBaTh Ha OAHU U Te K€ YPOBHU KOJMYIECTBA



U KadecTBa IUINYM. B KCIEPUMEHTAJIbHBIX yC-
JIOBUSAX I[IOKAa3aHO, YTO CKOPOCTbH pPOCTa MeJi-
roro Bupa Ceriodaphnia pulchella (Sars, 1862)
KOppeanpoBajia C KOJMYECTBOM MUIIEBBIX pe-
CYpPCOB, TOrZla KaK MPOAYKINMA KPYIHBIX nad-
uuit (Daphnia magna (Straus, 1820) u Daphnia
pulicaria (Forbes, 1893)) pearnpoBaJja Ha HemO-
craTtok OIIK [Feniova et al., 2019]. Takum 006-
paszoMm, MeJIKMe M KPyIIHbIe BUIbI 300IJIAHKTO-
Ha 00JIaZJal0T Pa3HBIMM CTPATEIVAMI BbIXKIBAHM
npy HeOJArOMPUMATHBIX IIMINEBBIX YCJIOBUAX,
YTO MOPUBOIUT K CMEHe JOMUHUPOBAHUSA MEXKIY
MEJIKMMM ¥ KPYIHBIMU BUJAMMU B 3aBUCUMOCTU
OT YCJIOBUII CpeJbL.

IPPERTNBHOCTD IEPEJAYN
PNU3NOJOTNMYECKN IIEHHBIX BEHIECTB
OT ®UTOIINIAHKTOHA K 300IIJIAHKTOHY

Iloseiienne comepsxkanna PIB B 300mIaHK-
TOHE OTHOCUTEJIbHO IOTPebJIAeMOii MM NI
obecnieunBaer OoJsiee d3(PPEKTUBHYIO Ilepenady
PIIB oT puTONIAHKTOHA K 300ILIAHKTOHY. MOK-
HO MPEeAIOJNIOMKUTE, YTO UeM OOJIbIIIe COIep Ka-
Hre PIIB B 300IJIaHKTOHE OTHOCUTEJIBHO IIOTPed-
JAEeMBIX PEecypcoB, TeM BBIIlIe UX IIPOAYKINA
U, CJIeOBaTeJbHO, 3(P(PEeKTUBHOCTL Iepeaaydn
STUX BeIeCTB OT (PUTOILJIAHKTOHA K 300ILJIaHK-
ToHy. PesysmbraTel paborsr M. V. I'mapgeime-
Ba u coasnT. [Gladyshev et al., 2011] no mnayue-
HIIO IIOTOKOB ODIIIETO OPraHMYecKoro yrJjepoja,
HeszameHnMbIxX ITHHK n-3 n dKK B 3BTpodhHOM
BojmoxpaHminile Byrad moxkasasy, 9YTO pas3HbIe
BeII[ecTBa IlepefaBaJiiCh OT (PUTOIJIAHKTOHA K
300IJIAHKTOHY C Pas3Holl 3((eKTUBHOCTHEIO. B
JacTHOCTY, 3¢ derTnBHOCT, nepenoca ITHMHKK
OT (PUTOILIAHKTOHA K 300ILJIAHKTOHY ObLiIa B IBa
pasa BbIIlle, YeM OPTaHUYEeCcKOro yriepona. Bme-
cte ¢ Tem C16-ITHIKE, coyskaiye Juib UCTOY-
HIKOM DHEPTMM JJIA KVMBOTHBIX, IlepeJlaBaJlliCh
MeHee 3(PPEeKTUBHO, YeM OOIIMII OpraHNYeCcKuit
yriepon. B soomsamkTone C1l6-ITHMK mogn-
BEpraeTcd MUTOXOHAPUAJILHOMY [-OKMUCJIEHNIO
npennouTuTesbHee, yeM He3aMmeHuMble [THKK
[Leonard et al, 2004]. Takum obpazom, MeHee
nenubsle KK B OCHOBHOM MCIIOJIB3YIOTCA JJIA Ka-
TaboJIMYEeCKUX IIPOIIEeCCOB, B TO BpPeMdA KaK He3a-
MEHMMBbIe KICJIOTEI cOeperarorcd. B pesynbrarte
conepsxanre ITHMK MosKeT MOBBIIIATBECA C KaK-
IBIM YPOBHEM TPO(MUECKOl I[enmM ¥, KaK pe-
3yJbTAT BTOr0, TpodudecKad NuUpaMuia IPOIyK-
nuit HesameHuMmbIx [THMKK 6yner He cysKaThCd,

KaK B CJIy4ae C yIJIEPOJIOM, a PacCIIUPATHCA
kBepxy [Gladyshev et al,, 2011].

Tpoduuecknit craryc u raybmHa BomoeMma
MOTYT BJIMATH Ha dP(PEKTUBHOCTE IIepesady Be-
IIIECTB OT (PUTOIJIAHKTOHA K 300ILIAHKTOHY. B
pAny uccienyeMbIx 56 o03ep € pasHbBIMU IJIy-
6uHaMy  (yJIbTPaoJmuroTpodpHele, OJUTOTPOd-
Hble, Me30TPOdHBIE U DBTPOQHEBIE) d3PPEKTUB-
HOCTb IIEpeHOCa BEIIeCTBa OT (PUTOILJIAHKTOHA
K 300IJIAHKTOHY JIOCTOBEPHO CHMIKAJIACh Kak
B MEJIKOBOJIHBIX, TaK U B IJIyOOKOBOOHBIX O3e-
pax [Lacroix et al., 1999]. Oguako 3axoHOMEp-
HOCTM BJIMAHMA TPO(PMUUECKOTO CcTaTyca Ha 3d-
(PEKTMBHOCTE IIepeHoca MaTepuaja OTJINYAJNCh
MEeJKIy MEeJKOBOIHBLIMIU U TJIyDOKOBOIHBIMU O3€-
pamu. OfHOM M3 IPUYMH 3TOMY MOIJIO OBITBE MC-
II0JIb30BaHME B300IIJIAHKTOHOM B MEJIKOBOJHBIX
o3epax aJIbTE€PHATUBHBIX VMCTOYHMKOB IIMIIIE€BbIX
PecypcoB IIOMMMO IIJIAHKTOHHBIX BOJIOPOCJET],
BKJIIOYasA OeHTOCHBIE 1 ITepU(PUTOHHBIE TAKCOHBL
BoamoskHO, uTO passmmuna B 9PPEeKTUBHOCTAX
repenayy MaTepuasa oT (PUTOIJIAHKTOHA K 300-
IIJIAHKTOHY B BOJOEMAaX Pa3HOrO0 TPO(UIECKO-
IO cTaTyca BOSHMKAIOT M3-3a Pas3JNyuii B IIpec-
ce pbI0 Ha 300mJaHKTOH. IIokazaHo, YTO IIpecc
PpbIO Ha 300IJIAHKTOH YCUJIMBAETCA C IIOBLIIIEHN-
eM TpodpHOCTU [Downing et al,, 1990].

Ha sddexruBrOCTE Nepenaun ®IIB ot duro-
IUIAHKTOHA K 300ILJIAHKTOHY MOTYT BJIMATH 0MO-
Tudeckue parTopsl Dreissena polymorpha (Pal-
las, 1771) — omguH W3 MOIIHBIX OMOTUYECKUX
(paKkTOpPOB, BIMAIOIINX HA IJIAHKTOHHBIE COO0-
mectBa. JlpeiicceHa B pesyJibTare ee (pUIbTPa-
LIIOHHOJ aKTVBHOCTY MOKeT 3HAYMTEJBHO CO-
KpalllaTh KOJMYECTBO (PUTOILJIAHKTOHA [Vanni,
2002; Conroy, Culver, 2005; Conroy et al, 2005].
Ipeticcena crmocoOHa K M30MpaTe bHOMY IIMTa-
HUMIO, OTTOpras BOJOPOCJM HM3KOTO KadecTBa,
B YACTHOCTM, CEJIEKTUMBHO HIOTPe0JIAA CEeCTOH
¢ BeICOKMM copepskanueMm OIIK, T.e. nuaTomo-
Bble Bogopocau [Makhutova et al, 2013]. Operic-
CceHa MOKeT BbI3hbIBATL “I[BeTeHue” ImuaHobaKTe-
puit Microcystis B yCJIOBUAX HU3KOIV TPOPHOCTHU
3a CYeT BBIJEJIeHNUA IPOAYKTOB JKU3HEEeATeb-
HOCTHU, COJepsKaIlux OMoreHHbIe BerlecTBa [Rai-
kow et al., 2004; Knoll et al.,, 2008; Sarnelle
at al, 2012; Vanderploeg et al., 2017], Torma
KaK B YCJOBMAX BBICOKOM TPOQPHOCTM MOJLJIIOC-
KM, HaoDOPOT, CHMIKAIOT O0MJIMe IVaHODaAKTepuii
3a cyer mx norpebsenus [Waajen et al, 2016].
B skcnepumenTasbHbIX paborax MoKasaHO, dUTO
JipericceHa IIOBBIIIAeT KOHIIEHTPALMIO HeOpraHu-
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deckoro P B Bozie, YTO OPMBOAUT K IOBBIIIEHNIO
€ro CoZepsKaHuA B BOJOPOCJIAX, TEM CaMBbIM CIIO-
coOCTBYsA pasBUTHIO KPYNHBIX naduuii [Feniova
et al, 2015, 2018]. Iloxazarno, 4YTO xgpeiicce-
Ha CIIOCOOCTBYEeT Pas3BUTMIO HUTYATBHIX HeChe-
IOOHBIX 3eJieHbIX Bogopocseil [Feniova et al.,
2020], xKoTOpBIE IOAABJIAIOT Pa3BUTME CheTOOHBIX
IJIAHKTOHHBIX BOJl0pocJieil. B pesynbraTe Taknx
BO3IEJICTBUN pelicceHa MOYKeT OKa3bIBaTh 3Ha-
4NTeJIbHOE BJIMAHME Ha Pas3BUTHE (PUTOIJIAH-
KTOHAa M, CJIeIOBATeJIbHO, Ha €ro IIPOIYKIIMIO
” 3(pPEeKTUBHOCTEL IIepeHoca BelllecTB OT (PUTO-
IIJTAHKTOHA K 300ILJIAHKTOHY.

B skcnepumeHTax, Te MaHUITYJIVMPOBAJN IIPU-
CyTCTBMEM / OTCYTCTBUEM ApelicceHbl, ObLIO MC-
CJIeJIOBAHO ee BIMAHME Ha D(PPEKTVBHOCTEL IIepe-
Hoca C, N, P, JIIK, JIT'K u oomux KK ot dpu-
TOIJIAHKTOHA K 300MJIaHKTOHY [CaxapoBa u Ap.,
2021]. Opeviccena cHmKaga 3PEQPEKTUBHOCTD IIe-
penaun BCeX HTUX BEIeCTB OTHOCUTEJIHLHO KOH-
TPOJA, OIHAKO II0-Pa3HOMY BJMAJA Ha dd-
¢extuBHOCTE nepenoca PIIB. Tak, npericceHa
cHIKaJa dpderTuBHOCTDL nepenaydu C B 6 pas,
OIIK — B3 pasa, [AI'K - B4 pasa, o0mumx
KK — B3 paza, N—B6 paz uw P — B 7 pas
o cpaBHeHMIO ¢ kKoHTposeMm [CaxapoBa u Ip.,
2021]. Takoii HeraTmBHBIN 3(QdEeKT MOTr OBITH
CBfIBAH C OTPMLATEJbHBIM BJIVAHMUEM JIPeliCCeHBI
Ha OMoMaccy ¥ IPOJIYKLMIO 300ILJIAHKTOHA B pe-
3yJbTaTe KOHKYPEHTHBIX OTHOIIEHMII C IIpeJicTa-
BUTEJIAMI 300IJIAHKTOHA 3a MNIIEBble PeCypChl
U CIABUTOM CTPYKTYPBI (DMTONJIAHKTOHA B CTOPO-
Hy IIpeoOJiafilaHMsa HUTYATBIX 3€JIeHBIX BOJIOPOC-
JIei, HeJIOCTYIIHbIX IJIA 300IJaHKTOHA.

Eme ogamm 6motuyeckuM (pakToOpoM, BJIIMA-
IOITVIM Ha II€PEeHOC BEeIecTBa U DHepruy oT Pu-

TOIIJIAaHKTOHa K 300ILJIaHKTOHY, ABJIAIOTCSA pr6bI.

IInaukTOHOARHBIE PBIOBI MOTYT MEHATb CTPYK-
Typy B300IJIAaHKTOHA, Bblefas OoJsiee KPYIIHBIX
ocobeit [Gliwicz, 2003] wan MeaJeHHO IIaBa-
IOLIVX BETBUCTOYCBHIX PAaKOOOPas3HBIX, KOTOPHIE,
B OTJIMYVE OT BECJIOHOTMX PaKoOOpas3HbIX, HE MO-
I'yT aKTMBHO m30eraTb aTtak poid [Bohl, 1982;
Okun, Mehner, 2005]. Pribs1 Taksxe MOTyT BJIM-
ATb Ha CTPYKTYPY (PUTOIJIAHKTOHHBIX CO00-
IIIECTB, BBIAEJAA B BOAY HPOAYKTHI sKU3HEJEd-
TEJILHOCTU ¥ TaKMM 00pa3oM MeHAA XUMUYIeCKIit
COCTaB BEIIeCTB, AOCTYIHBLIX IJIA (PUTOIJIAHK-
ToHa [Happey-Wood, Pentecost, 1981; Lin,
Schelske, 1981; Brabrand et al., 1984]. Kak pe-
3yJbTAT BIUAHUA pbIO OyZeT M3MEHATHCA IIPO-
OYKLMA (PUTOILJIAHKTOHA ¥ 300ILJIAHKTOHA, a CJie-
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JIOBaTeJIbHO, U 3(PPEeKTUBHOCTL Iepenaun PIIB
OT (PUTOILTAHKTOHA K 300IJIAHKTOHY.

ITockosbKy pBIOBI CUJIBHO CHISKAIOT D1OMac-
Cy B3O00IJIaHKTOHA BCJIEJICTBME €ro BbIEJIAaHNA,
TO B CJIy4ae OLIeHKM BIIMAHUA PbI0 Ha MIPOIYK-
LIMIO 300IIAHKTOHA IIpaBUJIbHEE OI[eHMBATH II0-
TEHIVAJIbHO BO3MOSKHYIO IpoAyKumio, T.e. P/ B
K02(pPUIMEHT (IPOAYKIMA HA eIVHUILY OMroMac-
cel). VL. FO. PeneBa u coaBt. [2021] onpenenanmn
BJIMAHVE PBIO Ha oTHOIleHKe P / B 300miaaHkTO-
Ha K P / B duronankToHa, YTO OTpaskaetr adh-
dexTuBHOCTD Nepenauy C Ha eAVHUITY OMIOMAaCCHL
OxazaJjoch, 4TO PHIOBI IIOBIIAM JAHHBIN ITOKa-
3areJsb B 2 paza, P — B 124, N — B 25, J3IIK —
B 124, IITK — B 7,4 paza, a obuwmx KK — B 10
pas 1o cpaBHeHMIO ¢ KoHTpoJseM. CienoBaTesb-
HO, B IIPUCYTCTBUM PbIO 300ILJIAHKTOH OoJiee adh-
(PEKTUBHO UCIIOJb3YET IUIIEBbIE PECYPCHI B pe-
3yJbTaTe OCJabJeHNA KOHKYPEHIM MEeXIy
BUIaMM 300ILJIaHKTOHA.

3ARJIOYEHINE

AP peKrTBHOCTL IIepenaydy BeLIeCcTB OT pu-
TOIJIAHKTOHA K 300IIJIAHKTOHY KOHTPOJIMPYETCH
MHOKEeCTBOM (PaKTOPOB, Cpeny KOTOPBIX Kade-
CTBO IMIIM, BbIpaskaemoe copep:xkanueMm [THHKK
Y CTEXVIOMETPUYECKNMI COOTHOILIEHUAMY, TPO-
dpuuecknii craTyc BoJOeMa, TaKCOHOMMUYECKMIL
COCTaB 300ILJIAHKTOHA ¥ (PUTOILJIAHKTOHA, TeMIIe-
parypa u T. 1. OfHaKO, Kak [I0Ka3bIBaeT aHaJN3
paboT, BasKeH He CTOJBKO YpPOBEHb (PAKTOPOB,
CKOJIbKO DaJiaHC MEKIy MHOKEeCTBOM (paKTOPOB.
ITosTOoMy B 5KOJIOTMM TIOABMJIOCH TaKOe HaIIpaB-
JIeHMe, KaK dKoJormdeckas crexyomerpusd. Crep-
Hep u Aucep [Sterner, Elser, 2002] maswsiBasanu
DKOJIOTMYECKYIO CTeXMOMETPUI0 KaK HayKY,
y4YaIIyo 0aJaHC MeXKy MHOMKECTBOM XVMUYe-
CKIX BEIeCTB, YYaCTBYIOIIMX B DKOJIOTUIECKUX
nporeccax. JIMMUTUPYoOImMM (PakTOpOM CTaHO-
BUTCA TOT DJIEMEHT, KOTOPOTO HEeIOCTaTOYHO
1A coxXpaHeHUA OaJsiaHca, MIONOOHO 3aKOHY MU-
HumyMma JInbnuxa. Ecom mponsoiiner HapylieHue
faJslaHca MEXAY KaKMMU-JIMO0 IIepeMEeHHBLIMH,
PeryanpymolyMy IJIaHKTOH, TO 3TO OTPa3UTb-
CA Ha UX OPOAYKIMU M B(PPEKTUBHOCTU Iepera-
Y BEIeCTB OT IIPOAYIIEHTOB BBEPX II0 BCEN TPO-
pmIecKoit ceTn.

AHanm3 M MHTepHIperanyusa JUTepaTypbl II0 30-
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OIVIaHKTOHY BBIIIOJIHEHbBI IIPU CbI/IHaHCOBO]‘/'I Imon-

nepoxkke Poccmiickoro HaydHOro poHza (IIPOEKT

Ne 21-14-00123), a aHanM3 M MHTepIIpeTalUs JIUTe-
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cygmapcTBeHHOro 3azaHus (Tema Ne 121051100099-5).
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donna HamnmoHasbHOEe areHTCTBO IO aKaJleMUYecKO-
My obmeny (morosop Ne PPN/ULM/2020/1/00258/U/
DRAFT/00001).

JUTEPATYPA

Bysrakos H. T, JleBuu A. II. BuioreHHble 3J€MeHTEI B cpefe
7 (DUTONIJIAHKTOH: COOTHOIIeHVe a3oTa 1 docdopa Kak
CaMOCTOATEJIbHBI (PAKTOP PEryaupOBaHUA CTPYKTYPBI
aJsibrorenosa // Ycmexu copem. omosorum. 1995. T. 15,
Ne 1. C. 13-23.

T'nanpines M. V1. HesaMeHuMBIE IIOJVHEHACHIIIIEHHBIE KUP-
Hble€ KMCJIOTBI M MX INIIEBble MCTOYHUKN [JIA deJoBe-
ka // HKypn. Cub. den. yu-ta. Cep. Buosn. 2012. T. 5, No 4.
C. 352—386.

Hy6osckasa O. II. He cBA3aHHaA ¢ XMUIHMKAMM CMEPTHOCTH
pakooOpas3HbIX, €e BO3MOYKHble IPUYMHBI (00630p Jin-
Tepatypsl) // HypH. o6 6mosorum. 2009. T. 70, Ne 2.
C.168—192.

Kopmuien; O. H. MKupHble KUCJIOTBI B TPOMUUECKUX CETAX
9KOCVCTEM BHYTPEHHMX BOZ: IUC. ... O-pa OMOJ. HAyK.
Kpacnosapck, 2019. 350 c.

Caxaposa E.T., Kapnosuu M., T'manpmmes M. VL, Cy-
mmk H. H., Topeasnnesa 3.1, dPenesa Il IO. Bunanne
Dreissena polymorpha Ha 5QQeKTUBHOCTL Mepenayn
yriepoza, “KMPHBIX KHUCJOT, aszora u gocdopa ot du-
TOIIAHKTOHA K 300IIAaHKTOHY // MypH. 00w Omo-
gormm. 2021. T.82, Ne 3. C.188-200. doi: 10.31857/
S0044459621030052

Denera JI. IO, Caxaposa E.T'., Tumagemmes M. I, Cy-
muk H. H., Topessinesa 3.V, Kapmnosuy M. Bunsanne
peI0 Ha BPEKTUBHOCTL Iepefadyn yryiepoja, IOoJMHe-
HACBIIIEHHBIX KVMPHBIX KJCJOT ¥ OMOTeHHBIX BJEMEHTOB
OT (PUTOIJIAHKTOHA K 300IJIAHKTOHY B DBTPOMHBIX yC-
JoBUAX // 3ooa. :xkypH. 2021. T. 100, Ne 2. C. 194—-208.
doi: 10.31857/S0044513421020215

Ahlgren G., Goedkoop W., Markensten H., Sonesten L.,
Boberg M. Seasonal variation in food quality for pelag-
ic and benthic invertebrates in Lake Erken: the role of
fatty acids // Freshwat. Biol. 1997. Vol. 38, N 3.P.555—
570. doi:10.1046/j.1365-2427.1997.00219.x

Ahlgren G., Gustafsson I.-B., Boberg M. Fatty acid con-
tent and chemical composition of freshwater mi-
croalgae // J. Phycology. 1992. Vol. 28, N 1. P. 37—-50.
doi: 10.1111/j.0022-3646.1992.00037.x

Andersen T., Hessen D. O. Carbon, nitrogen, and phos-
phorus content of freshwater zooplankton // Limnol.
Oceanogr. 1991. Vol. 36, N 4. P. 807—814. doi: 10.4319/
10.1991.36.4.0807

Ballantyne A.P., Brett M. P, Schindler D.E. The impor-
tance of dietary phosphorus and highly unsaturated fat-
ty acids for sockeye (Oncorhynchus nerka) growth in lake
Washington — a bioenergetic approach // Can. J. Fish
Aquat. Sci. 2003. Vol. 60. P. 12—22. doi: 10.1139/£02—-166

Bell M. V., Batty R.S., Dick J.R., Fretwell K., Navar-
ro J.C., Sargent J. R. Deitary deficiency of docosa-
hexaenoic acid impairs vision at low light intensities in
juvenile herring (Clupea harengus L.) // Lipids. 1995.
Vol. 30. P. 443—449.

Bell M. V., Tocher D. R. Biosynthesis of polyunsaturat-
ed fatty acids in aquatic ecosystems: general pathways

and new directions // Lipids in aquatic ecosystems.
N. Y.: Springer, 2009. P. 211-236.

Bellou S., Baeshen M. N., Elazzazy A. M., Aggeli D., Sa-
yegh F., Aggelis G. Microalgal lipids biochemistry and
biotechnological perspectives //  Biotechnol. Adv.
2014. Vol. 32, N 8. P. 1476—1493. doi: 10.1016/j.bio-
techadv.2014.10.003

Beuckels A., Smolders E., Muylaert K. Nitrogen availabil-
ity influences phosphorus removal in microalgae-based
wastewater treatment // Water Res. 2015. Vol 77,
98e106. doi: 10.1016/j.watres.2015.03.018

Bohl E. Food supply and prey selection in planktivorous
Cyprinidae // Oecologia. 1982. Vol. 53. P. 134—138.

Brabrand A., Bjorn F., Torsten K., Nilssen P.J. Can iron
defecation from fish influence phytoplankton pro-
duction and biomass in eutrophic lakes? // Limnol.
Oceanogr. 1984. Vol. 29, N 6. P.1330—1334. doi: 10.4319/
10.1984.29.6.1330

Brett M. T., Miiller-Navarra D. C. The role of highly un-
saturated fatty acids in aquatic food-web process-
es // Freshwat. Biol. 1997. Vol. 38, N 3. P. 483—-500. doi:
10.1046/j.1365—2427.1997.00220.x

Brett M. T., Miiller-Navarra D.C., Persson J. Crustacean
zooplankton fatty acid composition // Lipids in aquat-
ic ecosystems. N. Y.: Springer, 2009. P. 115—146.

Breuer G., Evers W. A. C, de Vree J. H., Kleinegris D. M. M.,
Martens D. E., Wijffels R. H, Lamers P.P. Analysis
of fatty acid content and composition in microal-
gae // JoVE. 2013. Vol. 80. €50628. doi: 10.3791/50628

Burns C. W.,, Brett M. T., Schallenberg M. A comparison of
the trophic transfer of fatty acids in freshwater plank-
ton by cladocerans and calanoid copepods // Freshwat.
Biol. 2011. Vol. 56, N 5. P. 889—903. doi: 10.1111/j.1365-
2427.2010.02534.x

Caramujo M.-J.,, Boschker H.T.S., Admiraal W. Fatty
acid profiles of algae mark the development and
composition of harpacticoid copepods // Freshwat.
Biol. 2008. Vol. 53, N 1. P. 77-90. doi: 10.1111/j.1365—
2427.2007.01868.x

Cloern J. E. Why large cells dominate estuarine phyto-
plankton // Limnol. Oceanogr. 2018. Vol.63, N SI.
P. 392-409. doi:10.1002/1n0.10749

Conroy J.D., Culver D. A. Do dreissenids mussels affect
Lake Erie ecosystem stability processes? // Am. Mid-
land Nat.2005. Vol. 153, N 1.P.20—32.doi: 10.1674/0003-
0031(2005)153[0020: DDMALE]2.0.CO;2

Conroy J.D.,, Kane D.D., Dolan D. M., Edwards W.J.,
Charlton M. N., Culver D. A. Temporal trends in Lake
Erie plankton biomass: roles of external phospho-
rus loading and dreissenid mussels // J. Great Lakes
Res. 2005. Vol.31. P. 89—-110. doi: 10.1016/S0380-
1330(05)70307-5

Coppens J., Decostere B., van Hulle S., Nopens I, Vlae-
minck S. E., de Gelder L, Boon N. Kinetic explora-
tion of nitrate-accumulating microalgae for nutrient
recovery // Appl. Microbiol. Biotechnol. 2014. Vol. 98.
P. 8377—-8387.

Dalsgaard J., John M. S., Kattner G., Miller-Navarra D.,
Hagen W. Fatty acid trophic markers in the pelag-
ic marine environment // Adv. Mar. Biol. 2003. Vol. 46.
P. 225—340. doi: 10.1016/S0065-2881(03)46005-7

de Mott W. R. The role of taste in food selection by fresh-
water zooplankton // Oecologia. 1986. Vol. 69. P. 334—340.

Desvilettes C., Bourdier G., Amblard C.,, Barth B. Use of
fatty acids for the assessment of zooplankton grazing

385



on bacteria, protozoans and microalgae // Freshwat.

Biol. 1997a. Vol. 38, N 3. P. 629—637. doi: 10.1046/j.1365-
2427.1997.00241.x

Desvilettes C., Bourdier G., Breton J. C. On the occurrence
of a possible bioconversion of linolenic acid into doco-
sahexaenoic acid by the copepod Eucyclops serrulatus
fed on microalgae // J.Plankton Res. 1997b. Vol. 19,
N 2. P. 273-278. doi: 10.1093/plankt/19.2.273

Dijkman N. A., Kromkamp J. C. Phospholipid-derived fat-
ty acids as chemotaxonomic markers for phytoplank-
ton: application for inferring phytoplankton compo-

sition // Mar. Ecol. Progr. 2006. Vol. 324. P. 113—125.

doi: 10.3354/meps324113
Downing J. A., Plante C., Lalonde S. Fish production cor-
related with primary productivity, not the Morphoe-

daphic Index // Can. J. Fish. Aquat. Sci. 1990. Vol. 47.

P.1929-1936. doi: 10.1139/£90—217

Edwards K. F., Klausmeier C. A., Litchman E. Evidence
for a three-way trade-off between nitrogen and phos-
phorus competitive abilities and cell size in phyto-

plankton // Ecology. 2011. Vol. 92, N 11. P. 2085—2095.

doi: 10.1890/11-0395.1

Eixler S., Karsten U., Selig U.Phosphorus storage in Chlo-
rella vulgaris (Trebouxiophyceae, Chlorophyta) cells
and its dependence on phosphate supply // Phycolo-
gia. 2006. Vol. 45, N 1. 53e60. doi: 10.2216,/04-79.1

Elser J. J., Dobberfuhl D. R., MacKay N. A., Schampel J. H.

Organism size, life history, and N: P stoichiometry:
Toward a unified view of cellular and ecosystem pro-
cesses // Bioscience. 1996. Vol. 46, N 9. P. 674—684. doi:
10.2307/1312897

Elser J.J., O’Brien W.J., Dobberfuhl D. R., Dowling T. E.

The evolution of ecosystem processes: growth rate and
elemental stoichiometry of a key herbivore in tem-

perate and arctic habitats // J. Evol. Biol. 2000. Vol. 13.

P. 845—853.

Feniova I, Dawidowicz P., Ejsmont-Karabin J., Glady-
shev M., Kalinowska K., Karpowicz M., Kostrzews-
ka-Szlakowska I, Majsak N., Petrosyan V., Razlut-
skij V., Rzepecki M.,
Effects of zebra mussels on cladoceran communities

under eutrophic conditions // Hydrobiologia. 2018.

Vol. 822, P. 37—54. doi: 10.1007/s10750-018-3699-4

Feniova I, Dawidowicz P., Gladyshev M. I, Kostrzews-
ka-Szlakowska I, Rzepecki M., Razlutskij V., Sush-
chik N. N, Majsak N., Dzialowski A. R. Experimental
effects of large-bodied Daphnia, fish and zebra mus-
sels on cladoceran community and size structure //
J. Plankton Res. 2015. Vol. 37, N 3. P.611-625. doi:
10.1093/plankt/fbv022

Feniova I. Y., Karpowicz M., Gladyshev M.I, Sush-
chik N.N., Petrosyan V.G., Sakharova E.G., Dzia-
lowski A. R. Effects of Macrobiota on the Transfer Ef-
ficiency of Essential Elements and Fatty Acids From
Phytoplankton to Zooplankton Under Eutrophic Con-

ditions // Front. in Environ. Sci. 2021. Vol. 9. 739014.

doi:10.3389/fenvs.2021.739014

Feniova I, Sakharova E.G., Gorelysheva Z. 1.,
icz M., Gorniak A.,
Effects of zebra mussels (Dreissena polymorpha) on
phytoplankton community structure under eutroph-

Karpow-

ic conditions // Aquatic Invasions. 2020. Vol. 15, N 3.

P. 435—454. doi: 10.3391/ai.2020.15.3.05
Feniova I, Sakharova E., Karpowicz M., Gladyshev M. I,
Sushchik N. N., Dawidowicz P., Gorelysheva Z., Gor-

386

Sushchik N., Dzialowski A. R.

Petrosyan V., Dzialowski A. R.

niak A., Stroinov Y., Dzialowski A. Direct and indi-
rect impacts of fish on crustacean zooplankton in ex-
perimental mesocosms // Water. 2019. Vol. 11, 2090.
d0i:10.3390/w11102090

Finkel Z. V., Beardall J., Flynn K. J., Quigg A., Rees T. A. V.,
Raven J. A. Phytoplankton in a changing world: Cell size
and elemental stoichiometry // J.Plankton Res. 2010.
Vol. 32, N 1. P. 119—137. doi: 10.1093/plankt/fbp098

Frost P. C.,, Evans-White M. A., Finkel Z. V., Jensen T. C,,
Matzek V. Are you what you eat? Physiological con-
straints on organismal stoichiometry in an elementally
imbalanced world // Oikos. 2005. Vol. 109, N 1. P. 18—
28. doi: 10.1111/j.0030-1299.2005.14049.x

Galloway A. W. E., Winder M. Partitioning the relative im-
portance of phylogeny and environmental conditions on
phytoplankton fatty acids // PLoS One. 2015. Vol. 10,
N 6.e0130053. doi: 10.1371/journal.pone.0130053

Gladyshev M. I, Sushchik N. N., Anishchenko O. V.,
Makhutova O. N.,, Kolmakov V.1, Kalachova G.S,,
Kolmakova A. A, Dubovskaya O.P. Efficiency of
transfer of essential polyunsaturated fatty acids ver-
sus organic carbon from producers to consumers in a
eutrophic reservoir // Oecologia. 2011. Vol. 165. P. 521—
531. doi: 10.1007/s00442-010-1843-6

Gladyshev M. I, Sushchik N.N., Dubovskaya O.P., Buse-
va Z.F., Makhutova O. N., Fefilova E. N., Feniova 1. Y,
Semenchenko V. P., Kolmakova A. A, Kalachova G. S.
Fatty acid composition of Cladocera and Copepoda from
lakes of contrasting temperature // Freshwat. Biol
2015. Vol. 60, N 2. P. 373—386. doi: 10.1111/fwhb.12499

Gladyshev M. I, Sushchik N. N., Kolmakova A. A., Kala-
chova G. S., Kravchuk E. S., Ivanova E. A., Makhuto-
va O.N. Seasonal correlations of elemental and ©3
PUFA composition of seston and dominant phy-
toplankton species in a eutrophic Siberian Reser-
voir // Aquat. Ecol. 2007. Vol. 41. P. 9—23. doi: 10.1007/
s10452-006-9040-8

Gladyshev M. I, Temerova T. A., Dubovskaya O.P., Kol-
makov V.1, Ivanova E. A. Selective grazing on Cryp-
tomonas by Ceriodaphnia quadrangula fed a natural
phytoplankton assemblage // Aquat. Ecol. 1999. Vol. 33.
P. 347-353.

Gliwicz Z. M. Between hazards of starvation and risk of
predation: the ecology of off-shore animals // Excel-
lence in Ecology. Book 12. Germany: Oldendorf/Luhe,
2003. P. 379.

Gugger M., Lyra C., Suominen I, Tsitko I., Humbert J.-F.,
Salkinoja-Salonen M. S., Sivonen K. Cellular fatty acids
as chemotaxonomic markers of the genera Anabaena,
Aphanizomenon, Microcystis, Nostoc and Planktothrix
(cyanobacteria) // Int.J. Syst. Evol. Microbiol. 2002. Vol.
52, N 3. P.1007-1015. doi: 10.1099/00207713-52-3-1007

Guschina I. A, Harwood J. L. Mechanisms of temper-
ature adaptation in poikilotherms // FEBS Lett.
2006. Vol. 580, N 23. P. 5477—5483. doi: 10.1016/j.teb-
slet.2006.06.066

Gutseit K., Berglund O., Granéli W. Essential fatty acids
and phosphorus in seston from lakes with contrasting
terrestrial dissolved organic carbon content // Fresh-
wat. Biol. 2007. Vol. 52, N 1.P.28-38.doi: 10.1111/j.1365-
2427.2006.01668.x

Happey-Wood C. M., Pentecost A. Algal bioassay of
the water from two linked but contrasting Welsh
lakes // Freshwat. Biol. 1981. Vol. 11, N 5. P. 473—491.
doi: 10.1111/j.1365—2427.1981.tb01278.x



Heckmann L.-H., Sibly R. M., Timmermans M. J.T. N,
Callaghan A. Outlining eicosanoid biosynthesis in the

crustacean Daphnia // Front. Zool. 2008. Vol. 5. P. 11.

doi: 10.1186/1742-9994-5-11

Hessen D. O. Carbon, nitrogen and phosphorus status
in Daphnia at varying food conditions // J.Plank-
ton Res. 1990. Vol. 12, N 6. P. 1239—-1249. doi: 10.1093/
plankt/12.6.1239

Hessen D. O. Nutrient element limitation of zooplankton
production // Am. Nat. 1992. Vol. 140, N 5. P. 799—-814.

Hessen D. O., Leu E. Trophic transfer and trophic modi-
fication of fatty acids in high Arctic lakes // Fresh-
wat. Biol. 2006. Vol. 51, N 11.P.1987-1998.doi: 10.1111/
j.1365-2427.2006.01619.x

Hessen D. O, Elser J.J., Sterner R. W., Urabe J. Ecologi-
cal stoichiometry: an elementary approach using ba-

sic principles // Limnol. Oceanogr. 2013. Vol. 58, N 6.

P. 2219—2236. doi: 10.4319/10.2013.58.6.2219

Hixson S. M., Arts M. T. Climate warming is predicted to
reduce omega-3, long-chain, polyunsaturated fatty
acid production in phytoplankton // Global Change
Biol. 2016. Vol. 22, N 8. P. 2744-2755. doi: 10.1111/
gch.13295

Iwabuchi T., Urabe J. Phosphorus acquisition and compet-
itive abilities of two herbivorous zooplankton, Daph-

nia pulex and Ceriodaphnia quadrangular // Ecol Res.

2010. Vol. 25, N 3. P. 619—627.
Izquierdo M. S., Fernandez-Palacios H., Tacon A. G. J. Ef-
fect of broodstock nutrition on reproductive perfor-

mance of fish // Aquaculture. 2001. Vol. 197, N 1-4.

P. 25—42. doi: 10.1016/S0044-8486(01)00581-6
Jardine T. D., Galloway A. W.E., Kainz M. J. Unlocking the
power of fatty acids as dietary tracers and metabol-

ic signals in fishes and aquatic invertebrates // Phil

Trans. R. Soc. 2020. Vol. 375, N 1804. P. 20190639. doi:
10.1098/rstb.2019.0639

Kainz M., Arts M. T., Mazumder A. Essential fatty ac-
ids in the planktonic food web and their ecological role

for higher trophic levels // Limnol. Oceanogr. 2004.

Vol. 49, N 5.P.1784—-1793. doi: 10.4319/10.2004.49.5.1784

Karpowicz M., Feniova I, Gladyshev M. I, Ejsmont-Kara-
bin J., Goérniak A., Zielinski P., Dawidowicz P., Kol-
makova A. A., Dzialowski A. R. The stoichiometric ra-
tios (C: N: P) in a pelagic food web under experimental
conditions // Limnologica. 2019. Vol. 77. P. 125690. doi:
10.1016/j.1imno.2019.125690

Kelly J. R., Scheibling R. E. Fatty acids as dietary tracers

in benthic food webs // Mar. Ecol. Progr. 2012. Vol. 446.

P. 1-22. doi: 10.3354/meps09559

Klausmeier C. A., Litchman E., Daufresne T., Levin S. A.

Optimal nitrogen-to-phosphorus stoichiometry of phy-
toplankton // Nature. 2004. Vol. 429, N 6988. P. 171—
174.

Knoll L. B, Sarnelle O.,, Hamilton S. K., Kissman C. E. H.,,
Wilson A. E., Rose J.B., Morgan M. R. Invasive zebra
mussels (Dreissena polymorpha) increase cyanobacte-

rial toxin concentrations in low-nutrient lakes // Can.

J. Fish Aquat. Sci. 2008. Vol. 65. P. 448—455. doi: 10.1139/
£f07-181

Lacroix G., Lescher-Moutoue F., Bertolo A.Biomass and
production of plankton in shallow and deep lakes: are
there general patterns? // Ann. Limnol. 1999. Vol. 35,
N 2. P.111-122. doi:10.1051/1limn /1999016

Leonard A.E., Pereira S. L., Sprecher H,
Elongation of long-chain fatty acids // Prog. Li-

Huang Y.-S.

pid Res. 2004. Vol. 43. P. 36—54. doi: 10.1016/s0163-
7827(03)00040-7

Levich A. P., Bulgakov N. G. Regulation of species and size
composition in phytoplankton communities in situ by
N: Pratio // Rus. Aquat. Ecol. 1992. Vol. 2. P. 149—159.

Lin C. K., Schelske C. L. Seasonal variation of potential
nutrient limitation to chlorophyll production in south-
ern Lake Huron // Can.J. Fish Aquat. Sci. 1981. Vol. 38.
P.1-9. doi: 10.1139/£81-001

Lindeman R. L. The trophic—dynamic aspect of
gy // Ecology. 1942. Vol. 23, N 4. P. 399—418.

Loladze I., Elser J.J. The origins of the Redfield nitro-
gen-to-phosphorus ratio are in a homoeostatic pro-
tein-to-rRNA ratio // Ecol. Lett. 2011. Vol. 14, N 3.
244e250. doi: 10.1111/j.1461-0248.2010.01577.x

Makhutova O. N., Protasov A. A., Gladyshev M., Sylaie-
va A. A, Sushchik N.N,, Morozovskaya I. A., Kala-
chova G. S. Feeding spectra of bivalve mollusks Unio
and Dreissena from Kanevskoe Reservoir, Ukraine:
are they food competitors or not? // Zool. Stud. 2013.
Vol. 52, N 56. P. 56.

Martin-Creuzburg D., Wacker A., Basena T. Interactions
between limiting nutrients: consequences for somatic
and population growth of Daphnia magna // Limnol.
Oceanogr. 2010. Vol. 55, N 6. P.2597—-2607. doi: 10.4319/
10.2010.55.6.2597

Miiller-Navarra D.C.,, Brett M. T., Liston A. M., Gold-
man C. R. A highly unsaturated fatty acid predicts car-
bon transfer between primary producers and consum-
ers // Nature. 2000. Vol. 403. P. 74—=77.

Miiller-Navarra D.C., Brett M. T., Park S., Chandra S,
Ballantyne A. P., Zorita E., Goldman C. R. Unsaturated
fatty acid content in seston and tropho-dynamic cou-
pling in lakes // Nature. 2004. Vol. 427. P. 69—72.

Okun N., Mehner T. Distribution and feeding of juve-
nile fish on invertebrates in littoral reed (Phragmites)
stands // Ecol. Freshwat. Fish. 2005. Vol. 14, N 2.
P. 139-149. doi: 10.1111/j.1600-0633.2005.00087.x

Olsen Y., Jensen A., Reinertsen H., Beorsheim K. Y., Hel-
dal M., Langeland A. Dependence of the rate of re-
lease of phosphorus by zooplankton on the P: C ratio
in the food supply, as calculated by a recycling mod-
el // Limnol. Oceanogr. 1986. Vol. 31, N 1. P. 34—44. doi:
10.4319/10.1986.31.1.0034

Parrish C. C., Whiticar M., Puvanendran V.Is ©6 docosap-
entaenoic acid an essential fatty acid during early on-
togeny in marine fauna? // Limnol. Oceanogr. 2007.
Vol. 52, N 1. P. 476—479. doi: 10.4319/10.2007.52.1.0476

Persson J., Brett M. T., Vrede T., Ravet J. L. Food quanti-
ty and quality regulation of trophic transfer between
primary producers and a keystone grazer (Daphnia) in
pelagic freshwater food webs // Oikos. 2007. Vol. 116,
N 7.P.1152—-1163. doi: 10.1111/j.0030-1299.2007.15639.x

Powell N., Shilton A., Chisti Y., Pratt S. Towards a lux-
ury uptake process via microalgae — Defining the
polyphosphate dynamics // Water Res. 2009. Vol. 43,
N 17.P. 4207—-4213. doi: 10.1016/j.watres.2009.06.011

Prater C., Wagner N.D., Frost P.C. Seasonal effects of
food quality and temperature on body stoichiome-
try, biochemistry, and biomass production in Daph-
nia populations // Limnol. Oceanogr. 2018. Vol. 63, N 4.
P. 1727-1740. doi: 10.1002/1n0.10803

Raikow D.F., Sarnelle O, Wilson A.E., Hamilton S. K.
Dominance of the noxious cyanobacterium Microcystis
aeruginosa in low-nutrient lakes is associated with ex-

ecolo-

387



otic zebra mussels // Limnol. Oceanogr. 2004. Vol. 49,
N 2. P. 482—-487. doi: 10.4319/10.2004.49.2.0482

Ravet J. L., Brett M. T., Arhonditsis G. B. The effects of
seston lipids on zooplankton fatty acid composition in
Lake Washington, Washington, USA // Ecology. 2010.
Vol. 91, N 1. P. 180—190. doi: 10.1890/08-2037.1

Redfield A. C. On the proportions of organic derivatives in
sea water and their relation to the composition of plank-
ton. James Johnstone Memorial Volume. Liverpool, UK:
University Press of Liverpool, 1934. P. 176—192.

Reynolds C. Ecology of Phytoplankton. Cambridge: Cam-
bridge University Press, 2006. 550 p.

Sargent J., Bell G., McEvoy L., Tocher D., Estevez A.Re-
cent developments in the essential fatty acid nutrition
of fish // Aquaculture. 1999. Vol. 177, N 1-4. P. 191—
199. doi: 10.1016,/S0044-8486(99)00083-6

Sarnelle O., White J. D., Horst G. P., Hamilton S. K. Phos-
phorus addition reverses the positive effect of zebra mus-
sels (Dreissena polymorpha) on the toxic cyanobacteri-
um, Microcystis aeruginosa // Water Res. 2012. Vol. 46,
N 11. P. 3471—3478. doi: 10.1016/j.watres.2012.03.050

Schmitz G., Ecker J. The opposing effects of n-3 and
n-6 fatty acids // Progr. Lipid Res. 2008. Vol. 47, N 2.
P. 147-155. doi: 10.1016/j.plipres.2007.12.004

Schulhof M. A., Shurin J. B, Declerck S. A.J., van de
Waal D. B. Phytoplankton growth and stoichiomet-
ric responses to warming, nutrient addition and graz-
ing depend on lake productivity and cell size // Glob.
Change Biol. 2019. Vol. 25, N 8. P. 2751-2762. doi:
10.1111/gcb.14660

Sommer U., Sommer F. Cladocerans versus copepods: the
cause of contrasting top-down controls on freshwater
and marine phytoplankton // Oecologia. 2006. Vol. 147.
P.183-194.

Sperfeld E,, Wacker A. Temperature and cholesterol in-
duced changes in eicosapentaenoic acid limitation of
Daphnia magna determined by a promising method
to estimate growth saturation thresholds // Limnol
Oceanogr. 2011. Vol. 56, N 4. P.1273—1284. doi: 10.4319/
10.2011.56.4.1273

Sterner R. W. The role of grazers in phytoplankton suc-
cession // Plankton ecology. Brock: Springer, 1989.
P.107-170.

Sterner R. W. The ratio of nitrogen to phosphorus resup-
plied by herbivores: Zooplankton and the algal compet-
itive arena // Am. Nat. 1990. Vol. 136, N 2. P. 209—229.

Sterner R. W. Daphnia growth on varying quality of Scened-
esmus: mineral limitation of zooplankton // Ecology.
1993. Vol. 74, N 8. P. 2351—2360. doi: 10.2307/1939587

Sterner R. W. Modelling interactions of food quality and
quantity in homeostatic consumers // Freshwat. Biol.
1997. Vol. 38, N 3. P.473-481. doi: 10.1046/j.1365-
2427.1997.00234.x

Sterner R. W., Elser J. J. Ecological Stoichiometry: the Bi-
ology of Elements from Molecules to the Biosphere.
Oxford: Princeton Univ. Press, 2002. 383 p.

Sterner R. W., Hessen D. O. Algal nutrient limitation and

the nutrition of aquatic herbivores // Annu. Rev. Ecol.
Systemat. 1994. Vol. 25. P. 1-29. doi:10.1146 /annurev.

€s.25.110194.000245

Strandberg U., Taipale S.J., Hiltunen M., Galloway A. W. E,,
Brett M. T., Kankaala P. Inferring phytoplankton com-
munity composition with a fatty acid mixing mod-
el // Ecosphere. 2015.Vol. 6, N 1.P. 1-14. doi: 10.1890/
ES14-00382.1

388

Sushchik N. N., Gladyshev M. 1, Makhutova O.N., Kala-
chova G. S., Kravchuk E. S, Ivanova E. A. Associating
particulate essential fatty acids of the w3 family with
phytoplankton species composition in a Siberian reser-
voir // Freshwat. Biol. 2004. Vol. 49, N 9. P. 1206—1219.
doi: 10.1111/j.1365-2427.2004.01263.x

Sushchik N.N., Kalachova G.S., Zhila O.N.,, Glady-
shev M. I, Volova T.G. A temperature dependence
of the intra- and extracellular fatty acid composition
of green algae and cyanobacterium // Russ. J. Plant
Physiol. 2003. Vol. 50. P. 374—-380.

Taipale S.J., Kainz M. J.,, Brett M. T. Diet-switching ex-
periments show rapid accumulation and preferential
retention of highly unsaturated fatty acids in Daph-
nia // Oikos. 2011. Vol. 120, N 11. P. 1674—-1682. doi:
10.1111/j.1600-0706.2011.19415.x

Taipale S., Strandberg U., Peltomaa E., Galloway A. W. E,,
Ojala A., Brett M. T. Fatty acid composition as bio-
markers of freshwater microalgae: analysis of 37
strains of microalgae in 22 genera and in seven class-
es // Aquat. Microb. Ecol. 2013. Vol. 71, N 2. P. 165—178.
doi: 10.3354/ame01671

Taipale S.J., Vuorio K., Brett M. T., Peltomaa E., Hiltu-
nen M., Kankaala P. Lake zooplankton §!3C values are
strongly correlated with the §!3C wvalues of distinct
phytoplankton taxa // Ecosphere. 2016. Vol.7, N 8.
e01392. doi: 10.1002/ecs2.1392

Tocher D. R., Leaver M. J., Hodson P. A. Recent advances
in the biochemistry and molecular biology of fatty acyl
desaturase // Progr. Lipid Res. 1998. Vol. 37. P. 73—117.
doi: 10.1016/s0163-7827(98)00005-8

Toseland A., Daines S. J., Clark J.R,, Kirkham A.,
Strauss J., Uhlig C., Mock T. The impact of temper-
ature on marine phytoplankton resource allocation and
metabolism // Nat. Clim. Change. 2013. Vol. 3, N 11.
P.979-984.

Twining C. W., Brenna J.T., Hairston N. G., Flecker A.S.
Highly unsaturated fatty acids in nature: What we know
and what we need to learn // Oikos. 2016. Vol. 125, N 6.
P. 749-760. doi: 10.1111/0ik.02910

Urabe J., Watanabe Y. Possibility of N or P limitation for
planktonic cladocerans: an experimental test // Limnol.
Oceanogr. 1992. Vol. 37, N 2. P. 244—-251. doi: 10.4319/
10.1992.37.2.0244

Vanderploeg H. A., Sarnele O., Liebig J. R,, Morehead N. R,
Robinson S.D., Johengen T.H., Horst G.P. Seston
quality drives feeding, stoichiometry and excretion
of zebra mussels // Freshwat. Biol. 2017. Vol. 62, N 4.
P. 664—680. doi: 10.1111 /fwb.12892

Vanni M. J.Nutrient cycling by animals in freshwater ecosys-
tems // Annu. Rev. Ecol. Systemat. 2002. Vol. 33, P. 341—
370. doi: 10.1146 /annurev.ecolsys.33.010802.150519

Velthuis M., de Senerpont Domis L.N., Frenken T.,
Stephan S., Kazanjian G., Aben R., Kosten S., van
Donk E., van de Waal D. B. Warming advances top-
down control and reduces producer biomass in a fresh-
water plankton community // Ecosphere. 2017. Vol. 8,
N 1. P. 1-16. doi: 10.1002/ecs2.1651

Waajen G. W. A. M., van Bruggen N.C. B., Pires L. M. D,,
Lengkeek W., Liirling M.  Biomanipulation  with
quagga mussels (Dreissena rostriformis  bugen-
sis) to control harmful algal blooms in eutrophic ur-
ban ponds // Ecol. Eng. 2016. Vol. 90. P. 141-150. doi:
10.1016/j.ecoleng.2016.01.036



Wagner N. D., Hillebrand H., Wacker A., Frost P. C. Nutri- Weers P. MLM., Siewertsen K., Gulati R. Is the fatty acid

tional indicators and their uses in ecology // Ecol. Lett. composition of Daphnia galeata determined by the fat-

2013. Vol. 16, N 4. P. 535—544. doi: 10.1111/ele.12067 ty acid composition of the ingested diet? // Freshwat.
Wagner N.D., Lankadurai B.P.,, Simpson M.J., Simp- Biol. 1997. Vol. 38, N 3. P. 731—-738. doi: 10.1046/j.1365-

son A.J.,, Frost P.C. Metabolomic differentiation of 2427.1997.00238.x

nutritional stress in an aquatic invertebrate // Phys- White T. C. R. The inadequate environment: nitrogen and

iol. Biochem. Zool. 2015. Vol. 88, N 1. P. 43-52. doi: the abundance of animals. Berlin, Germany: Spring-

10.1086/679637 er-Verlag, 1993. 424 p.

Transfer of essential substances from phytoplankton
to zooplankton in freshwater ecosystems (Review)
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In freshwater ecosystems, the efficiency of transfer of essential substances from phytoplankton to zoo-
plankton, measured as the ratio of the production of these substances in zooplankton to their production in
phytoplankton, determines the functioning of higher trophic levels. In addition to carbon, primary producers
transfer essential substances up the trophic chain, including polyunsaturated fatty acids (PUFA), nitrogen
(N), and phosphorus (P). The transfer efficiency of these substances varies greatly in nature depending on
environmental factors, thus affecting the quality of biological resources. The goal of this review was to analyze
mechanisms regulating the efficiency of transfer of essential substances from phytoplankton to zooplankton
and to establish the main factors that may have impact on the efficiency of their transfer.

Key words: efficiency of transfer of essential substances, polyunsaturated fatty acids, eicosapentaenoic
acid, docosahexaenoic acid, nitrogen, and phosphorus.
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