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ITporecc a3BTpOoUPOBaHUS BOAOEMOB, TO €CTh MOBBIIIIEHUs OMOJOTMYECKOM MPOLYKTUBHOCTU UX 9KOCH-
cTeM, 3a TOoCJIeAHUE NeCATUIETHS TIPUOOpEs HACTOJIBKO ITI00aIbHBIN MacIlITad, YTO CeroiHsI pedb UAET 00
o3epax Kak “ropsiyux Toykax” yrjiepomHoro OromkeTa 6rocdepsl. st mporHoza aMUCCUM C TIOBEPXHOCTU
BOJIHBIX OOBEKTOB YIJIEKMCJIOTO Ta3a, a TakKe OLIEHKU MX MPOAYKIIMOHHOTO U CAMOOYUCTUTEIbHOTO T10-
TeHIIMaJIa, HEOOXOMUMBbI TeOpeTHYEeCKHUe IMPEACTaBIeHUs O MeXxaHU3MaX (PYHKIIMOHUPOBAHUSI BOTHBIX
skocucteM. OMHAKO A0 CUX ITOP OCHOBHBIE MOJIOXKEHUSI TEOPUH 3TUX BOITPOCOB IO KOHIIA He pa3paboTaHbI.
B yacTtHOCTH, He pellieHa npodiieMa GMOreHHOro JuMuTUpoBaHus. [ocnoncrBoBasiuas ¢ 1960-x rr. doc-
dbopHag napagurma B Hauajie XXI B. moaBepryiach CylIeCTBEHHOMY ITepeCMOTpY, TaK KaK HEOTHOKPATHO
ObUIa TTOKa3aHa Belyllasl pojb a30Ta B KOHTPOJIE TIEPBMYHOTO MPOAYKIIMOHHOTO npolecca. Ho enuHoro
MHEHMSI O TOM, KOTJa 9KOCHCTeMa JIMMUTUPOBaHA 110 a30Ty, a Koraa — 1o docdopy, 11bo Koraa Habo-
naeTcs KO-TMMUTUPOBaHKUE, He BIpaboTaHo. B cTaThe pellieHue MocTaBJIeHHOTO BOIIpOca MPOBOJAUTCS Ha
OCHOBE PETPOCITIEKTUBHOTO aHAJIN3a COCTOSIHUS TTPOAYKIIMOHHOM ruapoOuoiornu ¢ Hayajna XX B., a TaKKe
AHAJIM3UPYIOTCS BBHIMOJHEHHbBIE B MOCJIEAHNUE ABA NECATUIETUSI paOOThI, TTOCBSIIEHHbBIE OMOTEHHOMY JIM-
MUTHPOBAHUIO BOAHBIX 3KocucTeM. OOCyXmaeTcs TakKe IIUPOKUI 9KOJIOTUUECKHI KOHTEKCT TIPUHIIUTIA
JqumuTupyloiero dakropa 0. JIubuxa, ero 6uosiornyeckuii cMbici. BeposiTHee Bcero, B KaXXKI10M BoJloeMe
NIeiCTBYET JIOKaJIbHasi COBOKYITHOCTh YCJIOBUi1, oOecIieunBaloliasi CMeHy Iepuoa0B a30THOTO Wi (oc-
¢dopHoOro orpaHnueHus: GOTocCUHTe3a (hUTOIUIAaHKTOHA. JlaabHeiile uccaeaoBaHus IpooaeMbl OMOreH-
HOTO JJMMUTUPOBAHMS TOJIKHBI OBITh HAllpaBJIeHbI HA BBISICHEHUE OCOOEHHOCTE! B3aMOIeHCTBUS BOMIO-
pociieil u 6akTepuii, B OCOOEHHOCTH, Ha ydyacThe 0aKTepuil B LIMKJIE a30Ta U AECTPYKIIUM OPTaHUYECKUX

COEIMHEHUA.
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BBEAEHWE

IIpoitecc 3BTpOoGUPOBAHUS BOTOEMOB, TO €CTh
TTOBBIIIIEHUS OUOJIOTMYECKON TPOAYKTUBHOCTH WX
9KOCHUCTEM, 3a MOCIeOAHUE OECATUICTUSI TIpuoopen
HaCTOJIBKO TJI00aIbHBIN MacIITad, 9To CETOTHS pedb
naeT o0 o3epax Kak “TOpSIMX TOUYKaAX” YIIepOTHOTO
oOromxkera Ouocdepnl (cMm., Hampumep, Holgerson
et al., 2022). B cBsI31 ¢ COBpeMEHHBIMM KJIMMaTU4e-
CKMMM TIpoliecCcaMy BHUMAaHWE TIPUBJIEKAET IMpobiieMa
SMUCCUM BogoeMaMU yriiekucioro ra3a (Doyle et al.,
2021). ITo-npexHeMy aKTyaJIlbHBIM OCTaeTCsI BOIIPOC
O MpPOrHo3e “IBeTeHus” BOABI IIMAHOOAKTEPUSIMU,
BBIICJISIIOIIMMU ~ KpailHE TOKCHYHbIE BeIlECTBa
(Hennemann, Petrucio, 2016). s oLieHKU MPOAYK-
IIMOHHOTO ¥ CaMOOYHCTUTEIHLHOTO IIOTeHIIMAsa
TUAPOIKOCUCTEM  HEOOXOOUMBI  TEOpPETUYECKUE
MIPEICTaBIICHUS O MeXaHN3MaX X (PYyHKITMOHUPOBA-
Hus. CyIiecTByeT OoNpenesieHHOe MHEHHE, YTO TE€O-

pusi 3BTpoGUpPOBaHUS BOIOEMOB YK€ B 3HAUYUTEIIb-
HOM Mepe pa3pabotaHa (AnuMoB u ap., 2009). [Tapa-
JIOKCAJIbHO, HO €€ OCHOBHEIC IIOJIOXKCHUSI B YETKO
c(OpMyIMPOBAaHHOM BHIE IOKAa He M3BECTHHI HU B
POCCUICKOIi, HU B OOIIIEMUPOBOI JIMTEPATYpE.

IMoHsITHO, YTO MEPBUYHBIM 3BEHOM MPOAYKIIOH-
HOIo Mpollecca B BOMTHBLIX 3KOCHUCTEMaX SIBJISCTCS
GUTOIUTAHKTOH (BK/IIOYAs BOAOPOCITH U IIUAaHOOAK-
Tepun). YCIOBUS KU3HU TAHHOM TI'PYIIIILI OpraHMU3-
MOB OIIPENEISIOTCSI, B YaCTHOCTU, IOCTYITHOCTBIO
SJIEMEHTOB MUHEPAJILHOTO ITUTAHWSI, U3 KOTOPBIX
a30Ty n pocdopy TpaIUIIMOHHO IIPUIAETCS TIePBO-
crenieHHoe 3HadyeHue. COOTBETCTBEHHO, B3aHUMO-
CBSI3b MEXIY ITOKa3aTeIsIMU OOWIUS MJIaHKTOHHBIX
BoIopocieit (mx 6uomacca, conep:KaHnue OCHOBHOTO
(GOTOCUHTETUYECKOrO MUTMEeHTa — XJIopoduiia a) u
COIepsKaHUSI YKA3aHHBIX TTIABHBIX OMOTEHHBIX 3Jie-
MEHTOB Ha MPOTSKEHUU EeCATUIIETUIA CTAHOBUIOCH

253



254

MPEeIMETOM HCCIIeN0BaTEeIbCKOTO BHUMAHUS TUAPO-
OMOJIOTOB U JIMMHOJIOTOB. Pa3pellieHue BoIipoca o
TOM, KaKuM 00pa3oM M B KaKOM CTelleHu (UTO-
IUTAHKTOH OTKJIMKAETCSI Ha CKOPOCTh ITOCTYIUICHUS
(GroreHHy10 Harpy3Kky) U KOHIIEHTpaluio (popM azora
" (pocdopa B BoAe SIBISICTCSI MPUHLUITNAILHBIM IS
pa3paboOTKK MPEeACTABICHUM O IIyTSIX U MEeXaHU3Max
3BTPOPUPOBAHUS BOJOESMOB.

Bo BTOpOIT TTOTOBMHE XX B. IMTOCTENIEHHO CTaJIO
CKJIaIBIBAThCSI YOEXKIEeHWE O MPEeuMYIIeCTBEHHO
¢dochopHOM ITUMUTUPOBAHUM (PUTOILUIAHKTOHA B
MMPECHBIX BONAxX, BO3HMKIJIA TaK HasbiBaeMmas ¢oc-
dopHast mapagurma (byabon, 2016; Lewis, Wurts-
baugh, 2008). KopHu 3T0i1 mapagurMbl 3aCTyKUBaIOT
OTHETbHOTO aHaIM3a, KOTOPHIiA OyIeT IpoBeacH HU-
ke B 9T0i1 cratbe. C Ipyroii CTOpOHBI, JAHHBIE pA0OT
TTOCIICTHUX IBYX—TPeX OeCATUICTUM 3aCTaBIISIOT TTe-
peCMOTpPETh CIIOXUBIIMECS B3WISIIbl. Ponb pocdopa
KaK JIMMUTUPYIOIIETO B3JIeMEHTA MUTAHUS yXe He
TIPEICTABIISIETCS CTOJIb OECCITOPHON M OIpenesIsTio-
mreit. [1porcxomuT BITOJTHE YETKOE OCO3HAHME TOTO,
YTO a30T TaKKe MOXET BBICTYIIaTh B KAU€CTBE JIMMU-
TUpYyIolero ¢pakropa, Kak Hapsiny ¢ pocgopoM (ko-
JIMMHATUPOBaHME), TaK M oTHeabHO. MHTEpecHo, 9TO
OMOIMOMETPUYECKUI aHAIU3 TUAPOOUOJIOTNUYECKUX
nmy6aukaiuii B mupe 3a 1900—2013 rr. mokasaj, 4To
BHMMaHMeE K a30Ty B aHaJIM3¢e SIBJICHUIN 3BTPODUPO-
BaHUsI Bce OoJjiee BO3pacTaeT B MOCJIeIHYE 1Ba deCs-
tusetus (Gao et al., 2015). Kak cienyeT u3 pe3ynbra-
TOB MHOTOYMCIIEHHBIX MCCJICTOBAaHUM, pacCMOTpe-
HUE KOTOPBIX OyIeT IMPOBEIeHO HIXKe, Iepexod B
JIMMHATUPOBAaHUU OT pocdopa K a30Ty M HA060POT
3aBUCHUT W OT TeorpaduyecKoro IOJOKEHHST BOIO-
eMa, ocoOeHHoCTel ero Bogocbopa, MOpHOMETPUH,
U OT TECHOTBI CBSI3M OMOTHMYECKUX KOMITOHEHTOB
SKOCHCTEMBI (110 KpaifHei Mepe, B TNTAHKTOHHOM CO-
obiectBe). BMecTe ¢ TeM, IpeacTaBiIeHUs O Xapak-
Tepe JUMUTHPOBAHUSA HOCUIA M HOCIT pa3po3HEH-
HBII 1 HepeIKO IMTPOTUBOPEUMBEI XapaKTep.

B ocHoBy HacTogd1iei padoThl MOJOXEH 0030p U
aHaJIu3 COBPEMEHHBIX B3IJISIIOB Ha MPOOJIEMY JIMMU-
TUPOBAHUSI DKOCHUCTEM TMPECHOBOMAHBIX BOJOEMOB
OUMOTEHHBIMU JIEMEHTAMU C 11€JIbI0 TPUBEICHUS UX B
cucreMy. JlaHHbI aHanm3 OydeT IpoBedeH ¢ oopa-
IIEHUEM K PETPOCHEKTUBE Pa3BUTHUSI MPOAYKIIUOH-
HOIi TUIPOOUOJIOTUU U OTHOMY U3 OCHOBHBIX MPUH-
LIMTIOB 9KOJIOTUX — TIPpaBWIY JUMUTHUpPYIOLIero dak-
topa 0. JIubuxa. BHuMaHue OyneT cocpeaoToOuYeHO
Ha muieMme a3oT—docdop. HeodbxogumMo oTMETUTD,
YTO MHTEPEC TOJBbKO K OMOTEHHBIM 3JIEeMEHTaM U
TOJBKO K a30Ty U docdopy cyxaeT mpobieMy, Tak
KakK B LIEJIOM psifie cliydaeB JIUMUTUPYIOIIUM (haKTO-
pOM 11 PUTOTIAHKTOHA MOXKET BBICTYNAaTh CBET, a
cpenu OMOTeHHBIX 3JIeMEeHTOB — yriepon. OmHaKo
CBeIeHUE MPOoOJieMbl JIMMUTUPOBAHUSI K KOHKYPEH-
LIMUA IBYX OCHOBHBIX 3JIEMEHTOB CIIYXXUT Ha HacCTOsI-
1LIeM BTare UCCIeIOBaHMM MOMbITKE BBIACIUTD OOIII1e
yepThl (DYHKIIMOHUPOBaHUSI (DUTOIJIAHKTOHA Tpec-
HBIX BOJl B 3aBUCHMOCTH OT OMOT€HHOI Harpy3Ku.
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P2KMHAILLIBUIIN

ITPABUJIO JINBUXA B OTHOLIEHNH
ITPOBJIEMBI TUMUTUPOBAHNMA
TPOPHOCTHM BOOJOEMOB

TpagumoHHO IIPUHSATO CYNTATh, UyTO FO. JINOux B
1840 r. penyoXwi1 MpUHLUMI (ITPaBUJIO, 3aKOH) JIU-
mutupylomrero ¢akropa (Hukomsckuii, 2014). Co-
IJIACHO ATOMY IPUHIIMITY, IIMPOKO KOUYIOIIEMY W3
yuyeOHUMKa B yYeOHMK, XKU3HEAESITEIbHOCTh OpraHu3Ma
ornpenensieTcs: (pakTopoM, HaXOASIIUMCSI B MUHUMYMeE
(Omym, 1986). MHBIMM CliOBaMM, BO BCEil COBOKYII-
HOCTU (DaKTOpPOB MOApa3yMeBaeTCsl HATUYue HEKOEro
“cnaboro 3BeHa”, KOTOPOE PEeryInpyeT MaKCUMalb-
HO BO3MOXHYIO YpPOXKalHOCTh pacTeHuii. OmHako
CTOUT OTMETUTh, YTO HUKAKOTO MpaBuiia cam JInoux
B CBOEM TpyAe “XuMMs B IPWIOXECHUU K 3eMJIeae-
o u pusnonorun” (Jinbux, 1936) He mpemara.
BeposiTHO, peub MOXET UATU O KpaTKOil (hopMyJIu-
POBKE OCHOBHOM MIEH, IIPOXOAsIIeil uepe3 BeCh TPy
Y4EHOIro, — HEOOXOMM BO3BpaT B ITIOYBY BCEX BhIHE-
CEHHBIX C YpOKaeM 3JIeMEHTOB ITUTaHus1. bosee Toro,
JInbux He aklieHTUpyeT BHUMaHKWe Ha BellleCTBe, Ha-
XOJISIIIIEMCS. B HAUMEHbIIIEM KOJIUYECTBE, HO TOBOPUT
0 HEOOXOIUMOCTHU COOIIOACHUS OTIPENCICHHON MPO-
MOpLUM MEXIY pa3HBIMU KOMIIOHEHTAMM ymooOpe-
HW, 10O B clIydae OTHOCUTEIBHON HEXBAaTKM KAaKO-
ro-a11u00 OIHOrO0 He TPOSIBUTCSI NEMCTBUE OPYTUX.
OnHako 0e3 JOCTaTOYHBIX OCHOBAaHMK MMEHHO OT-
IeJIbHble BBICKa3biBaHUs JInbOuxa BHOOCIEICTBUU
0Ka3aJIMCh BO3BEJEHHBIMU B PAHT BIOJHE KOHKPET-
HOTI'0 NMPUWHIINWIA WIXA IpaBUia B OOIIEil SKOJIOTUH,
npuYeM Jaxke ¢ TaKoil (popMyJIMPOBKOI, B KOTOPOM
aKIEHTHI SIBHO CMEIIIEHBI.

I1pu TpakTOBKE MpUIOXKEHU ITpuHIIMIIA JInouxa
HYKHO 00s3aTeIbHO yYUThIBaTh, YTO MCXOIHO OH
OBLI MPEIJIOXKEH IUISI CEIbCKOXO3SIMCTBEHHBIX PACTe-
Huil. JelicTBUTEIbHO, MMEHHO B Clydyae MCKYC-
CTBEHHOTO BBHIpAlIMBAHUs KYJIbTYP aKTyaJbHOCTh
MIproOpeTaeT HEOOXOOAMMOCTh BO3BpaTa BBIHECEH-
HBIX C YPOXKaeM M3 MOYBbl XMMUYECKUX 3JIEMEHTOB.
CTOUT OTMETUTH, YTO B BOZOEME 3TO HE UMEET IIPUH-
LUIMAJILHOTO 3HAYEHUS, TaK KaK B IIEJIOM paciiamn
OpPraHM3MOB IOCJIe UX TUOEIU IIPUBOIUT K BO3BpaTy
YCBOCHHBIX MMH BelIeCTB B cpeay. B aTom cocTtout
NPUHLUUNNAAIBHOE 3aTPyOJHEHWE I TPUIOXKEHUS
naeit JInouxa B rugpooduosorun. CiaenoBaTeabHO, B
BOOAOEMAaxX HOJKHEI JeiiCTBOBaTh MHbIC HMPUYMHHO-
CJIEAICTBEHHbIE MEXaHU3MBbI, PETYJIMPYIOIINe XKU3HEe-
JIeSITEIbHOCTh U MPOAYKTUBHOCTh OPTraHU3MOB, HUX
OTKJIMK Ha MMECIOLIMECS 3JIeMEHThI TUTAHMSI.

Bo BTopoii monoBuHe XIX B.—Havajie XX B. cTajia
pacIpoCTpaHsThCS IIOIYISIPHAS. U JOBOJBHO IIMPO-
Kasl aHaJIOTUS MIPOAYKTUBHOCTH BOJIOEMOB U ILJIOI0-
POV IOYB, YTO CBI3BIBAJIOCH C IPAKTUYECKUMU I10-
TPEOHOCTSIMU PBIOHOTO XO3SiiCTBa. ArpoxuMude-
ckne npuHOMNBI JImOuxa ObUIM TIEpeHEeCeHBI Ha
XKU3HEIESITeIbHOCTh OPTaHU3MOB B MOPSIX M BHYT-
peHHuX BogoeMax ([IxkoHctoH, 1919; Shelford, 1913).
B 1901 r. mosiBMJICSI TaK Ha3bIBAEMbII METOI XUMUYE-
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ckux crakaHoB K. Kuayre (K. Knaute) (Comos,
1920), mo3BoJSIOLIMI ONIpeneIuTb MOTPEOHOCTH DU -
TOIUIAHKTOHA B BOJIOEME B TOM MJIM MHOM 3JIEMEHTE.
CyILIHOCTH ero 6bU1a JOBOJBHO IIPOCTa U COCTOSIIA B
J00aBJIECHUW MUHEPAJIBHBIX COJiell K IpobdaM BOIIBI;
10 Pa3BUTUIO OCHOBHBIX BUIOB BOOOPOCJIE MOXHO
OBLIO CYINTH O HEXBATKe KAKOTO-JIMOO BEIlleCTBA WIIN
aJIeMeHTa IMUTaHus. “MeTon cTakaHOB” , IO MHEHUIO
CIICIIMAJIICTOB PHIOHOTO XO3SIACTBA, SIBJISICTCS IIPaK-
TUYECKUM ITpuMeHeHneM IipaBuiia JiInouxa (ComoB,
1920). ABTOpBI yKa3bIBaJIM TAKXKe HA HEOOXOAUMOCTh
y4yeTa CTEXMOMETPUUYECKOTO COOTHOIIEHUSI MEXIY
OCHOBHBIMH 3JIEMEHTaMU MUTaHUs. Briocnencrsuu B
CCCP A.B. ®panueB u K.A. T'yceBa pa3paboraiu
METOJIMKY NIPOTHO3a TUAPOOMOIOrMYECKON IIPOU3-
BOIUTEIBHOCTU BOJIOEMOB, CXOOHYIO C “METOIOM
crakaHoB” (cM., HarpumMmep, I'yceBa, 1938).

OnHako TIOJIHOLIEHHAs TeopeTuyeckasi OCHOBa
MpEencTaBJIeHUl O JUMUTUPOBAHUU BOJOEMOB OMO-
T€HHBIMU BJIEMEHTAMU TIOSIBUJIACh TOJBKO B CBSI3U C
pa3paboTKOif OCHOB PErMOHaJIbHON JIMMHOJIOTUH
9. Haymannom (cm., Hanmpumep, Haymann, 1927).
HyxHo ckazaTbh, uto HaymaHH He BbIAEIST KaKoiu-
JINGO OMH BJIEMEHT MUTAHUS B KAY€CTBE OCHOBOIIO-
Jlararoliero Jjs pasBuTUs (utornaHkToHa. Ero
KOHIIETILIMS CBSI3bIBajla MPOAYKTUBHOCTb (DUTO-
IJIAHKTOHA C TE€OJOTUYECKUMU YCJIOBUSIMUA MECTHO-
CTH, B TOM YHUCJIE, C XUMUUYECKUM COCTABOM MOPOI U
nouB perroHa. [Ipu aTomM noapasymeBajicsl BeCb Ha-
0Op OCHOBHBIX XUMUYECKMX 2JIEMEHTOB (30T, oc-
dop, KaIbLWiA, XKeae30, U Ap.) 0€3 BhIAeIeHUS KaKo-
ro-au6o ogHoro. OUeBUIHO, YTO B pa3HbIX pETMOHAX
y (UTOIUIAaHKTOHA OyneT pas3iuyHasi oOecredyeH-
HOCTb UMH.

EnvHMYHBIE HAOMIONEHUST TMMUATUPOBAHMST Pa3-
BUTHS TUTAHKTOHA TEM WJIX MHBIM 2JIEMEHTOM B €CTe-
CTBEHHBIX BOJOEMaX CTaJu TIOSIBISITbCSI B TIEPBOiA
yetBept XX B. (Kucenen, 1941). MHorna umMeHHO
a30T CTaJ BEICTYIIATh B KAY€CTBE OCHOBHOTO KU3HEH-
HO HEOOXOIMMOTO 3JieMeHTa. Tak, u3BeCTHA MOMbIT-
Ka OIPEeeIUTh KOJTMYECTBO PHIOBI B 03epe, MCXOMIS U3
TMAHHBIX IT0 KOHIICHTPAITNH a30TCOACPXKAIIUX COSTH -
HEHUII B BOJE€ U HOHHBIX OTIOXeHUsIX (O3epos,
1924). B aT0i1 paboTe aBTOp CChUIAETCS HA aHAJIOTHIO
C arpUKYJIbTYPOU, TIe a30T, 0 ero MHEHUIO, UMeeT
MepBEHCTBYOIIee 3HAYECHUE.

Korma mosiBunach cucteMa rpagaliliid BOAOEMOB
no yposBHI0 Tpodun? JIx.D. XarumncoHn (Hutchin-
son, 1973) mosaraert, uyro 6iarogapst 9. HaymaHHy B
1919 1., KOTOpBI MEepeHsI COOTBETCTBYIOIIYIO TEP-
muHosoruio u3 I. Bebepa (G.A. Weber). ComracHo
XaTtunHcoHy, Be6ep B 1907 r. onuchIBaj yCI0BUS K-
TaHus paopbl TOpDSAHBIX 60J10T [epMaHUM, BEIAEIUB
3BTPOHYIO, ME30TPO(DPHYIO U OJUTOTPOPHYIO CTa-
MW Pa3BUTUSL, KOTOPbIE CBSI3aHbl C MOCTYIJIEHUEM
COOTBETCTBYIOIIMX KOJMYECTB MUHEPAJbHBIX Be-
mectB. OIHAKO, BUAUMO, COOTBETCTBYIOIIIME TEPMU -
HbI TIPULLLJIA TPUMEPHO B 3TO XK€ BpeMsI U3 MUKPO-
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ouonoruu. OO0 3TOM OYEHb SIPKO CBHUACTEIBCTBYET
pabota poccuiickoro ajabroyora A.Il. Aprapu (1913).
ITpoBoast 3KCrepruMeHTHI C TUMTaHUEM OITHOKJIETOY-
HBIX BOJOpOCJielt, OH 3aaymalcs Hajl Kiaccuduka-
1IMeil OpraHM3MOB IO OTHOIIEHUIO K KOHLIEHTpalluu
coJieil ¥ TIIoKO3bI (“KpenocTu pacTBopoB™). O6CyXK-
Jlasi TEPMUHOJIOTHUIO, OH CChUIAETCS HA MUKPOOHOJiora
M. beitepunka u ¢pusmomnora A. ITiorrepa. IlepBorit
MPENTOXWI TTOAPa3AEIsAITh MUKPOOPTraHU3MBI 110 OT-
HOIIIEHUIO K a30TUCTbIM BellleCTBaM Ha OJIMTOHUTPO-
GuIbHBIC, ME3OHUTPODUILHBIC, Y TIOTUHUTPODUIL-
Hele. [TioTrTep ke KnaccuduiMpoBaa opraHU3Mbl 110
OTHOUIEHUIO K KOHLIEHTPAILIMU OOIIEeTO MUTATEeIbHO-
o pacTBopa Ha OJUToTpododuiIbHEIE, ME30TPOPO-
¢uibHbBIE U TOJUTPOdODUIbHBIE. ApTapU TTPUCOEIN-
HUJICAd K BTOM KiaccudbukKauvMyd U Uil KPaTKOCTHU
MPEIOKUIT pa3andaTrh OJUTOTPpOdHBIE, ME30TPOPd-
Hble U MoJuTpodHbIe opraHu3Mbl. CornacHo ApTa-
pU, B Ioapas3aeeHUu OPraHU3MOB IO OTHOLIIEHUIO K
MUTATEJIbHBIM BEILIECTBAM BaXKHEE OCMOTHUYECKOE
JlaBJieHrEe Ccpelibl, a HE COOCTBEHHO €€ MUTaTeIbHbII
coctaB. IlockoibKy Y4YeHbId YCTaHOBWUJI BO3MOX-
HOCTb NTOTPEOIEHUSI BOJOPOCISIMU OPraHUYECKUX Be-
LIECTB, TO U MPEMJIOKIII MTOJIb30BAaThCsI KOHLIEHTPAL-
SIMM DJIIOKO3bI /151 MADKMPOBKM TPAHUIL OJTIUTO-, ME30- U
noautpoduun. Ha TepMuHoIOrnyeckue mocTpoeHus
ApTtapu noBnusiia Takxke pazpadorka P. KonbkBuUT-
eM u M. MapccoHom B 1902 r. cuctemsbl canpoo6-
HOCTHM OpraHu3MoB. Tak, OH CUMTAET, YTO TMoJuca-
mpoOsl (1o KonbkBUTILY 1 MapccoHy) yacTo ObiBa-
0T U noauTpodamMu. XOTsI ApTapu TOBOPUT 00
OpraHusMax, a He 0 BoJloeMax, CXOJICTBO TEPMUHO-
JIOTUU MpeACTaBIsieTCsl mopa3uTenbHbIM. He nckio-
YeHO, 4TO OOCYyKIaeMble TepMUHBI (“OJIUIoTpod-
HBII”, “Me30TpOodHBII”, “3BTPOMHBIN") ITOSIBUINCH
HE3aBHMCUMO Y HECKOJIbKMX aBTOPOB B Hayaje XX B.
OcHOBBIBAJIUCh OHU, KaK nuileT u caM HaymaHH, Ha
BIIOJIHE OYEBUIHOM MBICIM O Tpagalliv 3HAYEHUM
¢akTOpOB Ha 00JIACTh OJIMTOTUIIA, ME3OTUIIA U MO -
tumna. OH e YIOMUHAET O TOM, YTO 3TO MPUHSTO B
Mukpoouojioruu. Kcraru, B cBoeii Hanbosee n3BecT-
Hoii pabore HaymanH (1927) ynorpebisieT TepMUH
“moymtpodusa” masa GakKTopoB U “3BTPOMHBIN” 11T
BOIOEMOB.

Cogetckuii rugpodurosior B.M. PelTOB 1 BeHTep-
cKUii ruapoxuMukK P. Mayxa oco6€HHO BBICOKO Olie-
HMBaJIM BEAYLIUN OPUHLUI PErMOHAbLHON JUMHO-
JIOTUM — 3aBUCUMOCTh MHTEHCUBHOCTH Pa3BUTHUS U
MPOAYLUMPOBAHUS (PUTOINIAHKTOHA OT TeOJIOrMYe-
CKMX OCOOEHHOCTEeil TOoro MM WHoro paiioHa. Ilo
B.M. PbuioBy pernoHaibHasi JUMHOJIOTHS “TIO0 CBOEU
MIpUpPOAe SIBISIETCS YUCTO IKOJIOTMUYECKOI TOKTPHU-
HOI1, OCHOBaHHOM Ha (PU3MOJOTUN MUTAHUS TIPOIY-
eHToB” (Rylov, 1929, p. 538). CornacHo ero MHe-
HUIO, CIEKTPHI Cpeabl “HYy>KHO IIOHUMATh B CMBICJIC
3aKOHAa MUHUMyMa” (TaM 3ke). PeIITOB oTMedaeT, 4To
“konnyectBo (ochopa M aszoTa B E€CTESCTBEHHBIX
YCJIOBUSIX YaCTO HE COOTBETCTBYET TPEOOBAaHUSIM 3a-
KOHAa MMHUMYyMa, 1, TaKUM 00pa3oM, 3TU IJEMEHTHI
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UTPAIOT POJIb OTPAaHUYEHUS TTPONYKIIMU WIN “MUHU-
MaJIbHBIX (pakTOpoB” (Tam xke). ITo Mayxa (Maucha,
1924) doTocuHTE3 (PUTOIIIAHKTOHA CIYKUT KIIIOUOM
K PEIIeHUIO BOITPOCOB B3aMMOAEHCTBUS “HEOpraHu-
yeckoil cpenbl” u “rmapobuoca” (TepMUHOJIOTUS
Mayxa). MHTepecHo, uTo caMm Mayxa cuutai UMeHHO
YIJIEKUCIIBII Ta3 Hanbosiee BaXXHBIM KOMITOHEHTOM
cpelibl, OTPAaHUYMBAIOIIIMM Pa3BUTHE BOAOPOCIEH.

IMony4aercs, YTo paHHUE HCCIEIOBATEIN BOIIPO-
COB TPO(MHOCTH BOJOEMOB HE BBIIEISIIN KaKOH-JIN00
OTIEJIbHBIN (pakTOp B pa3BUTHUM (DUTOILIAHKTOHA KaK
JIMMUTHUPYIOLINI — BCE 3aBUCHUT OT YCJIOBUI MECTHO-
ctu. OmHAaKO Ha JTaHHOM 3Talle 3TO ObLUIM JOCTATOYHO
o01111e cooOpakeHUs.

A30T vs DOCPOP

Kak yxe oTmeuanoch, nepBoHadyalbHbIE UAEU O
3aBUCUMOCTH IPOAYKIMY (PUTOIIAHKTOHA OT T'€0JI0-
TMYECKUX YCIOBUIA MECTHOCTH B paMKaxX PEerioHalb-
HOIi JIMMHOJIOTUM He TIpearnojaraiy BblaeJeHUs Ka-
KOro-a100 ogHoOro (akTropa NpOIAyKTUBHOCTH. A30T
n pocdhop MHOTHE TUIPOOMOIOTH TIEPBOIA ITOJIOBUHEBI
XX B. 4acTO paccMaTpUBaJIM HapaBHE W Hapsiay C
npyrumu snemenTamu (Kucesnes, 1941). MHTEpecHoO,
yto B CCCP BOoImmpocamM TMMUTHUPOBAHUS ITPOIYKTHUB-
HOCTHM BOJOEMOB MpakTuuecku a0 1970-x rr. moytu
He yIeJSUIM CIIELIMaJIbHOIrO BHUMaHUS (CM. 0030p y
MuxeeBoii, 1983). B aT0i1 CBsI3M mMoKa3aTeIbHO, YTO
B Kjaccudyeckoit MoHorpaduu I.T. BunGepra (1960)
“IlepBu4HasI IIPOIYKIIMS BOJOEMOB” , 0000IIarOIICi
MaTepHraibl IO MPOAYKIMU 1 ASCTPYKIIMU IIPYIOB,
03ep U Mopeit, yCcJIoBUSI OMOT€HHOIo JUMUTHUPOBA-
HUSI MIOYTH HE 3arparuBaioTcs. B mmreparype TOTrO
BpPEMEHM MOXHO HAaWTH JIUIIb OTAEJIbHBIC YIIOMUHA-
HUS 1o o0cyXIaeMbIM BolpocaM. B yactHocTH, oco-
0EeHHO MHOTIO TMCKYTHUPOBajach JaHHAs npobiieMa B
1950-¢ rr. B cBs13U ¢ ynoopenuem npynos. [.I. Bun-
Oepr oOpaTUJl BHUMaHUE Ha BeIyIylO poJib a30Ta B
MPOAYKIIMOHHBIX IIpoleccax B Ipymax (BunOepr,
JlaxuoBuu, 1965). MHTepecHa MOIBbITKA BBIIEICHUS
TUAPOXMMUYECKUX 30H MTPOJYKTUBHOCTHU O3€p U BO-
JoxpaHuiauil, TnpeanpuHsTtads W.B. bapaHoBbIM
(1982). ABTOp YUYMTHIBAJI BCIO COBOKYITHOCTh (pU3M-
KO-XUMMYECKHUX (PaKTOpPOB B 3aBUCUMOCTU OT IeO-
rpacdpuueckux yciaosuii. 1.B. BapanoB (1948) Beicka-
3aJl MHEHHE, YTO CYIIECTBYIOT 30HbBI OMIOT€HHBIX M-
HHMYMOB, B3aMMHO CBSI3aHHBIE C XapaKTepoM
BomocOopa. OH XKe ImoKa3aJjl, YTO BOJOEeMbI CHITypUii-
CKOTO TIJIaTO — BOJZOEeMBbl MUHUMYMa 1o (ocdopy, a
CEeBEpHBIC BOIOEMBI — 110 a30Ty. B MuUpoBoii 1utepa-
Type ¢ camoro Hadaja XX B. IIPOBOAWIOCH JOBOJHHO
MHOIO MCCJIEOOBaHMII, HalIpaBJIEHHBIX Ha BBISICHE-
HHE XMMUUYECKOTO COCTaBa BOAbI B BogoeMax. 31ecCh
CTOUT OTMETHUTH, IIpEXKAEe BCEro, pPabOTHI IIKOJbI
3. bepmka—Y. Ixynes, a 3arem JIx.D. XatumHCOHA.
Yyenuk XarunHcoHa 3. vy B 1940 r. ony6arkoBai
paboTy c IIprMeYaTeIbHBIM Ha3BaHueM “ Bkian B peru-
oHaybHy10 TuMHOJIoTHIO” (Deevey, 1940). B Heit, mo-
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JKaJlyid, BIEpBble YETKO CTABUTCS BOMPOC O MEPBO-
CTEeTIEeHHOM 3HauYeHuu hocdopa 1151 pa3BUTHUS HPUTO-
IUTAaHKTOHA B TIpeCHBIX Bonax. OJHAKO yKa3bIBaeTcsl,
YTO a30T TAKKe OOBSICHSET 3aMETHYIO JOJII0 TUCTIEP-
CHM B COJIEpKaHUU XJopoduiia. ABTOp 3aK/TIOYaET,
yTo “a30oT U pocdop AeCTBYIOT COBMECTHO B 0becC-
rnevyeHuu OoJiblIe YyacTh HabJomaeMoil N3MEHYM -
BocTtu xjopodmia” (Deevey, 1940, p. 731). B cymr-
HoCcTU, [IMBU TOJOXWI Hayajao TaK Ha3bIBaeMOMY
pPErpecCUMOHHOMY MYTU pelleHrsT MPOoOIeMbl TUMU-
TUpPOBaHUsS (HUTOIUIAHKTOHA, KOIJa MO KOHIEHTpa-
LIMM BJIEMEHTa MOXHO TIpeacKa3biBaTb COJAEpKaHUE
xJopoduinia.

M3BecTHO, 4YTO 3apoxkIeHHE TaK Ha3bIBaeMOii
dochopHOIT TTapaguTMbl OTCUMTHIBAIOT C Kaccude-
ckoii pabotel P. Bonnenseiinepa (R. Vollenweider)
1968 r. (Lewis, Wurtsbaugh, 2008). CymiecTByer He-
CKOJBKO IIPUYUH, MO KOTOPBIM ¢dochop okazayics
IIEPBEHCTBYIOLIUM B BOIIPOCE JIMMUTHUPOBAHMUS IIpeC-
HOBOIHBIX 3KOCUCTeM. Bo-IIepBBIX, B OT/IMYME OT
docdopa a3oT B pgae xuMruIeckux popm Oosee Jra-
OWJIEH U TI03TOMY TPYAHEe TOAIAeTCsS] KOJTUYECTBEH-
HOMY y4eTy (HaIlpruMep, BBIACISIOTCS Tra3000pa3HbIe
(opMBI — MOJIEKYJISIPHBII a30T, OKMCJIBI A30Ta, U aM-
Muak). Psa coenmHeHuil pocdopa, HamIpoTUB, He-
pacTBOPUM U JIETKO BBIMamaeT B ocamokK. CoOCTBEH-
HO, pacueTsl BoiuieHBelinepa OCHOBBIBAIOTCS, B TOM
yuciie, Ha KoaguiimeHTe BoJooOMeHa, C TOMOIbIO
KOTOPOI'0 MOXHO OLIEHUTh CTEIIEHb yaepKaHUs (poc-
dopa. B 31011 CBSI3M CTOUT YITOMSIHYTh U paboOTy Xart-
YMHCOHA, B KOTOPOoii IUKJI pocdopa U LMK XKeje3a,
KOTOPBII TaKKe JaeT HEPaCTBOPUMBIE COCIUHEHMUS,
paccMaTpMBarOTCs Kak B3anmocBsa3anHbie (Hutchin-
son, 1941). Bo-BTOpbIX, TPaaAULIMOHHO CUYUTAETCS,
YTO MOTEPU a30Ta B €CTECTBEHHBIX BOJIOEMAaX MOLYT
OBITh KOMIIEHCHMPOBAHEI 3a cueT a3ordukcanun. Ha-
KOHeEll, B-TPETbUX, MOBBIIIIEHHOE BHUMaHuEe K doc-
¢opy CcBI3aHO C BO3pacTaIONIUM IT0 UHTEHCUBHOCTU
MIpUMEHEHEM BO BTOpOII mojoBruHE XX B. ymoope-
HU ¥ MOIOIIUX CPEICTB, COAEpXKAIIUX 3TOT 3Jie-
MEHT, KOTOPBII1 BHOCUTCS C TOBEPXHOCTHBIM CTOKOM
B BogoeMbl (Janenko, 2007; byaboH, 2016).

B xaxkoii Mepe a3oTduUKcaLsg MOXET IIPUBECTH K
TaKOMy oOecredeHrIo (UTOIJIAHKTOHA a30TOM,
MpU KOTOPOM €ro JUMUTUPOBAHUE ITUM 3JEMEH-
TOM OyHeT UCKII0YeHO? MHOTOKpPaTHO MOBTOPSIET-
csl MHEHME, UYTO a30THUKcALIUS IBJISIETCSI DHEPro3a-
TpaTHBIM IIPOLIECCOM, a UMEIOIIECS KOIUUYECTBEH-
Hble  JaHHbIE  YKa3blBAalOT Ha  KpailHIO
HEIOCTATOYHOCTh MOCTYILUICHUS a30Ta B BOJOEMEI 3a
cueT azordukcanuu. Tak, Mo HaOJIOAECHUSIM B 03€-
pax CackaueBana (Kanama) TeMnbl a3oTgukcalum B
cpemHeM TosibKo Ha 11.3% (Menmana — 3.5%) ynosie-
TBOPSIIOT MOTPEOHOCTU (DUTOIUIAHKTOHA B a30Te, U
Macca (PUKCHUPOBAHHOIO ILIMAHOOAKTEPUSIMU a30Ta
cocrasiisgeT 7.5% oT 00111ero MOCTYIUIEHUSI 3TOTO BJle-
MeHTa B BogoeM (Hayes et al., 2019). ABTopbI AenatoT
BBIBOJ, YTO, HECMOTPSI HAa TO, YTO (PMKCHUPOBAHHBII
a30T IMOMOTraeT MOAAePKUBATh IMTEPBUYHYIO MPOIYK-
TOM 142
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U0, 3TO HEe MCKIIOYAeT JUMUTUPOBAHNE 110 a30Ty B
ooraTteix pocopoM o3epax. B HeOOIBIIIOM MEJIKO-
BongHoM o3epe B 1urate BepmonTt (CIIIA) 3a cuer
aszordukcauny GUTOILIAHKTOH IIOJIydaa TOJIbKO 9%
a3oTa, HeB3Mpas Ha TO, YTO LIMaHOOAKTEPUU COCTaB-
ssu 81—98% o6iiieit 6uomacckl (Ferber et al., 2004).
Takum o6pa3oM, TeMIbl a30THPUKCALMU B BOOJOEMAX,
BUIMMO, JTAJIEKO He BCErIa COOTBETCTBYIOT TEM, YTO
HEOOXOIMMBI /11 00eCHeYeHUsI MX 9KOCUCTEM a30-
ToM. C Apyroii CTOPOHBI, MO JAHHBIM IS OMHOTO U3
KaHaJCcKuX o3ep (ceBepo-3anan OHTapuo), a30TPUK-
calrsl COCTaB/IsIeT 3aMETHYIO YacTh OOIleil a30THOM
Harpy3ku Ha 3IIUWJIMMHUOH B II€pUOI OBICTPOIO pa3-
putus “uBereHus’”’ (Higgins et al., 2018). ITo maTepu-
aJlaM, TTOJIyYeHHBIM IJIs1 Ipyrux o3ep KaHambl, aTMO-
chepHBIT a30T, GUKCUPYEMBIN IIMaHOOAKTESPUSIMHU,
obecrneynBaeT Kak MUHUMYM 12—38% morpe6GHOCTE
Bopopoceit B 3BTpodHbIX o3epax (Patoine, Leavitt,
2008). OgHako 3TU OLIEHKU BapbUPYIOT B 3aBUCHMO-
CTHU OT Teorpaduyeckux ocoOeHHOCTeil o3ep, roma
HaOMIOACHUIl U YCJIOBUN B KOHKPETHOM BOAOEME.
HMmeet 3HaYeHNE KOHKYPEHLIMS MEXIY a30T(UKCUPY-
omuMy (I1a30TpoHBIMI) 1 Hea30T(UKCUPYIOIIN -
MM BUIAMU; TIOCJICAHUE MOTYT OBITh JIUMUTHUPOBAHBI
10 a30Ty Jaxe B MPUCYTCTBUU a3oTdukcaropoB (Ger-
ven et al., 2019). MHTepecHO, 4TO 1IMaHOOAKTEpUU
(kak mua3oTpodHbIE, TaK U HEa30TPUKCUPYIOIIE)
CIOCOOHHI 3aracaTh a30T B COCTaBe MUTMEHTOB (U-
KOOMJIMIIPOTEMHOB, YTO, OYEBHIHO, IIOMOTAacT UM
npeonoieBaTh aepuuut azora (Wang et al., 2021).

OO0ObIYHO HAOJIIOHAIONMIAsICS TECHAsl CBSI3b MEXIY
colepKaHueM XJIopoduiia U KOHILIeHTpanuei goc-
¢dopa npuHUMAaeTCcsl 3a J0Ka3aTeJbCTBO JIMMUTUPO-
BaHUs 3KocucTteMbl (ocdopom (damenko, 2007).
JleicTBUTEIBHO, CyAs Mo TpaduKkaM, paccessHUEe TO-
YyeK HaOMIOAeHUI TeMOHCTPUPYET TTOUTH (PYHKIIMO-
HaJbHYIO CB$I3b B cliy4yae ¢ pochopoM, HeXKeJIU ¢ a30-
ToM (puc. 1; cM. Taxke Phillips et al., 2008). 9to maet
BO3MOXHOCTb MOJIY4YaTh PErPEeCCUOHHBIC 3aBUCHUMO-
CTH, UMeEIOIIIMEe, KaK CUMTAJIOCh, MPOTHOCTUUECKOE
3HaueHWE B MPAaKTUYECKUX BOIpocax (CM., HAmpHu-
Mep, Kiaaccmieckyio crateio Dillon, Rigler, 1974).
OmHako ObUIO MOKa3aHO, YTO B IMMUTUPOBAHHBIX 10O
a30Ty 03epax colepKaHue TOCAeAHEro He Bcerna
Jyuiire (IT0 CpaBHEHMIO ¢ KOHIIeHTpanuei pocdopa)
Koppenupyet ¢ xaopodumaom (Prairie et al., 1989).
Kpome Toro, commtacHO MpUHLUAMY ONTUMyMa, OT-
KJIMK OpraHu3Ma Ha TpaiueHTe (pakropa cpeabl 10J1-
JKE€H HOCUTh HeJIMHEHbIM XapakTep. OTCroaa MOXHO
MpeanojaraTh HaJM4ue obacTeil yCuaeHus, ONTU-
MyMa U YTHETeHMS XKU3HEIeSATeIbHOCTH.

K coxaneHuto, MONbITKU PELIUTh BOIIPOC O OUO-
TCHHOM JMMUTHUPOBAHUM 3KOCHCTEM BOIOEMOB Ha
CEeTOIHs 3a4acTylo CBOISITCS K MeTaaHalau3y OOJIb-
IIIOr0 MacCuBa JaHHBLIX. MexXmy TeMm, IIpUMEHEeHUE
Bce 0oJjiee M3OLIPEHHBIX CTATUCTUYECKUX METOHdOB
aHaM3a, NOPUILEAIINX HAa CMEHY PerpeCCMOHHBIM
YpaBHEHUSIM M JIMHUSIM, CaMO MO ceOe He BCKpHIBaeT
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Puc. 1. 3aBUCUMOCTD TOIOBOU MEPBUYHON MPOITYKIIAN
(ITIT) durormnankroHa o3ep Jlatrajmuu (roro-BoCTOYHAasK
JlaTBus) oT: (a) — cpemHerogoBOii KOHIIEHTpAIUX HEOP-
raHMYEeCKOro a3oTa (aMMOHMSI M HUTpaTa), N;; (0) —
CPEIHEro0Boil KOHIEHTpaluu obuiero gocdopa, Py.
IlpuBeneHs! olieHKM Ko3ahduimeHTa Koppersiiuu (r) u
JIOBEpUTEJIbHASI BEPOSITHOCTD (p). JlaHHBIE VISl TTOCTPOEe-
HUS TpadMKOB 3aUMCTBOBaHbI 13: TpaHcdopmanus op-
raHU4YeCKoro..., 1989.

OMOJIOrMYECKOTO MeXaHU3Ma JIMMUTUPOBAHUA U HE J1a-
€T OOJHO3HAYHOTI'O OTBETA HA BOITPOC O €I0 XapaKTepeE.

HenaBHo Ha GOJIBIIOM MaccHBe JaHHBIX MO 03e-
paM Bcero Mupa ObLI MOKa3aH CUTMOMIAIbHBIN Xa-
pakTep cBsA3u xjopodunna u dochopa (Quinlan
et al., 2021). JIMHEHHBINA y4acTOK B KOHIEHTpPALUU
ob6iuero pochopa Haxonurcs B oomactu 0.004—0.23 Mr/n
(4—230 mxr/n). Tlpu mpeBBILIECHUM BEPXHETO Topora
JIaHHOTO Irara3oHa (UTOIJIAHKTOH He pearupyer Ha
JTanbHEUIIWI pocT comepkaHus pocopa B Boae. 3a
npeaejaMuy JIMHEMHOIO yJ4acTKa B 00JIaCTSIX HU3KOM
W BBICOKOI KOHIeHTpauuu ¢ocdopa HAXOOWINUCh
03epa PETMOHOB C OYEHb XOJIOAHBIM M JKapKUM KJIH-
MaTOM COOTBETCTBeHHO. KOJUIEKTMB KaHaACKUX MC-
cinenoBateneit (McCauley et al., 1989) mpuiiesn K BbI-
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BOMY, YTO IIPY BBICOKUX KOHIIEHTpauusx ¢pocdopa
a30T MOXET BBICTYIIaTh B KQYECTBE JMMUTHUPYIOIIETO
dakrtopa. IlpaBma, NMPUBOOMMEII MMM OHMANa30H
KOHIIeHTpaLuu ob1iero ¢ochopa, Ha KOTOPOM CBSI3b
¢ XJIOPO(UILJIOM TIPSIMOJIMHEHA, OYSHb LIMPOK, CO-
crasisis 50—1000 mxr/a. Mo naHHBIM XoJabrepcoHa
¢ coaBt. (Holgerson et al., 2022), BajioBast IIpoayK-
vs (UTOMJIAHKTOHA IIOJIOXUTEIbHO CBsSI3aHa C
KOHIIeHTpalueil obiiero ¢ocdopa B o3epax, s
KOTOPBIX €TO COAepKaHME YKIaAbIBAETCS B IIpeaeabl
11-75 wmkr/a. ®@unbctpyn u Jaynunr (Filstrup,
Downing, 2017) ykasbiBatoT rpaHuily B 100 Mxr/m —
BBIIIE 3TOM KOHIEHTpauuu dochopa comepkaHue
xjJopoduilia Bo3pacTaeT B 3aBUCUMOCTH OT OOIIIEro
aszota. IpaHMYHYIO KOHIEHTPALUIO PaCTBOPUMBIX
¢dopM pocdopa B 50 MKr/1 ipuBoaaT JJoHAIBI ¢ CO-
aBT. (Donald et al., 2011).

Hameuaetcs TeHAeHIMSI K YCUIIEHUIO 3BTpOodU-
pOBaHMS B 03epax C BbICOKOI KOHLIEHTpaluei (oc-
¢dopa npu noctyrieHuy B HUX azora (Donald et al.,
2011). Ximopodwuia ciadbo pearnpyeT Ha OOIIMIL a30T,
kKorna Majo docdopa. [Ipu nocTrkeHUM XKe orpeae-
JICHHOM KOHIEHTpalluy OOIIEero azora comepxkaHue
xJiopoduiIsia CHUXKaeTcsl, a HUTPAT MPENCTABIISIET 10-
MuHupytoiyo ¢dopmy azora (Filstrup, Downing,
2017). YKazaHO Takxe, YTO I'paHUIa MEXIY OJUTOo-
TPODHBLIM U ME30TPO(MPHBIM COCTOSTHUUSIMU O3€pa
SIBJISIETCSI OMHOBPEMEHHO IpaHUlIeit MexXIy neduiim-
TOM UM U30BITKOM a3oTa (Scott et al., 2019).

JleHuTpudukalys CriocooCTByeT yaaJeHUIO a30-
Ta, HAKOIUIEHHOTO B pe3yJbTaTe a30T(UKcalN, BO
MHOTHUX 3BTpodHBIX 03epax (Scott et al., 2019), B pe-
3yJbTaTe Yero o3epa CTAHOBITCS JIMMUTUPOBAHHbI-
MM T10 a30Ty. ABTOPHI ITOKA3aJI1, 4TO, BO3MOXHO, 110
5TOil MPUYMHE MCHBITBHIBAIOT medunut azota 51%
ouroTpodHEIX 03ep, 60% — Me30TpodHBIX, 72% —
3BTPOMHBIX, 89% — runepTpodHBIX. 31eCh NHTEPEC-
HO, YTO ¢ Bo3pacTaHueM TpoGHOCTU AePUIINT a30Ta
HapacTaeT. [1o gaHHBIM, MoJyd4eHHBIM Ha 831 o3epe
BCEro MHUpa, ObUIO YCTAHOBJIEHO, YTO B PSIAY OT OJIM-
TOTPO(MHBIX K TUIIEPTPO(MHBIM 03epaM BEPOSITHOCTD
KO-JIMMUTUPOBAHUS a30TOM U (pocHOPOM BO3paCTaeT C
15 1o 67%, ipy 3TOM BEPOSITHOCTH TUMUTHUPOBAHUSI
TOJIBKO 110 pocdopy cHuxKaeTes ¢ 77 1o 22.3% (Zhou
et al., 2022).

M30bITOK a30Ta MOXET OKa3bIBaTh 1 yTHETAIOIIEE
JeiicTBUe Ha (PUTOMJIAHKTOH. Tak, Ha MpuUMepe He-
KOTOPBIX 0O3€pP CEIbCKOXO3SIMCTBEHHBIX PETrMOHOB
CIIIA nmoxka3aHO, 9TO a30T B HUTpaTHOU (popMe TIpHr-
BOIUT K TaK Ha3biBaeMoMy subsidy-stress-addeKTy
Wit pyHKIuoHupoBaHust xiopodgmmia (Filstrup
et al., 2018).

TEOTPAOMYECKHMUE OCOGEHHOCTHU
JIMMUTUPOBAHHWA TPOOPHOCTHU

HOCKOJILKY NCXOOJHO KOHUIECIIIMA pCFHOHaJILHOﬁ
JIMMHOJIOTHU oInupajaCb Ha 30HaJIbHbBIC 3aKOHOMEP-
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HOCTH COCTaBa IMOYB W TOPHBIX ITOPOH, TO JOTUIHO
00paTUTHCSI K OYEBUIHOMY BOIIPOCY: CBS3aH JIM Xa-
paKkTep JUMUTUPOBAHUS (110 a30Ty U 110 hochopy) ¢
reorpacMIeCKIM TTOJIOXKEHHEM BOIOEMa M XapaKTe-
POM yroamii ero Bogocoopa?

HexoTopbele aBTOphI OOpamiaroT BHMMaHUE Ha
IIMPOTHYIO M3MEHUYMBOCTHb JIMMUTHUPOBAHUS BOIO-
eMOB 1o OmoreHHBIM aeMeHTaM (lamkuHa, Momnce-
eHko, 2010; I'amkunHa, 2011). A UMeHHO, B €BpOIICii-
cKoit yactu Poccuu mipu poaBIKEHUM C ceBepa Ha
oT (IT0 HAaIpaBJIEHUIO OT TYHIPHI K CTEIN) IIPOUCXO-
JIWUT CMEHa JIMMUTUPOBAHMUS OT a30Ta K ¢ocdopy.
HMubIMU cioBaMU, CeBEpHBIE BOTOEMEI IMMUTAPOBA-
HBI TTO a30TY, TOTAa Kak IoKHbIe — 1Mo pocdopy. Taxk,
B TyHIpe 81% 03ep IMMUTUPOBAHBI 10 a30TY, B JIecax
Takux o3ep yxke 39%, B crensix ke — 0%. ABTOPHI UC-
CJIeTIOBaHUS CBSI3BIBAIOT 3TO C COCTAaBOM MOYB, KOTO-
pbl€ OTJIMYAIOTCSI CTENEHbIO ITOIBMXXHOCTU pPa3HBIX
aJIeMeHTOB. BipoueM, 3mech nMeeT 3Ha4eHUE U TPO-
¢uyeckuii craryc BomoeMa (4UeM BhBIIIE Tpoduye-
CKUI YpOBEHBb, TEM OOJIbllIe HaKaranuBaeTcs: pocdo-
pa II0 CpaBHEHMIO C a30TOM), M COOTHOIIIEHNE KOH-
HeHTpalurit a3ora, ¢ochopa n yriepona. ITosromy
y4eHbIe Je1al0T BbIBOA O HEOMHO3HAYHOM XapaKTepe
JIMMUATUPOBaHUS TPpO(GHOCTU, yKa3bIBasi Ha 4acToe
KO-JIMMUTHUPOBaHUE a30TOM 1 (ochOpOM.

ITo nanHbIM AGenb ¢ coaBT. (Abell et al., 2012),
U3y4aBUIMMU IIMPOTHYIO U3MEHUYUBOCTH COJEpXKa-
HUS XJ0poduuia B BogoeMax MUpPa B CBSI3U C KOH-
HeHTpalmreil 6moreHoB, Gocdop Bce 3Ke BaxkHee Kak
JIMMUTHUPYIOIIUNA (PaKTop, TOrIa Kak a30T CTaTUCTHU-
yeCcKH 00Jiee 3HaYMM TOJIBKO JJISI MEJIKOBOIHBIX 03€P.
OnmHako IpM pa3padboTKe MPaKTUIECKNX peKOMEHIa-
LI IO BOCCTAaHOBJIEHUIO BOTOEMOB U TIPODUIAKTH -
Ke 3BTPO(GMPOBAHUS BaXKHO YIUTHIBATh U a30T.

B n1utepatype HaKONWIOCH OOCTAaTOYHO MHOTO
CBUAETEBCTB TOTO, YTO CEBEPHBIE 03epa ITUMUTUPO-
BaHbI 110 a30Ty. IIpu 0ObSICHEHUN MPUYUH TaKOTO
MMOJIOKEHMSI YKa3bIBaeTCs Ha sSBJIeHUE OpayHU(pUKa-
mn (rymMmudurKalum), Ipu KOTOPOM B BOAOEMBI I10-
CTymnaeT M30BITOYHOE KOJUYECTBO TEPPUTEHHOIO Ty-
myca (Isles et al., 2020). ITomaraior, 4To UMEHHO 03epa
C TEMHO BOJIOM, TyMU(DUIIMPOBaHHEIC, OKA3bIBAIOTCS
JMMUTUPOBaHHBIMU 110 a30Ty (Phillips et al., 2008).
BospacTtanue comepaHus OpraHU4ECKOTO yriiepoaa
B BOJIE MOXET UTPaTh ABOSKYIO POJb B OTHOIIECHUU
a30Ta: ¢ OIHOM CTOPOHBI, MOCTYIAIOIIEe OpraHuYe-
CKHE BEIIeCTBA CaMM CJIyXKaT MCTOYHMKOM MUHE-
pPaJILHOTO a30Ta, a C APYroii — CTUMYJIUPYIOT IEHUT-
puduUKalMo 32 CYET YCUJIEHUSI aKTUBHOCTU OaKTe-
puii. JleHutpudukamys CIOCOOCTBYET YIAJICHUIO
a30Ta U3 BOOHOM 3KOCHUCTEMBI B BO3IYIIHYIO CPELy,
0o0ycJIOBIMBasE TAKUM 00pa3oM a30THOE JIUMUTUPO-
BaHue. JeiicTBUTENbHO, KaK BBISICHWIOCH, B IlIBe-
uun 79% o3ep TuMUTUPOBaAHEI 1o a3oTy (Isles et al.,
2020). OgHako, BO3MOXHO, YTO JUMUTUPOBAHUE T10
a30Ty HE CBSI3aHO HAIpSIMyIO ¢ OpayHUdUKAIUCH,
TaK KaK MTHTEHCUBHOCTB CaMOii OpayHUdUKaILIIN KO-
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BapUUpyeT C KOJMYECTBOM aTMOC(EPHBIX BbINaje-
Huii azora. Ectb mannsbie (Isles et al., 2018), cBune-
TEJILCTBYIOIIYE, YTO TUMUTUPOBAHIE 3aBUCUT OT aT-
Moc(epHBIX BbINAAeHUT HEOPraHUIECKOTo a3oTa. B
MOCJIeIHUE TOAbl HAOII0JaeTCsI YMEHbIIEHUE BbIMNa-
JICHUI1 a30Ta, OCOOEHHO Ha CEBEPHBIX TEPPUTOPUSIX.
ITosTOMYy a30THOE IMMUTUPOBAHNE CTAHOBUTCS 060-
Jiee pacIpoCTpaHEHHBIM B CYOapKTUYECKHUX U Oope-
abHBIX TeppuTopusx EBpombl: ceifuac 3aech 63%
03ep IMMUTUPOBAHBI 110 a30Ty U 20% KO-IMMUTHUPO-
BaHBI a30TOM U (GochopoM, Torma Kak paHbIIe UX
66110 32 1 45% coorBeTcTBEHHO. CIBUT K A30THOMY
JIMMUTUPOBAHUIO MOXET CITOCOOCTBOBATH PA3BUTHIO
HaHOOaKTepUii, OCOOEHHO €CJIM MPU 3TOM BO3pac-
taeT Temriepatypa (Isles et al., 2018). CyiectByer
TakXXe MHEHHUE, YTO 03€pa B €CTECTBEHHOM COCTOSI-
HUU JIMMUTHUPOBAHEI 10 a30TYy, TOrna Kaxk 1o ¢pocgo-
Py OHUM CTaHOBSITCS IMMUTUPOBAHHBIMU ITPY MHTEH-
cudukauum atMocdepHbIx BbiameHuii (Bergstrom
et al., 2008). [IeiicTBUTEIbHO, TOKA3aHO, YTO MHOTHE
OUTOTPOHBIE 03epa SIBIISIIOTCS a30T-JIMMUTUPO-
BaHHBLIMM.

bpayandukanmg cama mo cede HeceT ellle OTHO
BaxKHOE CJIEACTBUE 1T (PYHKIIMOHUPOBAHUS (PUTO-
TUIAaHKTOHA — YMEHbIIIEHUE MPO3pauyHOCTU BoJbI. [To-
Ka3aHa YHUMOAaIbHasi 3aBUCMMOCTh IIEPBUYHOM ITPO-
OYKIIUW U 0MoMacchl (pUTOIIAaHKTOHA OT KOHILIEHTpa-
LIMU pacTBOPEHHOIro opraHuyeckoro yriaepoaa (POY)
(Bergstrom, Karlsson, 2019; Stetler et al., 2021; Hol-
gerson et al., 2022). Iuk npoayKiuu wiu 6MoMacchl
HabI01aeTcsl B pailoHe TTPOMEXYTOUHBIX 3HAaYeHU
nociaenHeil. B xadecTBe Takux 3HA4YeHUIT yKa3bIBa-
I0TCSI pa3InyHbIe, HO OJM3Kue, ynucaa: 11 mr/i (o3epa
I[IBeunu, wu3yyanach cpeaHeromoBasi OuomMacca
duTormankroHa; Bergstrom, Karlsson, 2019); ot 4.5
no 10 mr/n, B cpeaqneM 7 mr/i (158 o3ep Mupa, Bajio-
Basi mepBu4Has npoaykius; Holgerson et al., 2022).
HMuTepecHO, 4YTO IMPUBOAMMBIC 4YMCIa IIOIAmaloT B
nHTepBan (5—10 Mr/n yriepona), oTaeASIIOIINI Tak
Ha3bIBaeMble aBTOTpPO(HBIE 03epa OT rerepoTpod-
HbIx (Prairie et al., 2002; Hanson et al., 2003). Heii-
CTBUTEJIBHO, TPU MPEBBIIIIEHUU TTOPOTOBOI KOHIICH-
Tpauuu POY cBeT BbICTYIAET IUMUTUPYIOIIUM (hak-
TOPOM, U TIpeo0JIamaloIIM IIPOILIECCOM CTaHOBUTCS
He MPOAYKIIYS, a IeCTPYKIIMS aJUIOXTOHHBIX OpraHu-
YEeCKMX BEIIECTB.

IIpoTuBOpeUYNBEI JaHHLIE O BAUSHUM XapakTepa
yroauii BomocOopa Ha JIUMUTHUPOBAHHME O3EPHBIX
9KOCUCTEM.

Taxk, mo Bannu ¢ coant. (Vanni et al., 2011) ¢puto-
IUTAHKTOH B 03epax C JIECHBIM BOIOCOOPOM JIMMUTHUPO-
BaH MO a30Ty, TOrAa Kak C CEeJIbCKOXO3IMCTBEHHBIM —
no ¢ocdopy. B o3epax co cMelIaHHBIM XapakKTepoM
Yroauii Bogocoopa IIpOUCXOIUT CE30HHBIN COBUT JIV-
MUTHPOBaHUS OT pocdopa K a30Ty. ABTOPCKHI KOJI-
JIEKTUB TakxKe I10Ka3aJl, YTO IIaBHBIM MCTOYHUKOM
IIOTEeph a30Ta B BOJOEMAaX C XO3SIIICTBEHHO OCBOCH-
HBIM BOJIOCOOPOM MOXET CIYKWUTh NeHUTpU(pUKA-
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. BblI cieltaH BEIBOM, YTO BOIIPOC O IMMUTHPOBA-
HUM CJIeAyeT pelaThb C y4YeTOM CrieliM(pUKU BOI0COO-
pa I KOHKPETHBIX BUAOB Yroauii. ABTOPHI IT0JIaraior,
YTO B3aMMOOTHOIIEHUS MeXAY a30ToM, ¢ochopom,
U YPOBHEM MPOAYKTUBHOCTHU (DUTOIJIAHKTOHA B 3HA-
YUTEJIbHOM CTEIICHU PETYJINPYIOTCSI XapaKTEPOM yIro-
nuit Bomocbopa. JlanHabie Xoaiic ¢ coaBT. (Hayes et al.,
2015) cBUAETENBCTBYIOT O TOM, 4YTO TITOTOIHEIE
YCJIIOBHMSI BHOCST JIOMNOJHUTEIbHBINA BKJIad: (PUTO-
IUIAHKTOH B CEJIBbCKOXO3SIMCTBEHHBIX JaHaImadTax
JUMUTUPOBAH 110 (pochopy, HO MPU 3acyxe JUMHU-
TUPOBaHMWE CABUIacTCs Ha a30T. 3acyXa CTUMYJIM-
pyeT pa3BuTHe a30TdUKCHUpyIomnX 6akTepnii. 1o
JTaHHBIM TOTO K€ MCCIIeIOBaHMS JIeCHbIe 03epa BCe-
IIa JUMHUTAPOBAHBI II0 a30Ty, HE3aBUCUMO OT Ha-
CTYILUIEHHMSI 3aCYLIJIMBOTO TTepuoa.

Imy6buHa o3ep okazajnach ogHUM U3 (haKTOpOB,
OMpeIeISTIONINX XapaKTep JuMHUTUpoBaHus. Cunura-
€TCsl, YTO MEJIKOBOIHBIE (C INTyOMHOI MeHee 6 M) o3e-
pa TMMUTHPOBAHBI 110 a30TY, a INIyOOKOBOOHEIE — I10
dochopy. Tak, obmmii a3oT okKazajcsd 3HAYNMBIM
MPEIUKTOPOM OMoMacChl (PUTOILUIAHKTOHA B MEIKO-
BomHbIX o3epax (Donis et al., 2021). K 6au3kum pe-
3yapraTamM Ipunuid AGenb ¢ coaBT. (Abell et al.,
2012), onHako 31eCh peub uaeT 00 o3epax HU3KUX
mpoT (HoBas 3enangust). To, 4To M1 MEIKOBOII-
HBIX 03€p POJIbL O0IIEero a3oTa BhIle, yeM ¢ocdopa,
yKa3bIBaid Takxke Mocc ¢ coaBT. (Moss et al., 2013).
HMHTepecHOo, 4TO HAILIM CTEXMOMETPUUIECKIE paCUEThI
00ecrneuYeHHOCTY IIEPBUYHOM NPOIYKIINM HEOPraH!-
YeCKMM a30TOM YKa3bIBAalOT Ha BO3MOXHYIO B3aIMO-
CBSI3b OOECIIEUEHHOCTH C INIYOMHOI MpPO3pavyHOCTU
Bonoema (PrxunamBuiu, MakcumoBa, 2017). MHBI-
MU CJIOBaMU, YeM OoJibllle MPO3pavyHOCTh BOAOEMa,
TeM B MEHbIlIeil CTeeHW BOAOEM JUMUTUPOBAH I10
HeopraHmyeckomy a3oty. Kak mpaBuiio, BogoeMEbl ¢
OoubllIelt MIyOMHOI 00amaloT U HauOoblIei mpo-
3padyHOCThIO. [loyeMy MJIAaHKTOHHBIE ITPOLYLIEHTHI
MMEHHO B MEJIKOBOIHBIX 03€paX MOI'YT MCIBITHIBATh
nedunut azota? 3aech B KAYeCTBE OJHON U3 MPUYNH
MOXKHO yKa3aTh Ha KOHKYPEHIIMIO 32 HETO C 0aKTepHO-
wiankToHoM (PrckmnamBmm, Makcumona, 2017).
Kpowme Toro, skocucteMbl METKOBOIHbBIX 03€P OTJIU-
YaloTCs ITOBBIIICHHOM OMOJIOTMYECKOM aKTUBHO-
CThIO B CUJIy XOPOIIIEi OCBEIIaeMOCTH U MpOrpeBae-
MOCTU BogHoit Macchl (Moss et al., 2013). B atux
YCJIOBUSIX (IIpU MHOBBILIEHUM TEMIIEPaTyphl) MOXET
YCUIUBAThC ASHUTPU(PUKALIMS, YTO YU IPUBOIUT K
nmorepsiM azota (Moss et al., 2013).

B nmocinenHre HECKOIBKO JIET JOBOJIBHO MHOTO pa-
0OT MOCBSIIEHO BIMSHUIO KJIMMaTa Ha yCJIOBUSI OMO-
TEHHOI'O JUMUTUPOBAHUSI BOOHBIX 3KOCHCTEM. Ta-
KO MHTEpeC CBSI3aH C YCUJIMBAIOIIUMMUCS TI100aIb-
HbIMU KJIMMaTUYECKUMU U3MEHEHUSIMU Ha 3€eMHOM
mape. Ha mpumepe 230 o3ep EBporibl, pacnosioxxeH-
HbIX B CpEIM3E€MHOMOPCKOI, KOHTUHEHTAJbHON U
OopeaibHOI 30HaX, TMOKa3aHO, YTO CBETOBBIE YCJIO-
BUSI U MHTEHCUBHOCTD CTPAaTU(UKALIMU OOBSICHSIIOT
OOJTBIIYIO YAaCTh OUCIIEPCUM XJIOpO(DHIIIa a, HeXeIn
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comepxkaHne OMoreHHbIX 3JaeMeHTOB (Donis et al.,
2021). ITo mgaHHBIM 3TUX aBTOPOB, OCOOCHHO TaKOe
3aKJII0YECHHUE 0Ka3aJ0Ch BEPHBLIM I ob1ero ¢oc-
¢opa, Koropriii HuUKoraa (! — A.P) He BHICTyHal B
KadyecTBE OOBSICHSIONICH TIEpeMEHHOM, B OTJIMUME OT
00I11Iero a3oTa, 0Ka3aBIIErocss 3HAYMMBIM JIJIST MEJI-
KOBOIHBIX 1 KOHTMHEHTAIbHBIX 03¢ep. 1IlyBo ¢ coaBT.
(Shuvo et al., 2021) Ha maTtepuaine 2561 o3epa Bcero
MHUpa YTBEPXKIAIOT, YTO coaepxkaHue docdopa u
KJIMMaTU4YeCKUe mapaMeTphl (TeMIepaTypa Bo3myxa,
ocanKu, 00J1a4HOCTb, MTHCOJISILIMSI) B PABHOM CTEIIEHU
(42 n1 38% COOTBETCTBEHHO) XOPOIIIO OOBSICHSIIOT CO-
nepxaHue xiuopodwmnia. OgHAKO MHTEPECHO, 4YTO
yKa3zaHHbIE aBTOPHI B3SIJIM B pacuyeT TOJIbKO JaHHbIE
o pocdopy, He yIUThIBasE HU a30T, HU ApyTrue Ouo-
TeHHBIC 2JIEMEHTHI. Y4YeHBIEe CIejlald BBIBOH, YTO
KJIMMaTU4YeCKEe OCOOEHHOCTU HEUCTBYIOT CHUHEp-
T'UYHO ¢ hochopoMm.

M3 Bcex KIIMMaTUYECKUX TIEPEMEHHBIX HauOOJIb-
lee BHUMaHME TUAPOOMOJIOroB BCerma IpuBjeKaja
TeMIieparypa, MOCKOJbKY OT €€ BEIWYMHBI HaIlpsi-
MYIO 3aBUCUT CKOPOCTh XUMUYECKMX peakuuii. Ha-
KOIUIEHHBIE MaTepuajbl CBUACTEILCTBYIOT, YTO, KaK
IIpaBWJIO, TEMIIEpaTypa ACUCTBYET Ha (PUTOIUIAaHKTOH
HE HEMOCPEACTBEHHO, a B COBOKYITHOCTHU ¢ OMOTeH-
HBEIMHU 3JIeMeHTaMu. B 3ToOM oTHOIIeHNU BeCbMa 10~
Ka3zaTeJIbHO CHUMY/ISIIMOHHOE  MOIEIMpPOBAHUE,
npeanpuHsToe Bapa ¢ coaBt. (Ward et al., 2020) mst
JIAaHHBIX 110 oJInTpodHOMY 03epy (03. Cananu, Hrio-
I'emmmp, CIIA). ITo pe3ynbraTamM 3THX aBTOPOB,
MeIMaHHas JIETHsISI KOHLIEHTpalus XjJopoduiia a
MIOJIOKUTEJIPHO CBsi3aHa C JICTHE TeMIlepaTypoi
BO3Iyxa, B TO BpeM:I KaK ITOJIOBOIf MAKCHMYM XJIOPO-
¢dwIa TIOJIOXUTEIbHO KOPpEIUpyeT ¢ BHEIIHei
dochopHOIi HArpy3Koil 3a TpU IIPEIIIeCTBYIOIINX
roma. TakuM oOpa3oM, TUIIMYHOE JIETHEE ComaepxKa-
Hue xjiopodwuia (MeaMaHa) 3aBUCUT OT KJIMMaThde-
CKMX OCOOEHHOCTEH, Torna Kak K (“1uBeTeHune”) o0y-
cioBnuBaeTcsd pocopHoit Harpy3koii. To ecTh, peub
WIET O JIBYX BpeMEHHBIX IIKaJIaX — JOJITOBPEMEHHOM
(MHOTOJIETHEM) M KpaTKOBPEMEHHOM (OIHU M CEe30-
HbI). B pesynbraTe 3ddhexT, KOTophlii 0Ka3bIBaeT HA
¢duTONIAaHKTOH OMOreHHasi Harpy3ka MW KpaTKoO-
BpeMEHHBIE 3KCTpeMallbHbIe SIBJIECHUS (HaIpuMep,
3acyxa) MOXeT ObITh 3ana3apiBaroiuM. CiemyeT cKa-
3aTh TaKXe U O TOM, YTO HEOOXOAMMO MCITOJIb30Ba-
HUe€ pa3HbIX IToKa3aTesel COCTOSIHUS (PUTOMIaHKTO-
Ha, 0 YeM HaIISITHO CBUIETEIbCTBYIOT IPUBEACHHEIC
pe3yJbTaThl.

DKCNepUMEHThl ¢ ME30KOCMaMU TTOKa3aiu, 4To
COOOIIIECTBO OPraHM3MOB (DUTOIJTAHKTOHA 0Oosee
YyTKO pearupyeT Ha U3MEHEHUs] KOHIEHTpaluu
OMOTEHHBIX 3JIEMEHTOB, HEXEIW Ha BO3ACHCTBUE
temriepatypHoro ¢dakrtopa (Filiz et al., 2020). bosnee
TOr0, YYBCTBUTEIBHOCTb CTPYKTYPHI COOOIIECTBA K
BBICOKUM TeMIIEpaTypaM 3aBUCHUT OT JOCTYITHOCTHU
ouoreHoB. [Is maTcKux o3ep OBLIO YCTAHOBJICHO,
YTO XMMU3M BOIBI (M OTYACTU MOP(OJIOTUS 03€epa)
oKa3bIBaeT OoJiee CyIIeCTBEHHOE BIMSHUE HA TAKCO-

YCITEXY COBPEMEHHOM BUOJIOTUU

P2KMHAILLIBUIIN

HOMUYECKOe OoraTrctBo (Ha ypoBHE popda) (uTo-
IJIAHKTOHA, HEXeJIN KJIMMAaT U XapakKTep yroauii Bo-
nocoopa (Ozkan et al., 2013). [Tpu 3TOM 001Ut a30T
3HagnMee pocdopa.

TakcoHoMmuueckass CHeIUDUUHOCTh peaKLUUU
(GUTOIJIAHKTOHA Ha TeMIIEpaTypy TaKxKe XOPOILIO U3-
BecTHa. YacTo yka3biBaeTcsl, YTO CUHE3€eJIeHble BOJIO-
pociu 6oJjiee UyBCTBUTENIbHBI K MOBBIIIIEHUIO TEMIIE-
paTypbl U Jydllle pacTyT MpU €€ TMOBBIIIEHUU, YeM
JIpyTUe Tpynribl (CM., HAMPUMEpP, KpaTKoe obcyxie-
Hue 3Toro Bompoca y Hennemann, Petrucio, 2016).
Ha npumepe tpex ozep Kurtasi pazHoro Tpodumdecko-
ro cTaTyca oKa3aHo, YTO B3aUMOJIEUCTBUE TeMITepa-
TYpHOTO (haKTopa U CoAepKaHUsI GUOTEHOB OIpe/e-
JISIeTCSI TaKCOHOMUYECKUM COCTaBOM ajibroiopbl
(Dong et al., 2018): B omurorpoHOM 03epe, rue d0-
MUHUpPYET 3ejieHass Boaopociab Mougeotia, GuoTeH-
HbI B51eMeHT (hocdop) MpeBaarupyeT Mo 3HAUYUMO-
CTM HaJ TeMIIepaTypoii, Torma Kak B 3BTPO(PHOM U
rUIepTpoGHOM BOJOESMAaX, OTIUYAIOIIMXCS TOMUHM -
poBaHMEM liMaHOOaKTepuii, a3oT M TemIleparypa
OKa3bIBalOT COBMECTHOE BO3/IEHCTBUE.

BUOJIOTUYECKASA CIELIU®UKA
BMOTEHHOTI'O IMMHWUTUPOBAHUA

Heob6xonmMo yduTBIBaTh, YTO NPOAYKIIMOHHBIN
MPOLIECC B 9KOCUCTEMAX OCYILECTBIISIIOT SKUBBIE Op-
ranu3Mbl. [1oaToMy, TOMUMO OOIINX YCIIOBUIA BOJIO-
eMa, ero reorpau4ecKoro I0JOXEHUSI, UMEeT 3Ha-
YyeHMe TakKe M TaKCOHOMMUYEcKas CIIeM(PUIHOCTh
MPOAYLIEHTOB, M B3aUMOOTHOIIICHUSI MEXIY pa3HbI-
MU TpyHIIaMU TUAPOONOHTOB. OTHeIbHbIE IIPUMEPHI
peakuuu rpynin GUTOILUIAHKTOHA Ha (DAKTOPbI Cpeibl
U CIIOCOOHOCTh IUAHOOAKTEepUil K a30TdUKCALU
YK€ YIIOMUHA/IUCh BHIIIIE.

OO0cyxmass TaKCOHOMUYECKHUI COCTaB BOJIOPOC-
Jielt, cinenyetr oOpaTuTh BHUMaHUE, MPEXIIE BCEro, Ha
pa3MepHble OTIMYUsl. MeNKOKIIETOUHbIE U KPYITHO-
KJIETOYHbIE (hOPMBI pa3InyaroTCsi UHTEHCUBHOCTbHIO
MPOAYLIMPOBAaHUSI OPraHUYECKOro BellecTBa (CKO-
pocTb (hOoTOCHMHTE3a Ha efuHUILy Macchl) (I'yrenbma-
xep, 1986). K Tomy ke, HarpuMmep, LIMaHOOAKTEPUH,
Kak MpaBuJjio, UMEIOT KPYIHbIE pa3Mepbl, U TIO3TOMY
cirabee BBICHAIOTCS 300IIaHKTOHOM. B.B. BynwpoH
(2016) akueHTUpPYET BHUMAaHKE Ha pa3IYHbIi Xapak-
T€p B3aUMMOCBSI3M OHMOMACCHI pa3HBIX IO pa3MepaM
rpynmn (uUToIUIaHKTOHA ¢ obmmM dochopom. Tak,
Menkue (MeHee 35—50 MKM) BOJOPOCIU MpaKTUYe-
CKM HE pearupyloT Ha U3MEHEHUE KOHILIEHTpaluu
docdopa, Torma Kak KpyImHOKJIECTOUYHBIE OpTaHU3MBI
JIEMOHCTPHUPYIOT BBIpaXXEHHBIM HEIMHEHHBIT 3¢-
beKT — CUrMOUTATBLHYIO 3aBUCUMOCTb.

O,[[HaKO HauooJIblllee 3HAYEHUE UMEIOT B3aMO-
OTHOLUICHUA FI/II[pO6I/IOHTOB B IUIAHKTOHHOM COO00-
mecTtBe. Ilpexne Bcero, DOJKHO IPUBJIEYb BHUMA-
HHE B3aUMOACHCTBIE MEKIY BOOOPOCIIMHU 1 OaKTe-
TOM 142
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pusmu. ITmapobuosorn Havana XX B. (HampuMep,
Mayxa (Maucha, Unger, 1924)) nucanu o cBoeoOpas-
HOM CcUMOMO3€e 3TUX rpynn opraHusmosn. [.I. BuH-
6epr (1956) roBopui1 0 TOM, 4TO GOJIbIIIAs YACTh ITEep-
BUYHBIX OPTraHNYECKUX BEIIIECTB, 0OPa30BaBIINXCS B
XOJI€ KM3HEIEITEeIIbHOCTU (PUTOIUIAHKTOHA, YTUJIN-
3UpyeTcsl OAaKTepUsIMHM, a HE 300IUIAaHKTOHOM. BBI-
cBOOOXIaeMble OaKTepUsIMU YIIICKUCIIN Ta3 1 010~
TeHHbIE BJIEMEHTbl CHOBA MCHOJB3YIOTCAd (HUTO-
IUIAHKTOHOM B TIPOAYKIIMOHHOM Impolecce. Tak,
MMOKa3aHO, YTO YMCTasl NepBUYHAS MPOAYKLIUS -
TOIJIAHKTOHA MOYTHU Ha 4eTBepTh (Ha 19%) moxer
ONMpaThCs Ha aJUIOXTOHHBIN YIJIEPO 3a CUET yIJie-
KMCJIOTO Tra3a, BBIASISIEMOro MHpH AbIXaHUM OaKTe-
pMii, UCIIOJB3YIOLIMX TeppUreHHbI rymyc (Demars
et al., 2020). ABTOpbI CUUTAIOT, YTO TAKOE ITOJIOXKE-
HUE NO0KAa3bIBa€T BO3MOXHOCTD YIJIE€POMTHOTO JTUMU-
TUPOBAHUS BOAOPOCIEH. YIIepogHOe TUMUTHUPOBA-
HUe (B TOM YMCJIE, 10 HEOPTaHUYECKOMY YIJIEPOIy)
MOXKET PeryJInpoBaThcs Takke TemIiieparypoii. Ha-
MPUMEP, YKa3bIBaeTCsl, UTO, B OTJUYME OT (DOTOCUH-
Te3a, CKOPOCTb JbIXaHUsI 00Jiee UyBCTBUTENIbHA K U3-
MeHeHMIO TemnepaTypbl. COOTBETCTBEHHO IIpU ITO-
BBILIEHUHM TeMIIepaTypbl 00pa3oBaHUE YITIEKMCIOTO
raza Oymer Oosiee MHTeHCHMBHBIM (Zagarese et al.,
2021).

Mexxny BOIOPOCISIMA M OaKTEpUSIMU MMEET Me-
CTO KOHKypeHuIMsa. OOHUM M3 OCHOBHBIX YCJIOBUIA
KOHKYPEHIIUU SIBJISIETCS TOCTYII JTJaOMIBbHBIX OPraHM-
YeCKMX COeIMHEeHMil. MHOrue aBTOphl YKa3bIBaIOT
Ha TO, YTO MpPHU BBICOKOM COIEpP>KAaHUU ITUX Be-
mectB (u3MepsseMomy, Hanpumep, Mo BITK;) 6ak-
TEpPHUHU BBICTYNAIOT KOHKYPEHTOM (PUTOIIAaHKTOHA B
OMOTeHHBIX 2J1eMeHTax. Tak, moO0aBIeHUE TJIIOKO3bI
B ONBITax CIIOCOOCTBYET JIMMUTHPOBAHUIO (DUTO-
IUIaHKTOHA 3a CYET pa3BUTUSI OAKTepPUOIUIAHKTOHA
Ha 6oratoM cyocTpare (Joint et al., 2002). Haubonee
4acToO BCTpedaeTcs JIMMUTHPOBaHMeE 110 azoTy. Ha-
IpuMep, IjIs pocTa baKTepUii Ha yIiieBogax He00Xo-
JIVMMO CHSITh OrpaHWYCHME UX B a30T€, U YIJIEBOIBI
IIpU 3TOM HAYMHAIOT aKTUBHO UCIOJIb30BaThcs. Ha-
mu (ProkunamBuim, MakcumoBna, 2017) 6b110 ToKa-
3aHO, 4TO B yciaoBusx noBbliieHHOro BITK HabGto-
JIaeTcsl BbICOKasi 3(p¢peKTUBHOCTh pocTa OaKTEpHO-
IUIAHKTOHA; B TaKUX BOJOEMaXx IIPEAIIOJIOXUTEIBHO
MOXHO OXMIATh a30THOIO JIMMUTHUPOBAHUS BOIO-
pocJiei.

MNHutepecHo, 4yTOo HauOojbluas 3(PpGHEeKTUBHOCTD
pocTta 6aKTepuit HaOII0gaeTCs KaK pa3 Ha aBTOXTOH-
HBIX OPraHUYECKUX COCMUHEHMSIX, IMPOIYLIUPYEMBbIX
BOOOPOCISIMU, MO3TOMY noOaBiieHre (ocgopa Mo-
XKET CONEHCTBOBATh YBEIWYCHUIO OaKTepuabHOM
ouomMacchl (3a cYeT MHTEHCU(PUKAIMU pPa3BUTUS
dutonnankroHa) (Kritzberg et al., 2005). bakrepuu
WHTEHCUBHO KOHKYPHUPYIOT C BOIOPOCISIMU IIpU
HU3Ko# pocdopHoii Harpy3ke (Mindl et al., 2005). B
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pesyibTate dochopHoro aecdulinTa BOIOPOCIU Bbi-
JIEJISTIOT 3KCTPAalleJUIIONSIPHBIE OpraHNYeCcKHe Bellle-
CTBa, KOTOpHIE elle 0ojiee MHTEHCU(PULIMPYIOT POCT
OakTepuil. OmHako TIpyU BbICOKOW (ochopHoil Ha-
rpy3ke BOJOPOCIM HapallMBalT CBOIO OMoMaccy
owIcTpee, yeM OakTepun. B To ke camoe BpeMs 3d-
(GEKTUBHOCTH POCTa OAKTEpHIA 9aCTO OBIBACT OTPH-
HaTeJIbHO B3aMMOCBsi3aHa ¢ oTHomeHueM C : N B
cyOcTpate, YTO JIMIITHUI pa3 JeMOHCTPUPYET UX BbI-
coKy1o notpedHocTh B a3oTe (Kritzberg et al., 2005).
ATa MOTPeOHOCTh, OYEBUIHO, MOXET BapbUPOBATh
o ce3oHaM. Tak, mis 6akTepuit n3 o3epa KoHcraHIg
B I'epManum OBLIO ITOKA3aHO, YTO aMWHOKHUCIOTHI
MOTPEOISIOTCSI MU IIPEUMYIIECTBEHHO BECHOM, TO-
IIa Kak Imoko3a — jeroM (Weiss, Simon, 1999).

Brienanue (UTOINIAHKTOHA TUIAHKTOHHBIMU pa-
KOOOpa3HBIMM TaKXKe YKa3bIBA€TCS B KAYECTBE OIHOIO
13 (PaKTOPOB JIUMUTUPOBaHUs TpodHocTH (BybOH,
2016). IIpu ymMepeHHOM IIpecce CO CTOPOHBI 300-
IUTAHKTOHA (€CJIU CYIUTH ITO0 COOTHOIIIEHUIO GroMacc
300MJIaHKTOHA W (PUTOIJIAHKTOHA) B3aMMOCBSI3b
xjJopoduiuia U pocdopa CTaHOBUTCS OoJiee BbIpa-
>KEHHOW, TOTa KakK IMpU YCUJIEHHOM BhIETaHUU BBIXOT,
xaopodmiia Ha eTUHUILYy Macchl ob1ero ¢gocdopa
ObLT MeHbIIe. CTOUT OTMETUTD, YTO PEYb UACT B OOIb-
LIl CTETIEHU O CTATUCTUYECKOM B3aMMOCBSI3U, HEXKEIT!
0 OMOJIOTMYECKOM MeEXaHM3Me: 300IIaHKTOH, ITO-
TpeOJIsisl BOJOPOCIH, YMEHBIIAET COAepKaHUEe XJIO-
poduiia OTHOCUTEIBHO ocdopa.

MNHTepecHO OTMETUTD, YTO (PUTOIIIIAHKTOH U 300-
MJIAHKTOH 3aHUMAIOT TuddepeHINPOBaHHBIC TTO3M-
UM OTHOCHUTEJIBHO HAKOIUUIEHWsS OMOTeHHEBIX 3JIe-
MeHTOB. I1o HaOMoaeHISIM Ha TTOJILCKUX O3epax pa3-
HOTO TPO(HUUECKOTO cTaTyca ObLIO YCTAHOBJIEHO, UTO
(GUTONIAHKTOH SIBJIsIeTCS BechbMa 3(pheKTUBHBIM ITO-
TpeOuTeeM a30Ta, UYTO BHI3bIBAET HEXBATKy MUHE-
PaJIbHOTO a30Ta B BEPXHEM CJIO€ BOIBI U OITyCKAHUE
KJeToK Ha mryouny (Karpowicz et al., 2020). duto-
IUIAHKTOH B IIeJIOM 00JIafaeT MOBHIIIEHHOM ITOTpe0-
HOCTBIO B a30Te€, KOTOpasi He MOKPbIBAETCS 3a CUeT
peMHUHepaau3alliy ero 300IJIaHKTOHOM. HarpoTus,
300IJIAaHKTOH HaKaIIMBaeT MHOTO ocdopa.

HMmMeeT 3HaUYeHME Takke TaKCOHOMMYECKas CIIe-
MU(PUIHOCTh BOAOPOCIIE B OTHOILIEHU ITOTpebIe-
HUS pa3HbIx (OpM Heopranmyeckoro aszora. O6-
CyXJeHHe 3TOTro BOMpoca MPUHIMITUATBHO MTPU BbI-
SIBICHUM KOHKPETHOTO Me€XaHu3Ma a30THOTO
JIMMUTUPOBAHUS U PEILICHUST AUJIEMMbI a30T—(hocC-
¢dop B omnpeneaeHHBIX caydasx. M3 nByx mpeBaiupy-
IOIIMX IT0 CoAepKaHUIO (pOpM MOHHOTO a30Ta (aAMMO-
HUIi, HUTpaT) aMMOHUI IIpeACTaBIIsIeTCsT Hauboee
MPEANOYTUTENIbHBIM JIJISI YCBOCHUSI BOAOPOCSIMU
(Mo KpaifHeil Mepe, IMaHOOAKTepUsIMM), TaK KakK Ha
ero yTWIN3alnIo TpeoyeTcst MeHbIIe s3Hepruu (Erratt
et al., 2018). OmHakKO MHOTME IMAaTOMOBBIE BOIOPOC-
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Jm npennounTaiotr HUTpat (Berg et al., 2003; Glibert
et al., 2016).

B uenowm, cBeneHus o NpeanoyuTaeMblx pa3HbIMU
TakcoHaMu ¢opmax azoTa pasHopeuuBbl. [lo maH-
HBIM 3KcriepuMeHTOB (Donald et al., 2011), pa3Hbie
¢dopmbI a3oTa (BKJIOUasi MOUEBUHY) Ha (DOHE BBICO-
Koro coaepxkaHus pochopa CTUMYIUPOBAIN pa3BU-
TUE TPUMEPHO OJUHAKOBBIX TPYIIl BOAOPOCIEN;
a30TPUKCUPYIONINe TMaHOOAKTepU Ha JOOABIIEHUE
COeMHEeHU# a30Ta He pearupoBaiu. OTHOCUTEIbHO
BUIOB LeHTpu4ecKoii nuatoMoBoii Cyclotella sxcnie-
PUMEHTAJILHO MOKa3aHO, UTO HUTPAT CTUMYJIUPYET
ee poct (Donald et al., 2013). Kpome Toro, yka3siBa-
€TCsI, 4YTO 3Ta BOIOPOCIh OOMJIbHA B OOTaThIX HUTpa-
TOM 3BTPO(PHEIX Bogax. JlobaBKa aMMOHMS K O0TaTOoi
¢dochopoMm Boae OJATOIIPUSITCTBYET ITOMHHHUPOBA-
HUI0O Heaua3oTpodHoil Bomopocau Planktothrix
agardhii, criocoOHOIl TPOAYLUMPOBATh TOKCUYHBIM
MUKPOLUCTUH. JloGaBieHe MOYEBUHBI CTUMYJIUPY-
€T pOCT MHOTMX TaKCOHOB (pUTOIJIaHKTOHA. bojee
TOTO, OTMEYaeTcs MpearnoyTeHue 3Toit (hopmbl a3oTa
KaK HauMeHee dHepro3aTpaTHoM Mpu MOTpeOIeHUH.
B 1ie10M, o maHHBIM LIUTHUPYEMbBIX aBTOPOB dHEpre-
TUYECKUE TPaThl IS ACCUMUJISILIMA BOCCTaHOBJIEH-
HbIX (popM a30Ta (AaMMOHMIA, MOUYEBMHA) COCTABIISIIOT
MEHee TMOJIOBUHBI OT TPpaT, HEOOXOIUMBIX [IJIs1 YCBOE-
HUS HUTpaTa. B pesynbTaTe B 9KCIIepuMeHTaX yBEJIU -
yeHue Omomacchl (pUTOIUIAaHKTOHA OBLIO 1.5-Kpart-
HBIM B cllyyae 100aBIeHWS aMMOHUS WJIM MOYEBUHBI
M0 CpaBHEHUIO C HUTpaToM. BMecTe ¢ Tem, aBTOpHI
clelvallbHO YKa3bIBalOT, YTO Ha IIOTpebiieHue U
MPEeNNnOYTEHNE TEX UM UHBIX (OPM a30Ta KOHKPET-
HbIMM TaKCOHaMHU BOJOpOCJeil BIMUSET COBOKYII-
HOCTb (paKTOpOB.

DKCITIepUMEHTHI ¢ ITNaHOOAKTEPUSIMU, BHI3BIBAIO-
muMu “1iBeteHue” Boabl (Microcystis, Dolichosper-
mum, Synechococcus) (Erratt et al., 2018), mokazanm,
YTO POCT LIMAHOOAKTEPHUil B OOJIbIIIEH CTETEHU CTH-
MYJIUPYETCS HUTPATOM W MOUYEBUHOI, HEXelu aM-
MoHueM. HecMoTpst Ha 3T0, n10oOaBIeHE MOYEBUHBI
CITOCOOCTBOBAJI0O OOPA30BAHUIO OOJIBIIIETO KOJIMYE-
CTBa IIMTMEHTOB, YeM B TOM cCJTydae, KOTIa BOIOpOC-
JIV TIOJTyJaJii HUTpaT. Haymmame TakKux KJIIeTOK “BBI-
COKOTO KayecTBa” JaeT LIMaHOOAKTEPUSIM MperuMyllie-
CTBO B YCJIOBUSIX HedocTaTKa cBeTa. He MCKiIoueHO
TakXe, YTO 3aIltacaHue a30Ta B BUIE MMUTMEHTOB 103~
BOJISIET 3TO# Tpylme GUTOIIAHKTOHA M30eXaThb
aszoTtHoro JuMmutupoBaHus (Wang et al., 2021).

YcraHOBJIEHO, UTO TeMmIieparypa BJIWSET Ha CKO-
pOCTb NOTpeEOIEHUS pa3HbIX POPM HEOPTAHUYECKOTO
azora BomopociassMu u Oakrepusimu (Reay et al.,
1999). B oTHOIIEHW M HUTpPaTa CKOPOCTh €ro MoTpeo-
JICHUsI CHUXKAETCsl TIPU HACTYIUIEHUU CyOOTITUMAITb-
HOI1 [JIsT OpraHu3Ma TeMIieparypbl, TOLIa Kak ISl aM-
MOHUS TeMIEepaTypHOI 3aBUCMMOCTA HE OTMEYEHO.
Cka3zaHHO€ O3HayaeT, YTO MPU HU3KUX TeMreparTy-
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pax 3aBUCUMOCTb OT aMMOHUS CTAHOBUTCS OIIpelie-
JISoIIEe 1711 PUTOIIIAHKTOHHBIX opranu3moB. K To-
MY XK€ aMMOHUIT Jaxe B HEOOJIbIION KOHIIEHTPAIIUU
MOXXET MHIMOMpOBaTh IMONJIOUIEHUE BOAOPOCISIMU
Hutpara (Dortch, 1990). DTo MOXeT 0OBICHUTD, MO-
YyeMy M TMPU BBICOKOW KOHIIEHTPALlMM HUTpara He-
penko HabomaeTcs HeBBICOKast G6uomacca (urto-
IUTAHKTOHA.

Haxkowner, cienyeT oOpaTuTh BHUMaHUE Ha KOH-
KYPEHIIMIO MEXY PAa3HBIMU IPyIIIIaMy BOAOPOCIIEN,
HarpuMep, MUaHOOAKTepUSIMU M 3eJICHBIMU BOIIO-
pPOCIISIMH, B pe3yIbTaTe Yero MOKeT BOSHUKHYTD OIl-
HOBpeMeHHOE JUMUTHPOBaHNE (DUTOIIIAHKTOHHOTO
cooOIiecTBa no a3ory u o ¢gocdopy (Chorus, Spij-
kerman, 2021). OnHako cBegeHUId 00 3TOM TTOKa He-
MHOTO.

OT P-TITAPAIUI'MBI K N-P-TEOPUH
OYHKIIMOHNPOBAHHWA
I'MAPOSKOCUCTEM

B 2008 1. B omHOM M3 HEHTPAITLHBIX TUAPOOMOIO0-
rudeckux xypHauos “International Review of Hydro-
biology” BbIIIIIa CTaThsI C BeCbMa IMoKa3aTeJbHbIM Ha-
3BaHueM “Control of lacustrine phytoplankton by nu-
trients: erosion of the phosphorus paradigm” (Lewis,
Waurtsbaugh, 2008). B Heit aBTOpbI 000NN B3IJIsI-
JIbI Ha IIPO0JIeMy OMOT€HHOTO IMMUTUPOBAHUS IIPEC-
HOBOIHBIX 3KOCUCTEM U1 MPEAJIOKWIA OCHOBHBIE ITO-
JoxeHust N—P-1mmapagurMbl KOHTPOJIsI pa3BUTUS Q-
TOIUIAHKTOHA B 03epax. DTU OCHOBHBIEC MOJOXEHUS
crenyoonme: a3ot 1 pocdop B paBHOM CTENEHU OT-
BETCTBEHHBI 3a JIMMUTUPOBaHMUE (PUTOILUIAHKTOHA
2JIEMEHTAaMM IUTAHUS B HE3arpsi3HEHHBIX 03epax;
yacTo HaOJII0Jal0TCs BpeMEHHBIe cABUTU B N- min
P-nuMuTupoBaHUMU, OCOOEHHO B OJUIOTPOGHBIX
o3epax; HU3KOE COOTHOIlIeHHE a3oTa K (ochopy B
COYETAaHUU C BBICOKOM KOHIEHTpauueil docdopa
CIIOCOOCTBYET JOMUHUPOBAHUIO a30T(UKCUPYIOIINX
aHOOAaKTepuil; a30TPUKCATOPHI aJeKO HE MTOJTHO-
CTBIO ITIOKPHIBAIOT AepUuUT azota. ChopMyIrnpoBaH-
Hble WJIEM MOXHO CYHUTAThb JOCTAaTOYHO OOILIUMU
B3mIsigaMy Ha N—P-KOHTpOJIb.

Tem He MeHee, HeJb3s CKa3aTh, YTO BOIPOC O Xa-
pakTepe TMMUTUPOBAHUS IIPECHOBOIHBIX 9KOCUCTEM
pellleH OKOHYATEJIbHO WJIM YTO IIOJIOXEHUE C DTOM
Mpo0OJeMoil OJTM3KO K 3aBEepIIaONIeii CTaIuM pa3pa-
0oTku. [TpuBeneHHBIE B HACTOSIIIIEH CTaThe MaTepUATbI
MO3BOJISTIOT 3aKJIIOUUTh JIUIIb, YTO a30T, TaK XKe KaK 1
docdop, B 0O4UeHb MHOTHX CITydassx HEOOXOONMMO pac-
CMaTpUBaTh KakK JUMUTUPYIOLIUIA 2JIeMEHT st hu-
TOIUIAHKTOHA. bbUIO IMoKa3zaHO M TO, YTO CABUTU B
JIMMUTUPOBAHUU MOTYT MTPOUCXOAUTH B OMHOM U TOM
>Ke 03epe B TeUeHUe ce30Ha (MPU HACTYTUICHUU 3aCyXH).
BeposiTHO, B TaKoii cUTyallMy NpaBUJIbHEE HE UCKATh
OOHO3HAYHBIX (POPMYIUPOBOK, a IIPEIYCMOTPETh
TOM 142
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BO3MOXXHBIC BapMaHTBHl poiM a3oTa M (ocdopa B
obOecneyeHMY MU (PUTOIJIAHKTOHA B pa3HBIX (pa3zax
pa3BUTHUs 9KocucteM. HeoO6XxonumMo Takke OTKa3aThb-
Csl OT TIOMBITOK HAaMETUTh IPaHUYHbIE KOHIIEHTpa-
oy a3ora 1 pocdopa 1j1sk BOTOEMOB pPa3HBIX PETHO-
HOB KaK OT OeCHepCIIeKTUBHBIX, O YeM CBUIETEIb-
CTBYeT BeCh HAKOIUICHHBIN OmbIT. IlpmBOomMMBIE
HITDKE COOOpaXkeHUsT MOTYT OBITh IIPUMEHUMBI, B OC-
HOBHOM, K BOIOe€MaM YMEpPEHHOI M oT4acTh Oope-
ajibHOM 30HBI EBpOMBI.

Ckopee Bcero, OHUM U3 CYIIECTBEHHBIX TTOCpe-
HUKOB JeicTBUS a30Ta 1 (pocdopa Ha TJIaHKTOHHbBIE
BOJIOPOC/IY BBICTYMAeT COOTHOIIEHWE aBTOXTOHHBIX
U aJUIOXTOHHBIX OpTaHUYECKUX coequHeHuii. Opra-
HUYECKHE BEIECTBA OAHOBPEMEHHO SIBJISIIOTCS M UC-
TOYHHMKAMU OMOTEHHBIX 2JIEMEHTOB, U MOJYJISITOpa-
MU abUOTHUYECKUX YCJIOBUI B Bomoeme (KOTOpbIe
TakXe MOTYT BBICTYIAaTh KaK JUMUTUpPYIOIIUE (ak-
Tophl). WX Xumudyeckas Ipupoaa U KOJUYECTBO
OTIpeaeIISTIOTCS XapaKTepoM JIaHAIa(dTOB Bojgocoopa
B COYETAHUU C KIIMMATUUYECKUMU OCOOEHHOCTSIMU U
TUAPOJOTUYECKUMU YCIOBUSIMU. DTa CII0XHAsA KOM-
OuHauMsl 00yCJIOBIMBAET HATUUME IBYX BPEMEHHBIX
IIKaJ B 9KOCUCTEME — BHYTPHUCE30HHOM (BHYTPUTIO-
JIOBOIt) 1 MHOToJIeTHEH (MexXronoBoit). JlaHHOoe 00-
CTOSITEJICTBO J€J1aeT MPaKTUYECKU 0€CCMBICEHHBIM
OINEPHUPOBAHUE PETPECCUOHHBIMU JIMHUSIMU CBSI3U
KOHIIEHTpaluu azoTa u ¢ocdopa u xjopodumwia a
win 6uomMacchl (PUTOTIJIAHKTOHA U TIEPBUYHON MPO-
IYKUMWU, TTOJy4eHHBIM Ha pa3HbIX BOOeMax Jaxe B
OIIMH U TOT XK€ CE30H.

IMpu mpenMyIeCTBEHHO aBTOXTOHHOM XapakTepe
OpraHMYeCKUX COSTMHEHUN U X OOMIBHOI KOHIIEH-
Tpaluy 0aKTeprUU MOTYT BBICTYIIATh CEPbe3HBIM KOH-
KypeHTOM (DUTOIUIAHKTOHA 32 OMOTEHHbBIE SJIEMEHTHI
1 OCOOEHHO 3a a30T. DTO OOBSACHSET, IT0YeMy, KaK
MOKa3aHO BHIIIIE, TI0 Mepe pocTa Tpodpuu BogOeMa
MPOAYLIEHTHl CTAHOBSITCS BCE€ B OOJIbIIEI CTEIEHU
JIMMUTUPOBAHHBIMU 110 a30Ty. OCOOEHHO 3TO CIIpa-
BEJIMBO JJIsI MEJIKOBOIHBLIX O3€p, B KOTOPBIX BCeE
OGUOJIOTUYECKHE TIPOLECCH TIPOTEKAIOT C BBICOKO
WHTEHCUBHOCTHIO. DTO a30THOE IUMUTUPOBAHHUE, TIO
BCEM BUOANMOCTH, MOXET OBITh BTOPUYHBIM, 4 UCXOI-
HOE yBeIUYEeHE TTIEPBUYHOM MPOIYKIIUN KOHTPOJIM-
pyetcs ¢ochopom. OgHAKO TakKoe IOJOKEHUE AL
HaOJII0JaeTCsl He BCerna, MOCKOJbKY a30THOE TOJI0-
JTaHWe caMo TOo cebe MOXET CTUMYJIMPOBATh IKCTpa-
LEJUTIOJSIPHYIO0  TIponyKumio Bomopocneir  (Corzo
et al., 2000). Kpome TOro, Hy>kHO UMEThb B BUAY UH-
TEHCUBHOCTh BHEIITHETO BOJIOOOMEHA 03epa — Ipo-
TOYHBIE 03epa MOoJyJyaloT OOJIbIITYI0 OMOTeHHYIO Ha-
I'PYy3Ky, OCOOEHHO I10 a30TY, UTO MOXKET CHUMATh JIV-
MUTHPOBaHUE.

ITpu noBBILLIEHHOIT Harpy3Ke BOAOEMa aJUIOXTOH-
HBIMU OPTaHUYECKUMU BelleCTBAMU (TePPUTCHHBIM
TYMYCOM), TO €CTh B BOJOEMAaX C JISCUCTBIM U 3a060J10-
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YeHHBIM BOJOCOOPOM, CUTyalIUs C TMMUATUPOBAHUEM
He CTOJIb sSIcHasA. ' yMycoBEIe BelllecTBa, KaK U3BECT-
HO, BecbMa pa3HOOOpa3HbI MO COCTaBy U cOAepKaT
HE TOJIbKO a30T U (pocdop, HO Aake MOHOCAXapUIbl
(ITomos, 2004), KOTOpbIE MOTYT OBITH MTUTATEAbHBIM
cyocTpaTom miist 6aktepuii. ITo 3Toi mpmumHE BOIO-
€MBI C CIUIbHO TYMU(PUIIMPOBAHHOM BOIIOII HEJb3S
CUnTaTh OOCMHEHHBLIMU OMOTCHHBLIMU 3JEMEHTAMM.
JecTpyKIiusi aJJIOXTOHHBIX OPTaHUYECKUX COeNUHE-
HUA OaKTepUsIMU CIIOCOOCTBYET BBICBOOOXKIEHUIO
MUHepaJIbHBIX (opM a3oTa U ¢pocdopa. OmHaKO UC-
MMOJIb30BaHME MUTATEIbHBIX BEIIECTB BOAOPOCISIMU
3€Ch MOKET OBITh 3aTPYTHEHO PSIIOM YCIOBUWIA: JI1-
MUTHPOBAHNE CBETOM M3-3a MOBBLIIIEHHON IBETHO-
CTU, A1e(ULIMT HEOPraHUUYECKOTO yriepoaa B Bolax ¢
MaJIOl MUHEpaJIM3aLeil U KUCIOM peakLMeid cpebl.
K TomMy Xe rymycoBbie BelllecTBa pa3HOIoO COCTaBa
MOTYT OBITh B PA3JIMYHON CTEIIEHU YCTOMUYMBHI K HE-
MIOCPENCTBEHHOM OakTepuanbHON atake. MIMeHHO
HEMOCTOSTHCTBOM COCTaBa T'YMYCOBBIX BEIIIECTB, CKO-
pee Bcero, 00bSICHSIIOTCSI MPOTUBOPEUYUBBIEC TaHHbBIE O
XapakTepe CBsI3U (PUTOIUIAHKTOHA C a30TOM U (oc-

dopoM.

SAKJIIOYEHHME

BeposiTHO, HEeT KakKMX-JIM00 30HAIBHBIX (PAKTO-
pOB OGMOTeHHOTO JIMMUTUPOBAHUS IIPOAYKTUBHOCTH,
HO B KaXJIOM BOJOEME JIEHCTBYET JOKAJbHAasl COBO-
KyTTHOCTb YCJIOBUI, 06ecTnieunBaloiias CMeHy Iepuo-
JIOB a30THOTO WU (hochOpHOTO orpaHuYeHUst HpOTO-
CUHTe3a (PUTOIIAaHKTOHA.

ABOTHBII LIMKJI B BOAOEMaX 3aCIy>KUBAaEeT CaMOro
MPUCTATLHOTO BHUMAHUSI, TAK KAK ITOBBILIEHHAS X1~
Muueckasl u Ouojioruueckas JJabMJIbHOCTb HUTpATa,
aMMOHUSI, MOYEBMHBI, AMMHOKMCJIOT, JeJaloT
MUMEHHO a30T, a He ¢ocdop, cBOeOOpPa3HBIM “clia-
OBIM 3B€HOM’ B KPyTOBOPOTE BellleCcTB. B 3T0if cBSI3M
WHTEPECHO, YTO PACCYMUTAHHASI IO CTEXMOMETPUU
Poadunma ycnoBHast TiepBUYHAsT TpoayKuus (B
MPENnoJ0XKEHUH, UYTO BECh UMEIOIIUICS MUHEpasb-
HBIIi a30T TepeXOoAuT B OpPraHUYECKOE BEIEeCTBO)
BechMa OJIM3KA 10 BEJIMYMHE K PeaIbHO U3MEPEHHOI
B BOIOeMe MpOAyKIuM ¢uToruiankroHa (PukmHa-
mBuian, Makcumona, 2017). Takoii ke pacyeT yCIoB-
HOM IpOIYKIINH, IPOBEISHHBIN 110 (pochopy, TToKa3al,
YyTO coAepkaHue ob1ero gocgopa MHOTOKPATHO Ipe-
BBIIIIAET HEOOXOAMMOE JUISl MOAIepKaHUSI Habmonae-
MO TIpOAYKIMM KojindecTBO. [lomydaercs, 4to asor
CTEXMOMETPUYECKU TOpa3ao OImKe K ITOTPeOHOCTSIM
¢duTonnaHkKToHa, Hexel pocdop. MoxKHO npeamno-
JIOXHUTH, UYTO a30THOE JIMMUTHUPOBAHNE — BEChMa Ya-
croe sBiaeHue. K coxajieHu1o, OMbIT pacyeTa ycioB-
HOI TIPOIYKIIMY MO KOHLIEHTPALMU OMOTEHHBIX 3J1e-
MEHTOB KpailiHe orpaHu4deH (cMm., Harpumep, Covino
et al., 2018; Rizhinashvili, Maksimova, 2018).
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JanpHeiiume nccaenoBaHus IIpo0IeMbl OMOTeH-
HOTI'O JIMMUTHUPOBAHMS OOJKHBI OBITh HamIpaBJIEHBI
Ha BBISICHEHHE OCOOEHHOCTEIl B3aMMOACHCTBUS BO-
Jopocieil 1 6akTepuii, B 0COOEHHOCTU, Ha y4acTUe
OakTepuil B IIUKJIE a30Ta U AECTPYKIIMU OpTraHuYe-
cKux coemuHeHMii. HeoOXonuMbl KOJIMYECTBEHHBIC
OLIEHKM MacIITaboB a30T¢uKcaun, IeHUTpU(UKa-
oy, aMMOHMGpUKALIMK, 1 HUTPU(PUKALIIN B BOJIOE-
max. CorocTaBjieHUEe UX C a30THOM HArpy3Koil ¢ BO-
Jlocoopa ¥ MEepPBUYHON TMPOMYKIIMEN TTO3BOJUT IMO-
JIOUTN K POPMYIUPOBKE KOHKPETHBIX CYXXICHHUI O
HEeIOCTaTKe MM N30BITKE a30Ta B 9KOCUCTEMaX.
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€KTOB U3y4YeHMUsI.
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An Outline of the Theory of the Functioning of Aquatic Ecosystems: Nutrient Limitation

A. L. Rizhinashvili*

St. Petersburg Branch of S.1. Vavilov Institute for the History of Science and Technology,
Russian Academy of Sciences, St. Petersburg, Russia

*e-mail: railway-ecology @yandex.ru

The process of eutrophication of water bodies, that is, increasing the biological productivity of their ecosys-
tems, has acquired such a global scale in recent decades that today we are talking about lakes as “hot spots”
of the carbon budget of the biosphere. To predict carbon dioxide emissions from the surface of water bodies,
as well as to assess their production and self-purification potential, theoretical ideas about the mechanisms of
functioning of aquatic ecosystems are necessary. However, until now, the main provisions of the theory of
these issues have not been fully developed. In particular, the problem of nutrient limitation has not been re-
solved. The phosphorus paradigm, which had been dominant since the 1960s, underwent a significant revi-
sion at the beginning of the XXI century, since the leading role of nitrogen in the control of the primary pro-
duction process was repeatedly shown. However, there is no consensus on when the ecosystem is limited in
nitrogen, and when — in phosphorus, or when there is a co-limitation. In the article, the solution of this ques-
tion was carried out on the basis of a retrospective analysis of the state of production hydrobiology since the
beginning of the XXI century, and also the works carried out in the last two decades on the nutrient limitation
of aquatic ecosystems were analyzed. The broad ecological context of the principle of the limiting factor by
J. Liebig and its biological meaning were also discussed. Most likely, in each water body there is a local set of
conditions that ensures the change of periods of nitrogen or phosphorus limitation of phytoplankton photo-
synthesis. Further studies of the problem of nutrient limitation should be focused on the features of the inter-
action of algae and bacteria, in particular, the participation of bacteria in the nitrogen cycle and the destruc-
tion of organic compounds.

Keywords: nitrogen, phosphorus, Liebig rule, watershed, phytoplankton, bacterioplankton
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