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AHHOTAINA

B mocnennue mecatmieTrusa, HaApALY CO CPAaBHUTEJBHO XOPOIIO M3YYEHHBIM “IIBeTeHVEM”’, BBI3bIBAEMbIM
(pUTOIIIAHKTOHOM, TIJI00aJIBHOE PACHPOCTPAaHEHNME MHOJYyUMIIO “IBeTeHMe” MOPCKMUX M IIPECHBIX BOM, 00yc-
JIOBJIEHHOE JIMTOPAJBbHBIMM JOHHBIMM MaKpoBozopocsaMu Tpex ponos: Ulva, Cladophora un Spirogyra. B Ha-
crosIeM 0030pe MPeNIpPUHATA IIONBbITKA NPUOIMBUTHCA K IIOHMMAHMIO, II0YeMY MMEHHO HTU TAaKCOHBI 3eJe-
HBIX HUTYATBHIX BOJOPOCJIE) HaUMHAIOT OYPHO pacTy BeCHOV BO MHOTMX BOZOEMaX M BOJOTOKaxX, B TOM UMC-
Jie — B OJUTOTPOPHBIX, & 3aTeM MOAHMMAIOTCA CO AHA, o0pasdysd MIJaBalolye MaThbl (MeTaUTOH), U UX
THUIOIYIE MAaCChl BBIHOCATCS Ha O€per, 4TO IPMBOUT K CYIIECTBEHHOMY KOJOIMYECKOMY M HKOHOMUYECKO-
My yiiep0y. PaccmaTpuBaioTca Kak OTIMYUTEJIbHBIE, TaK M 00IIMe DKOJIOro-(hU3M0JIOTNYecKe XapaKTepuc-
tuku Ulva, Cladophora u Spirogyra, crocoOGeTByIoIne (pOPMUPOBAHNIO “3ejeHbIX TpuauBoB”. XoTa oue-
BUJHOJ MPWYMHOM IIOBBIIIEHNS OMOMACCHI BOJOPOCJIEN ABJIAETCH 9BTPOoUpOBaHmMe (IOCTYILIEHME a30Ta U
docdopa M3 cenbxXo3yroauii, MPOMBIIIJIEHHBIX M ObITOBBIX CTOKOB, aKBAaKyJbTYPbI), BBIABMHYTa TMUIIOTE3a,
4TO0 71 00pasoBaHMA “‘3eJIeHOr0 IpuiyBa” KIOYEBYIO POJb MUIPAeT JIOKAJM3alys BHEIIHUX IIOTOKOB 3Jle-
MEHTOB MMHEPAJBLHOIO NMUTAaHMUsA ([IOBEPXHOCTHBIN CTOK MJIM Pasrpy3Ka IPYHTOBBIX BOJ), a TakKe OMOTeHHOe
IIepeKJIIoUeHle BHYTPEHHNUX ITIOTOKOB a30Ta U pocdopa M3 mesaruaian B autopasb (bertudpuranms). O6cy:x-
maroTca Mepbl OOpPbOBI ¢ JaHHBIM ABJeHMeM. IlomuepkuBaeTca HeobXoouMOCTh Gojiee MOAPOOHOrO MBYUEHUA
MeTa(PUTOHHOM CTaauy BereTalnuy NOHHBIX MakpoBogopocseii. OTmeuaercs, 4To Tpebyercs mepecMoTp Cy-
IIIeCTBYIOIE/l KOHI[ENIMM OJMTOTPO(HBIX/9BTPOMHBIX BOJ, B KOTOPOJI YUMTHIBAETCSA TOJBKO IPOAYKIVA IIe-
JIaTMYeCKOil JacTU BOLAHBIX DKOCVICTEM.

Kawuesslie ciora: BpeoHocHoe “nBerenne” Bomopocaeit, Ulva, Cladophora, Spirogyra, meracdputoH, 6eH-
TUPURAIIAA.
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“IIBETEHUE” IIPUPOJHBIX BOJ{

BpenonocHoe “nBeTeHme” mpecHOBOIHBIX
03€ep ¥ BOJOXPAHMUJINII IIJIAHKTOHHBIMM LMaHO-
fakTepmaAMM — IINPOKO M3BECTHOE SBJIEHUE,
MU3YYIEHNIO KOTOPOTO IIOCBAIIEHO OTPOMHOE HJIC-
J0 pabot rumpobmuosioroB Bcero mupa [Paerl
et al., 2001; Brookes, Carey, 2011; Ibelings
et al, 2016; Paerl, 2017]. B mopax sToT mOpo-
I1ecc, BBI3BAHHBIN IIJIAHKTOHHBIMIU IIepUINHIIE-
BBIMM MMKPOBOJOPOCIAMMY, IOJYYUNJ Ha3BaHME
“KpacHOro mpuamBa” U TakKe ABJAETCA Ipef-
MeTOM IIPMCTAJILHOTO M3YYeHNA B TeUeHye M-
TeabHOro Bpemenu [Chambouvet et al, 2008].
“IIBeTeHMe” MOPCKMX U IIPECHBIX BOJ (PUTOIJIAHK-
TOHOM 0OBACHAETCA UX DBTPOPUPOBAHMEM, T. €.
IIOCTYIJIEHVIEM B TOJIIIY BOJBI OOJBIINX KOJIN-
YeCTB 3JIEMEHTOB MMHEPAJIBHOTO IMTAHNA B IIep-
ByIO ouepenib — pocpopa, a Takke azora [Cham-
bouvet et al.,, 2008; Brookes, Carey, 2011;
Ibelings et al., 2016; McCrackin et al., 2017].

IIpakTnueckme Mepbl OOPBHOBI € IIJIAHKTOHHBIM
“nBeTeHMeM”’ BKJIOYAIOT CHIMYKEHIE BHEIIHeN U
BHyTpeHHell pocOpHOI HArpys3KM Ha BOJOEM
[Brookes, Carey, 2011; McCrackin et al, 2017].
Bruemrnaa nocrynaeT n3 Ha3eMHBIX (B OCHOBHOM
aHTPOIIOTEHHBbIX) MCTOYHMKOB. ['JlaBHBIE CIIOCO-
ObI OOPBLOBI HEJl — OYMCTKA CTOYHBIX BOJ U IIO-
BBIIIIEHME KYJbTYPbI 3eMJienennsa [Brookes,
Carey, 2011; McCrackin et al.,, 2017]. Baytpen-
HAA HAarpy3Ka BO3HMKAET 33 CUeT IOCTYILJIEHUS
B TOJILTY BOJABI (pocpopa, HAKOIMBIIETOCH B JIOH-
HbIX oTJyokeHUAX [Hupfer, Lewandowski, 2008;
Bormans et al., 2016; Orihel et al., 2017]. B
JlaHHOM cJIydae MMeeT MeCTO Ilepepaclpesiesie-
HMe TIOTOKOB pocpopa BHYTPU BOJHOI BKOCKUC-
TeMBbl, KOTOPO€ CBA3aHO CO CJIOYKHOJ CEeTbIO
5KOJIOTMYECKUX B3auMmojelcTBuili [Jeppesen
etal, 1999; Philips et al, 1999; Gulati et al,
2008]. IToaTomy B OTJIMYME OT LOCTATOYHO IIPO-
CTBIX M IIOHATHBIX, XOTH HOPOTOCTOAIIUX U
CJIO}KHBIX B peayM3aluyi Mep II0 CHUMKEHUIO
BHEINIHe} Harpy3kM (IJs 3Toro cjenyeTr “Bce-
TO JIMIIBL” IPEeKPaTUTh cOPachIBATE HEOUMIITEH-
HbI€ CTOKU ¥ DECKOHTPOJIBHO CBIIATH yZobpe-
HUA Ha II0JIA), IPY CHUKEHUM BHYTpPEeHHell Ha-
IPY3KM HeoOXOOMMO KOHTPOJIMPOBATH MHOKEe-
cTBO (pakTopoB. Cunraercsa, 4To nJaa OOPLOBI
c “mBeTeHMeM” HUaHODAKTepHUil ciaenyeTr MIpuU-
MEHATh OMOMAaHUITYJIANUIO TPO(PUUECKUMN Ije-
namu [Jeppesen et al,, 1999; Philips et al,, 1999;
Gulati et al., 2008; Triest et al, 2016] n/umn
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TakK Has3blBaeMble reorexHosornu [Mackay et al,
2014; Lurling et al, 2016]. B cayuae ycme-
Xa IepeuNCJIeHHBIX BBIIIE Mep, KOHI[eHTpa-
nua goccopa B Boge CHMUMKAETCH, T. €. D9KOCUC-
TeMa IepPexXOoINUT M3 BBTPOQPHOTO B Me30TPod-
HOe MJM OJMIOTPO(PHOE COCTOAHME, M, COOT-
BETCTBEHHO, CHMKaEeTCA NPOAYKIMA 1 OroMacca
duTOnIaHKTOHA, U “IBeTeHMe” BOJBI IIPeKpa-
aeTcA.

“3EJEHBIE ITPUJINBbI”

B nocnennne necaTniaeTns, HapsAALy coO cpaB-
HUTEJIbHO XOPOIIO M3y4YeHHBIM “IBeTeHMeM”,
BBI3BIBAEMbBIM (PUTOIJIAHKTOHOM, BHMMAaHMeE T/~
pobuosioroB Bce HoJIbIIIe CTaJI IPUBJIEKATD MHOIA,
MeHee JCCJIeJOBAaHHBIN (peHOMEeH, a MMEHHO
“1iBeTeHMe”, BBI3bIBAEMOE JIMTOPAJBHBIMM JJOH-
HBIMJM MaKpPOBOJIOPOCJIAMM, dYallle BCETO 3eJie-
HBIMM HUTYATBIMM Bogopocsamu [Valiela et al,
1997]. HutuaTble BOOOPOCIM, KOTOPBIE OOBLIYHO
obpacTalT TBepAble CyOCTPAaThbl, MOTYT TaKiKe
pas3BUBATbLCA U HA MATKUX I'pyHTaX. VIX criocod-
HOCTb OCBaMBAaTb HOBbIE HUIIM HA MATKUX IPYH-
Tax JeJjlaeT JaHHble BOJLOPOCJN ellle Oojee Bask-
HBIM 3JIEMEHTOM IIPOAYKTUBHOCTM ¥ (DYHKIIO-
HUpoBaHMA NpubpesxkHbix skocucteMm [Lehvo,
Bick, 2001]. IIpn maccoBoM pas3BUTUM “HUTYA-
TOK” mpomcxoauT obpaszoBaHMe IJIABAIOINUX U
IIOTPYSKEHHBIX BOJOPOCJIEBBIX MATOB, KOTOPbIE
00pas3yroTca He TOJIBKO B HEIOCPEeACTBEHHOI
6/30CTY OT MCTOYHMKA OVMOTeHHBIX BEIIECTB, HO
BCTPEYAIOTCA M B OTKPBITBIX YYacTKaX MOPA
[Bick et al., 2000; Lehvo, Bick, 2001]. O6bru-
HO IIOABJIEHME BOJOPOCJIEBBIX MAaTOB IIPOMCXO-
IUT IIO3JHE) BECHOV MJIM PAHHMM JIETOM, KOIJa
IepBas reHepanys BOJOPOCIEll OTPbIBAETCA OT
cybcTpaTa, ocefaeT Ha OHO M B JaJIbHENIIEM
passaraerca. IIpu sToM gacTbk Bogopocieit ocTa-
IOTCHA SKMBBIMM ¥ MOTYT YCIIEIIIHO IIePe3VIMOBbI-
BaTb B TakoM coctoauHum [Bidck et al., 2000].
BeIKuUBIINE BOJOPOCIM CIYKAT CBOEOOPa3HBIM
“TaJIIOMHBIM OaHKOM”, KOTOpPBIN IIepe3VIMOBaB
Ha JIHe, BECHOJ HaumMHaeT cHoBa pactu [Bick
et al, 2000]. ITockonbKY OTpPOMHBIE MacChbl 3TUX
BOJIOPOCJIEN TI0CJIe OTPBIBA OT cybcTpaTa BBIHO-
cATcA Ha Oeper, Ie OTMMPAIOT ¥ pasJaraloT-
cd, NaHHOe fABJIEHMe IIOJy4YMJIO Ha3BaHNUe “3e-
Jenblii npuaus”. ITo anasorny oTMevaroTCA TakK-
sKe “30JI0TMCTbIe NPUJIMBBELY MiaM “Oypble IIpuU-
JUBBI”, BBI3BIBA€Mble OYPBIMM BOJOPOCJAMMU,



Hampumep, Sargassum [Smetacek, Zingone,
2013). OgHako OHM MMEIOT JIOKAJIBHBI Xapak-
Tep, ¥ IIOTOMY OIPaHMUYMMCA aHAJN30M TOJIBKO
“3eJIeHbIX IIPUJINBOB”.

XoTa gaHHOE fABJEHUE M3BECTHO C Hes3arla-
MATHBIX BpPEMEH, MMeHHO B nocJjgenHue 30—
40 jeT 0HO MOJYUMJIO IJI06AJIBHOE pPacIpocTpa-
Henne [Morand, Merceron, 2005; Ye et al,
2011]. I'auromme Macchl BOJOPOCJIEN JIeJIal0T He-
BO3MOJXKHBIM VCIIOJIb30BaHMe H6epPeroBoii moJaockl
(mnsaskell) oA 1eJell pekpealy ¥ TEM CaMBbIM
IIPMHOCAT OTPOMHBINT DKOHOMMYECKUl yIlepd
[Thybo-Christesen et al, 1993; Ye etal,, 2011;
Zhang et al, 2011; Smetacek, Zingone, 2013;
Lenzi, 2014; Kwon et al., 2017; Wu et al., 2018].
IIpn maccoBoM pocTe MaKpOBOLOPOCJM BBITEC-
HAIOT BBICIINME BOJHBIE PACTEHU:dA, TaKue Kak
Zostera, ¥ MHOTOJIETHI/E MAaKpPOBOIOPOCJN, Ta-
ke Kak Fucus vesiculosus, BepoATHO, Bcien-
CTBME 3aTeHeHUsd, CIIOCOOHOCTM K ObICTpOMY
3aceJIeHMIo0 cyOcTpaTa ¥ HeraTMBHOMY 3d(pdex-
Ty Ha BBIKMBAEMOCTbH 3aPOCTKOB MHOTOJIETHUX
MaKpOBOJOPOCJEN, & TaKiKe IIOBBIIIEHUIO KOH-
LIeHTpanuy cepoBogopoia npu ravenun [Lehvo,
Bick, 2001; Berger et al, 2003]. Ilox ToJscTBI-
MM BOZOPOCJIEBBIMY MaTaMM BO3HMKAET HeJIoCTa-
TOK KMCJIOPOJA, CJIeJICTBMEM KOTOPOTO ABJIAET-
ca rubesib Makpo3000€HTOCa, COKpallleHue BU-
JIOBOTO Pas3HO00pasusA, IMOCKOJILKY BBIXKUBAIOT
TOJIBKO BUMBI, ycToumBele K runokcuu [Orlova
et al,, 1999; Lehvo, Bick, 2001]. B nesnom pas-
BUTME MaKpPOBOJIOPOCJIEll UBMEHAET CTPYKTYPY
JUTOPAJBHBIX TPOPUUIECKUX CETEl, YTO IPUBO-
AT K HETATVBHBIM IIOCJIECTBUAM AJIA Ipubpesk-
HOTO PBIOOJIOBCTBA U HepesieTHBIX 1Tyl [Thybo-
Christesen et al., 1993; Valiela et al., 1997,
Kraufvelin, Salovius, 2004; Migliore et al.,
2012; Lenzi, 2014]. “3eseHble TpUINBbI” MOTYT
nauTbea pecatunetuamu [Wang et al, 2015].

OueBUHO, YTO OCHOBHOM IIPUYMHON yBeJIM-
4yeHNsA OMoOMacChl BOJIOPOCTE ABJIAETCA yBEJU-
YeHMe ITOTOKA DJEMEHTOB MUHEPAJIbHOTO MUTa-
HUA, T. €. BBTPoMpPOBaHME MNPUOPEIKHBIX BOJ
[Valiela et al., 1997; Morand, Merceron, 2005;
Ye et al, 2011; Cattaneo et al, 2013; Smeta-
cek, Zingone, 2013; Wang et al, 2015; Kwon
et al,, 2017; Li et al, 2017]. Tem He MeHee KOH-
KpeTHbIe BDKOJIOTMYECKVe MeXaHU3MbI BO3HUK-
HOBEHNA JJIM MIPeKpallleHNud “3eJIeHOr0 IPUJIN-
Ba” B TOJ MJIM MHOI BOLHOJ SKOCHCTEME B Ha-
crosamiee Bpema HeusBecTHB! [Cattaneo et al,

2013; Smetacek, Zingone, 2013; Frossard et al.,
2014]. Bosnee Toro, MHOrue ‘“3eJieHble MIPUJI-
BbI” HAOJIIOOAIOTCA B BOJaX, He IOJIBEPIKEHHbBIX
aHTPONOTeHHOMY 3arpasHeHuio [Ye et al, 2011].
Taxksxe HeM3BECTHO, IIoUeMy “I[BeTeHMe” B JIM-
TOpaJM BO3HMKAeT 32 CYEeT TOJBKO HeDOJIbIIIOo-
TO 4ycJa BUJOB, IPUHAJIEKAIINX BCETO K TPeM
pomam 3eJsieHBIX Bojopocieil, a mMmeHHO: Ulva,
Cladophora u Spirogyra? Paccmorpum 3K0JI0-
rmdecKkye ocoOEHHOCTM “3eJIeHBIX NPUJINBOB”,
BBIBBIBAEMBIX IIPEACTABUTEAMM KaXKIOT0 U3
STUX POJOB.

ULVA

3ejennle Bozopocsy pona Ulva BcTpedarT-
ca B nIpubperkbe Mopeil NpaKTUYecKy IIoBceMe-
cTHO, mocturasa O6momaccel 0,2—600 Kr cwIporo
Beca Ha M’ ¥ COOTHONIEHVS MPOAYKIMYU K Gyo-
macce 1,5—4,5 [Morand, Merceron, 2005]. Ouu
MMEIOT JIBYCJIOVHBIN JIMCTOOOPAa3HBIN TaJJOM,
KOTOPBIM MOXKET BETBUTHCA U Y HEKOTOPBIX BU-
JIOB HAIIOMJHAET TaJIJIOMbl HUTYATBHIX BOZOPOC-
Jett. VI3-3a BBICOKOM MOP(OJIOrMYeCcKOil IIIacTy-
HOCTU OIIpejiesieHNe BUJOB 3TOT0 pojia 3aTPyXd-
HUTEJbHO, II03TOMY B IIOCJEeJHMEe TONblI BCe
yalle MpakTUKyeTcA oIpenesieHne BupoB Ulva
C IIOMOIIIBIO COBMECTHOIO MCIIOJIb30BAHMUA KJac-
CUYECKNX U MOJIEKYJIAPHBIX MeT0os0B [Hofmann
et al, 2010]. VImeHHO mpencTaBUTENN 3TOTO POLA
opMUPYIOT OOJIBIINHCTBO “3€JIeHbIX TPUINBOB”
B Mmupe [Ye et al, 2011; Ge et al, 2017]. Ulva
prolifera (panee unenTuduuupyemasa Kax Ente-
romorpha prolifera) BbI3BaJla B Mae — MIOJe
2008 r. kpynHevimmit “3esensli npume”: B fKes-
TOM MOpe€ ILJIOUIadb APel(yOIIero mATHA 3TUX
BOJIOPOCJIEN NOCTUIJIA, II0 Pa3HbIM OLEHKaM,
30—60 TeIc. KM%, a MX COOpAaHHAA TIPYU OUMCTKE
nobepexkba 6momacca cocraBmuya 1 muH T [Liu
et al,, 2009; Ye et al.,, 2011; Smetacek, Zingo-
ne, 2013; Wang et al, 2015]. BepoaTtuee Bce-
ro, KPYIHeNINii B MICTOPUM “3eJIeHbI Ipuans”
OKazaJicA CIIPOBOLMPOBAH MacCCOBOV aKBaKyJIb-
TypOii KpacHoit Bogopocau Porphyra yezoensis,
ynorpebissaemont B nmuury B Kurae m cocegHux
crpaHax [Liu et al, 2009; Wang et al, 2015].
U. prolifera mocensanack 1 pocjia ¢ BHEIIIHEN! CTO-
POHBI CETYaTBIX KOHTEHEepOB, B KOTOPBIX BbI-
pammBasacek nopdgupa, a Takske Ha pamax (Io-
IIJIaBKaX) M KaHATaX, CKPEIIAIIINX KOHTellHe-
peL IIpy ouncTke KaHATOB U APYIUX KOHCTPYK-
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it aKkBaKyJbTYphl, U. prolifera maccoBo 1mo-
Imasia B BOAy M obOpasoBaJia ILJIaBydye MaThbl, B
KOTOPBIX IIPOJIOJIKMIJIA MHTEHCUBHO pacTy [Liu
et al, 2009; Wang et al,, 2015]. IIo mHekoTOpbIM
pacueram, 500 T Ulva, cOpOILIeHHBIX B BOAY IPU
OYJICTKE KOHCTPYKTVMBHBIX 3JIEMEHTOB aKBaKYyJIb-
Typs!l Porphyra, Belpocay mo 1 MJIH T B Teue-
HUe mIecTu HeneJsb [Smetacek, Zingone, 2013].

Ilouemy sxe mmenno Ulva crocobHa k 0Oyp-
HOMY MacCOBOMY POCTY, KOTOPBIII He HabJrona-
eTca y Opyrux Makposozopocieit [Ge et al,
2017]? Bpan au B HacTodAlllee BpeMsA BO3MOMK-
HO JIJaTh MCUEPIIBIBAIONINII OTBET Ha 3TOT BOIIPOC.
Tem He MeHee JCCJIe[OBATEJM BBIIEJAIOT He-
koTopele 4epThl Ulva, KOTOpbIe CIOCOOCTBY-
0T ee “BesiennlM npuismBam’. IIpesxne Bcero,
noguepkuBaeted, uto Ulva, ABNAACH JOMMUHAHT-
HbIM OEHTOCHBIM BMJIOM, CIIOCOOHA TaK)Ke pac-
TU U IIocJie OTphIBa oT cybcrpara [Liu et al,
2009; Smetacek, Zingone, 2013]. PazmHoxeHne
BOJIOPOCJIM 3HAYMTEJIBHO CTUMYJINPYETCA IIPU ee
dparmeHTanMy, yBeImMuuBasg CKOPOCTb CIOPY-
aamym ¢ 15 go 80 % [Gao et al, 2017]. IIpnu
3TOM (pparmeHThI 0,5 MM OBIBAIOT ITOYTU IIOJIHO-
CTBIO IIOKPBITHI ciopaHruamu [Gao et al, 2017].
YnomaAHyTadA BBIIIE MEXaHNYECKasd OUYMCTKA Ka-
HaTOB UM APYTMX KOHCTPYKIMII B aKBaKyJIbTY-
pe, OYeBUIHO, COIIPOBOKAAJACH (pparMeHTaly-
eit Ulva, 94TO0 M OpuUBEJO K IOCJIEYIOIIEMY
YCKOPEHMIO ee pocTa B IIaBalomux mMarax. [Iu-
I1eBasd aKTVBHOCTb OECII03BOHOYHBIX $KVMBOTHBIX,
OTPeOJIAIIINX caMy MaKpPOBOJAOPOCHb U (14J11)
SNM(UTOB Ha ee IOBEPXHOCTM, TAKIKe CII0COD-
CTBYeT (pparMeHTaIMM U, BEPOATHO, YCKOPEHMIO
poctra [Gao et al, 2017]. Kpome Toro, pakrro-
paMu, BbISBIBAIOLIVIMY (PparMeHTaINIO U CII0CO0-
CTBYIOUIVMM “3€JIEHBIM MIPUJIVBAM’ CUUTAIOTCA
BOJIHOBafA aKTUBHOCTH ¥ paboTa BUMHTOB Kopa-
OeJIbHBIX U JIOOOUYHBIX MOTOPOB [Gao et al., 2017].
Ha sxcrpaopanuapHyio criocobrocts Ulva K pas-
MHOKEHMIO KaK II0JIOBOMY, TaK M BereTaTUBHO-
My, yKa3bIBalOT M Apyrue aBTOpel [Ye et al,
2011]. OTmeuaeTrcsa BasKHOCTb MMEHHO BereTa-
TYBHOTO Pa3MHOYKEHUA, B TOM dYUCJIe — CIIO-
COOHOCTH BEreTaTMBHBIX KJIETOK M I[eJIBIX TaJ-
JIOMOB I1€epe3VMOBBIBaTh B JOHHBIX OTJIOMKEHUAX
¥ pas3sMHOXKATBhCA IIPM HACTYILIEHUM OJjarompu-
atebpIxX ycsoBuii [Bick et al, 2000; Zhang et al,,
2011; Smetacek, Zingone, 2013; Wang et al,
2015].

Hommuuposanue Ulva cBA3BIBAIOT ¢ MOpPgo-
JIOTUYEeCKMMM OCOOEHHOCTAMM €e TaJlJIOMOB,
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5(pPEeKTUBHBIM MOIJIOIeHMEM DJIEMEHTOB MIHe-
PaJbHOrO MUTAHUA U BBICOKOI CKOPOCTBIO POC-
Ta [Kwon et al, 2017]. OgHako KOHKpeTHBIE
aKoJIorMYecKye npeumyinectsa Ulva mo nepe-
YJICJIEHHBIM BBIIIIe IIapaMeTpaM II0 CPaBHEHMUIO
C MakKpOBOJOPOCJAMM, NPUHALIEKAIIUMUA K
IPYTMM TaKCcOHaM, He ykasbIBaroTcdA. MHorue
dpyHKIMOHANBHBIE ocobenHoctu Ulva, Hampu-
Mep, CIIOCODHOCTBH 3alacaThb 3JIEMEHTHl MMHe-
paJibHOrO NUTaHMUA, a30T U ocdop, XapaKkTep-
HBI U OJIA OPeACTaBUTeJIell MHOTUX OPYTUX PO-
noB Mmakposozopociseit [Cohen, Fong, 2006].
BricokMe CKOpOCTM IIOIJIOIIEHMA NaHHBIX 3JIe-
MEHTOB 3aBUCSAT HE OT BUMOBOM IMPUHAJIEIKHO-
CTH, & OT COOTHOIIIEHNA IIOBEPXHOCTU U 00beMa
M XapaKTepHBI IJIA BCeX BUMOB (POJOB) 3ejie-
HBIX HUTUYATBIX Bogopocieit [Wallentinus, 1984].
BoJbIIMHCTBO aBTOPOB IIOJIATAET, UTO MMEHHO
a30T ABJAeTcA Hambojee BaKHBIM BJIEMEHTOM
nas pocta Ulva [Valiela et al, 1997; Perrot
etal, 2014; Kwon et al, 2017, Wan et al,,
2017], mosToMy AJia Hee OJIATONIPUATHBIM ABJIA-
eTcA BBICOKOE CTeXMOMeTPUYeCKOe COOTHOIIIe-
H1e pacTBopeHHBIX (popMm N : P, maxonamie-
eca B mHTepBaJe ot 16 mo 174 [Martins et al,
2001; Kwon et al,, 2017; Liu et al, 2017]. He-
KOTOpbIe aBTOPHI paccMmaTpuBaioT Ulva xak 6mo-
VHIMKATOP IIOTOKOB a30Ta B BOJHYIO DKOCHUCTE-
My [Cohen, Fong, 2006]. BaskHO OTMETUTH, YTO
OIpY MOHUTOPUHITE COCTOAHUA BOJHBIX DKOCUC-
TeM MMEHHO coJepKaHMe asoTa B Omomacce
Ulva sBisercss HanboJsiee HaLEyKHBIM MVHIOVKA-
TOPOM DBTPO(PMPOBAHNA, ITOCKOJLKY IIOCTyIIa-
IOV B BOJOEM IIOTOK a30Ta Cpasy »Ke Iepe-
XBaTBIBAETCA BOJOPOCIAMM, M B IIpobax BOIBI
He 00HAPYKMBAIOTCH IOBBIIIIEHHBIE KOHIIEHTPA-
nuu 3Toro u Apyrux ssiemeHToB [Cohen, Fong,
2006].

Ilo maHHBIM HEKOTOPBIX aBTOPOB, MaKCH-
MaJIbHaA yAeJbHas CKopocThk pocta Ulva W, .. =
= 0,8 cyr ! [Perrot et al, 2014], Ho B ecTe-
CTBEHHBIX YCJIOBUAX OHA MOJKET COCTABJATH OT
0,09 10 0,37 cyr ! [Kwon et al., 2017; Wu et al,,
2018], a TaksKe MMEIOT MeCTO CylLIeCTBEHHEIE
BUJIOBBIE Pa3M4UMA B BeJIMYMHAX JAHHOTO IIO-
kasarenda. Tak, ygeJabHas CKOPOCTb POCTa
U. prolifera — gomMuHaHTHOTO BUJa, 00pas3oBaB-
HIero KPYIHENINI B MCTOPUM “3eJIeHblil IIpu-
me” B Menrom mope, mocturama 0,55 cyT !,
TOrla Kak AJa Apyrux Bumos W = 0,22 cyr !
[Wang et al.,, 2015]. IIpuunHbl yKa3aHHBIX MEXK-
B OOBBIX pastqMﬁ OCTalOTCA HEM3BECTHBIMU,



TaK KaK DKOJIOTO-(PM3MOoJIOrMYecKas BULOBAA
crierucpura Ulva ocraerca MpakTUYeCKM HeNc-
caenoBanHOl [Nelson et al.,, 2008].

Hapsany c sBrpodupoBanmneM, cyriecTBeHHOE
3HaYeHMe OJs MaccoBoro pazsutusa Ulva ume-
eT 3aMeJJIeHHbI BOJIOOOMEH UM HM3KME CKOPOC-
i Tegenusa <10 cm - ¢ ! [Morand, Merceron,
2005; Cohen, Fong, 2006; Zhang et al., 2011;
Kwon et al., 2017]. Tem He MeHee BasKHO OT-
MEeTUTb, YTO 3aMeJIJIEHHbIII BOJIOOOMEH B 3CTya-
puAx criocobecTByeT pasBUTUIO (PUTOILJIAHKTOHA,
KOTOpPBIM 3a cueT Oojiee BBICOKUX CKOPOCTEN
pocTa BBIUTPBIBAET KOHKYPEHIMIO Y MaKpOBO-
JlopocJieil 3a IOTpebJieHMe BJIEMEHTOB MUHe-
paJspHOro mrauusa [Valiela et al, 1997]. To ects
MOKHO IIPEAIOJOMKNUTb, YTO AJIA MaCCOBOTO
pasButusa Ulva CyIIecTBYIOT HEKMe ONTUMAJIb-
Hble 3HAYEHMA CKOPOCTeN BOJI00OMeHa, KOTOpbIe
eIlfe IpPeJICTOUT yCTAHOBUT.

Yro racaeTcsa APYTUX YKOJOTUMYECKUX (PaK-
TOPOB, TO HEKOTOPbLIEe aBTOPbI OTMEYAIOT IIPU-
criocobaennocts Ulva, B yactaoctu U. prolifera,
K CYIIIeCTBOBAHMIO B IIMPOKOM JMalla30HE TeM-
nepatypsl u cojenoctu [Ye et al, 2011]. Xora,
KOHEYHO, CYIIEeCTBYIOT I BUAOCIEIU(PUUHBIE
onTMMaJIbHble 3Ha4YeHNUA (PaKTOpoB cpexnbl. Ha-
npumep, naa U. intestinalis omTtumaJsbHasA co-
JIEHOCTBb cocTaBJjaseT 17—22 Yo [Martins et al.,
2001], HO B TO 3Ke BpeMs OTHeJIbHble IIOITYyJIA-
LI/ 3TOTO BIJIA TTOKA3BIBAIOT BHICOKYIO TOJIEPAHT-
HOCTb K HU3KOI cojeHoctu [Larsen, Sand-
Jensen, 2006] n croco0Hb! 00pPa30BLIBATE BBI-
COKYI0 OMoMaccy B MECTOOOMTAHMAX C COJIEHOC-
110 0,5—1 %0 [Gubelit et al., 2016]. Takke or-
JIMYUTEJIBHOI ocoberHocThIO Ulva ABIAeTCa oco-
6as yCTOMYMBOCTDb K 3aTPA3HEHNIO BOJIbI MHOTM-
MH TseKesbiMu Metastamu [Ge et al, 2017

HexoTopsie aBTOpPBI OTMEUAIOT, YTO BasKHE-
myM (paKTOpoM 1A MaccoBoro passutusa Ulva
ABJIAETCA HaJau4ye Ha cybcTpaTe OMOIJIEHOK,
COCTOAIMX U3 OPraHUMYECKUX BeIecTB, DakTe-
puit u nuatomeitr [Park et al., 2011]. Oun HeoO-
XOOUMBI JIJIA IEePBUYHOIO IPUKPEIIEHNA oce-
JIAIOIIMX MIJAaHKTOHHBIX cTaaui Ulva — 3o00cmop
[Park et al., 2011]. Kpome GuonseHoOK, 110 MHe-
HMIO HEKOTOPBIX aBTOPOB, 3HAYEHME MMEIT U
reoJIOTMYecKye XapaKTePUCTUKY ITOACTUIIAIOIIe-
ro cyberpara, HaIpuMep, CJaHIA WM TPAHUTA
[Perrot et al, 2014]. B xauecTBe ellle OIHOTO
BasKHOTO YCJOBUA IIOABJIEHUA “3eJIeHbIX IIPU-
JMBOB” Ha3bIBaeTCA HAJMUYMe B JOCTATOYHOM
KOJIMYEeCTBe IIepe3MMOBAaBIIET0 “‘CEMEHHOI0 Ma-

Tepuajya” — BereTaTUBHBIX KJIETOK WMJM CIIOP
[Zhang et al, 2011; Smetacek, Zingone, 2013;
Wang et al, 2015].

Kaxk y»ke oTMeuasoch, OCHOBHBIM (DAKTOPOM
MmaccoBoro passutus Ulva (XoTsa He fACHO, IO-
uyeMy MMEHHO ee, a He JPYIUX TaKCOHOB) fB-
JIAeTCcsA MIOCTYILIeHMe DOJIBIINX KOJIMYECTB as30-
Ta B NpuUOpesKkHble BOJBI U3 aHTPOIOreHHBIX
UCTOYHMKOB. OHMM U3 HUX ABJIAETCA aKBaKYyJIb-
Typa (MapuryaeTypa). Kpome ynomanyTON
BBIIIIE aKBaKyJbTypbl Porphyra, pacrososxeH-
HOJ HEIIOCPEeCTBEHHO B MOpE, 3HAauUTEJbHBIN
BKJAJ B 3BTpodMpoBaHMe NPUOPEKHBIX BOJ
BHOCUT aKBaKyJIbTypa 0eCII03BOHOYHBIX U PBIO,
BBIPAIVBAEMBIX B IPYAaX, PACIOJIOKEHHBIX Ha
nobepesxbe [Migliore et al,, 2012; Li et al., 2017].

3HaunTeJbHOE KOJMYEeCTBO a30oTa, obeclie-
unBampIee “sesenble npuiausbl’ Ulva, npuHO-
CUTCA BIIAJAIOIMMIM B MOpPEe peKaMy, Ha BOZIO-
CcOOPHOI TEPPUTOPUM KOTOPBIX OCYIIECTBJAET-
CA MHTEeHCUBHAA XO3AMCTBEHHAA NeATEeJbHOCTD
[Perrot et al, 2014]. BasxHO OTMETUTH, YTO He-
OoJsibIIIVIe PeKV, OKAHYMBAIOIINECA B IPUJIUBHO-
OTJIMBHOW 30HE (JIMTOpPaJn), CIIOCOOCTBYIOT Mac-
COBOMY Pas3BUTUIO MIMEHHO JOHHBIX MaKpPOBOIO-
pocaeii, 1. e. Ulva, IOCKOJBKY B 9TO 30HE (pak-
TUYECKY OTCYTCTBYET (PUTOIJIAHKTOH, KOTOPLIiL
Mor Obl KOHKYPMUPOBaTh C HMUMU 3a I[IOCTYIalo-
e 3JIeMEeHTbl MYHepPaJIbHOTO nuTauusa [Perrot
et al,, 2014]. OxHako B 3CTyapuAX KPYIHBIX PEK
(pUTONIIAHKTOH 3a cueT 0oJiee BBICOKMX CKOPOC-
Tell pocTa CrIocobeH IepexBaThIBaThb IIOTOKM a30-
Ta [Valiela et al, 1997; Perrot et al., 2014].
Taxum oOpas3oM, JOKaJIM3alMs CTOKA DJIEMEH-
TOB MMHEPAJIbHOTO NUTAHUA MOYKEeT MMeThb pe-
HIaollee 3HA4YeHMe JJIg MacCOBOTO Pas3BUTUA
Jub0 OOHHBIX MaKpOBOZIOpOCJelt, Jubo IMJIaHK-
TOHHBIX MUKpoBogopocJyeil. CymiecTBeHHbBIMU
QHTPONIOTEHHBIMY MCTOYHMKAMM IIOCTYILJIEHUSA
a30Ta KaK HEIIOCPECTBEHHO B IIpMUOpesKHbIe
BOOBI MOpei, Tak M Ha BOJOCOOPHYIO TEPPUTO-
pMIO BIAZAIOIINX B MOPE pPeK ABJAITCA yI00-
pAeMble CeJbX03YyTroAbs, MOJIOYHbIE (PEepPMEI,
SKVBOTHOBOJYECKVE KOMILIEKCHI, Bepu U peK-
pealnnoHHaA nedATeNbHOCTH (TypusaMm) [Zhang
et al, 2011; Migliore et al, 2012; Smetacek,
Zingone, 2013; Li et al.,, 2017; Wan et al., 2017].

Kpome npmBHOCA C IOBEPXHOCTHBIM CTOKOM,
a30T MO’KeT IIOCTYIIaTh B JIMTOPAJb B MeCTaxX
BBIXOJIa (pPas3rpys3ku) cyOMapMHHBIX ITOJ3€MHbBIX
BOJ B KOJIMYECTBAaX, JOCTATOYHBLIX IJIA BO3HUK-
HOBeHNUs “sesieHblx npmmsoB” Ulva B MecrTax,
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TZe HeT HU peK, HM akBaKyJbTypsl [Kwon et al,
2017; Liu et al, 2017]. Takum obpa3som, 3a-
IpA3HEHMEe CTOYHBIMM BOJIaMM, OOTaTbIMU a30-
TOM, He BCerjila ABJIAETCS OCHOBHOM IPUYMHON
“sesennix npuamsoB” Ulva [Liu et al., 2009;
Wang et al, 2015].

Kax ormeuajoch Bblllle, KOHKpETHbIE IIPU-
4MHBI BO3HMKHOBEeHUA “3ejieHoro npuinsa” Ulva
B TOM MJIM VHOM MeCTe He BCerJa OYeBUJIHBIL
VIzyueHne ce30HHO} NMHAMMKYM BOCBMM PacCTy-
VX COBMECTHO BUOB Ulva mmoKasaJio, 4To NUKA
pocTa BUIOB, CIIOCOOHBIX K 00pas30BaHUIO “3e-
JIEHBIX IIPUJIVBOB” MIPUXONATCA HA IIEPUOJT C paH-
Hell BECHBbI JI0 CepeAMHBI JIleTa, YTO CBA3aHO C
KOMOMHAaIIell HECKOJIBKUX (PAKTOPOB, BKJIIOYA-
IOIVIX, KPOMe KOHIIEHTpAaImii obIIfero 1 pacTBo-
PEHHOTO HEOPTaHMYECKOIO as30Ta, TeMIIepaTy-
py u cojaeHocTb [Chavez-Sanchez et al, 2018].
JlabopaTopHbIle DKCIEPUMEHTHI IIOKA3aJM, YTO
IpU YCJOBUAX, CTUMYJIUPYIOIINX PaHHUIL Ilepe-
XOJl K PenponyKTUBHOM CTaAuM U3 BereTaTyB-
HOJ, HOBOOOpas3oBaHHAA OmoMacca JOCTUTaeT
MeHbIMX 3HaueHuit [Ruangchuay et al., 2012].

He 1o xoHIla MOHATHBI ¥ IPUYMHBI IIPEKpPa-
IIIeHNA MHTEHCUBHOTO POCTa DTUX BOJOPOCJIEN,
IIpOMCXOJAllee OOBIYHO B HaYaJje MJINM Cepely-
He Jieta [Valiela et al.,, 1997]. OgHoil U3 Takux
IIPUYMH MOJKET ABJIATHCA 3aTeHeHMe (PUTOIIaHK-
TOHOM, Pa3BMBAIOIIVIMCA IIPY JIETHEM 3aMezJie-
HMM BomooOMeHa [Valiela et al., 1997]. Oguako
IpyTrye aBTOPBI YKa3bIBAIOT IIPAMO IIPOTUBOIIO-
JIOJKHYIO IIPUUMHY IpeKkpaliennud pocta Ulva, a
VIMEHHO (POTOMHTMOMPOBaHME CJIMIITKOM MHTEH-
C/BHBIM CBETOM B HadaJle MJIM B CepeyHe JieTa
[Morand, Merceron, 2005]. IIpu usydenun pe-
nponyKTMBHBIX ctaauit Ulva Takske HalieHa OT-
pulLlaTeIbHAA KOPPENANa MexXay Ouomaccoil u
4eTBePTON PEeNpoOAyKTUBHON CTazyell, BO Bpe-
MA KOTOPOI IIPOUCXOANT BBIXOJ, 300CIIOP U KJIET-
ku ocrarorca ycteiMu [Chavez-Sanchez et al,
2018]. IloaTOMy MOKHO HOPEXAIIOJOKUTh, UTO
POCT IIpeKpalljaeTcs IIpU IIepexojie M3 Berera-
TUBHOM CTaauM B PENPONYKTUBHYIO, a pPe3Koe
OTMIUpPaHMEe HAaUYMHAETCA II0CJe BBIXOZA 300CIIOP
U3 KJIETOK. ¥ pasHbIX BUIoB Ulva TPUIrepoM i
Iiepexoia U3 BETeTaTUBHOM CTaAUM B PEIIPOIYK-
TUBHYIO fABJAETCA KOMOMHAIMA TakKuX (ParTo-
pPOB, Kak TeMIlepaTypa, COJIEHOCTb M COOTHO-
meHue azora u Qoccopa B Bozme [Chavez-
Sanchez et al, 2018]. Uro ke KacaeTcsa BO3-
MOSKHOTO yMeHbIlleHnsa buomaccsl Ulva 3a cuet
rnorpebiseHna OeClI03BOHOUYHBIMM-aJIbroaraMmu
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(“top-down” KOHTpPOJA), TO Kakue-JINbO OTHO-
3HAYHbBIE JJaHHBIE 00 3TOM OTCyTCTBYIOT [Valiela
et al, 1997]. Oguako Ha IpMMepe BOCTOYHOI
yactu PUHCKOro 3aJiMBa IIOKasaHo, uto Ulva
IpakTudecku He yrnorpebsgerca B muiryy Oec-
no3BoHOYHEIMM [Golubkov et al, 2018]. Taksxe
UMeIOTCA JaHHbIe, YTO HeKoTopkle BuAbl Ulva
CITIOCOOHBI BBIZIEJIATDH aJljIesoNnaTUiYecKe Bellle-
CTBa, KOTOpPBble MOTYT OIPaHUYMBATE YNUCJIEH-
HOCTBH B IIOIIYJIAIIMAX 6eCH03BOHO‘-IHbIX, a B He-
KOTOPBIX CJIyYaAx JasKe BBI3BIBATH UX BBICOKYIO
cmepTHOCTE [Nelson et al.,, 2003; Nelson, Gregg,
2013; Peckol, Putnam, 2017].

Ilo ofOmenpuHATEIM OMOXMMMWYECKUM WHIVI-
KaTopaM IIMIIEBO} IIEHHOCTY — CTeXMOMEeTPU-
gyeckomy oTHoueHyuio C: N : P u comepsxanuio
TIOJIMHEHACHIIIIEHHBIX KMPHBIX KJICJIOT OMera-3,
U. intestinalis yMeeT HMBKYIO IIMIIIEBYIO I[EHHOCTD
JIJs DOHHBIX OECIT03BOHOYHBIX II0 CPAaBHEHMIO C
npyrumu Bopopocaamu [Gubelit et al., 2015].
Bojyee Toro, Kak y»Ke 0OTMeHaJOCh, NUIeBad
aKTUBHOCTL aJbrodaroB MoOKeT, HaobopoT,
ycropATh pocT Ulva 3a cuer dpparmernTanym [Gao
et al, 2017], a TakKe 3a cuUeT YHUUTOKEHUI
IIJIEHOK MMKPOBOZOPOCJIIEN-3IM(PUTOB, 3aTeHA-
omyx TasjyoMmbl (Hutu) [Perrot et al, 2014].

B kauecTBe 04eBUIHOI OCHOBHOI MepPEI IIpeJi-
OTBpAllleHNIO “3eJIeHbIX INPUJIMBOB’ IIpenJjara-
eTcA CHUIKEHMe IIOTOKA a30Ta B IpubpekHbIe
Boze! [Valiela et al, 1997]. Hanpumep, corsaac-
HO MOJEJBHBIM pacueTaM, IIPOBeIeHHbIM IJId
OZHOTO M3 y4acCTKOB II0bepesxkbsa Ppanuym, 1yid
cHmKkeHna O6momaccsl Ulva Ha 50 %, KOHIIEHT-
palmy HUTPATOB BO BIIAJAIOIMX PEKAX HE JOJIMK-
HBI IpeBBIIATh 5 Mr g | [Perrot et al, 2014].
TeMm He MeHee MHOTVE aBTOPBI CIPaBEJIVBO
OTMeYaloT, YTO CHIIKEeHMe 3BTPO(PMPOBAHUA, a
VMEHHO aHTPOIIOTE€HHBIX COPOCOB 3JIEMEHTOB
MMHepaJbHOTO NMUTaHuA (a30Ta), BO-IEPBHIX,
ABJIIETCA YPEe3BbIYAHO 3aTPaTHBIM MepOIIpy-
ATUEM, 3a4aCTYI0 IPOTUBOPEYAIIIM MHTepecam
SKOHOMMYECKOI0 Pas3BUTUS PErmoHa, BO-BTO-
pBIX, He maeT ObicTporo adpdperTa 13-3a MHEp-
LVIOHHOCTY B3KOCHUCTEM, 0DyCJIOBJIEHHOV HaKOII-
JleHyeM OOJIBIIIMX 3aIlacoB a30Ta B JIOHHBIX OT-
JIOYKEHUAX B Iepuoj sBTpodupoBanusa [Zhang
et al., 2011; Smetacek, Zingone, 2013; Lenzi,
2014; Wu et al, 2018]. Hanpumep, B Toxmnii-
cKoM 3aJsuBe “sesienble npuausbl”’ Ulva mpo-
JOJI3KAJIICh HECMOTPSA Ha CHMKeHMe cOpocoB 1
IocJeoBaBIlee yJydIlleHNe KadeCTBa BOJBI
[Smetacek, Zingone, 2013]. BaskHO 0OTMETUTH,



YTO B CBABM C BBICOKOJ CTOMMOCTBIO MEpPOIIpY-
ATUN 10 CHUYKEHUIO DBTPOPUPOBAHUA (230THOIM
Harpy3KM) HeoOXOAMMBI IIPOTHO3BI M PacUeThl
3(p(PEeKTUBHOCTY U ONITVMAJIBLHOCTU (PMHAHCOBBIX
BJIOSKEHMII Ha CIIeNVAJIbHO CO37JaBaeMbIX DKOJIO-
rO-9KOHOMMYECKUX MaTeMaTUUYECKUX MOJEJAX
[Perrot et al, 2014]. IlnanuMpyeMble MepbI IIO
JMKBUAAIN “3€JIeHbIX IIPUJIMBOB” U COIIYyTCTBY-
IOIIVIe BKOJIOTO-MaTeMaTYecKye MOJes OOJK-
HBI OCHOBBIBATBHCSA Ha MEXAVCHOUIIJIVMHAPHBIX
JICCIIEIOBAHMAX $KMBHEHHOTO IIMKJIa KOHKPETHBIX
BIJOB BOJZOpOCJIEN, Tolorpaduy, TeUYeHUr u
BETPOB, M peKMUMa I[OCTYIJIEHUS 3JIEMEHTOB
MuHepaJsbpHOro nurauuda [Smetacek, Zingone,
2013].

s JIUKBUJALUMM IIOCJIeNCTBUI “3€JIeHbIX
IIPMJIMBOB” IIPOBOAUTCA MeXaHMYecKas yODopKa
BojiopocJel U3 NPUOPEIKHbIX BOJ MJIU C ILJIA-
sxkeit [Morand, Merceron, 2005; Filipkowska
et al, 2008; Migliore et al, 2012; Smetacek,
Zingone, 2013; Wang et al., 2015; Wu et al,
2018], omHAKO IIpM ITOM HAPYIIAETCA UX ecTe-
crBeHHOe nOKpBITHE [Morand, Merceron, 2005].
CroumocTts cbopa HGuoMacchsl BOOpocCiell ypes-
BBIYAJIHO BBICOKA: OHA MOYKET COCTaBJATH OT
120 eBpo 3a TOHHY chIpoil Maccel 1o 4050 mosi-
JapoB CIITA 3a ToHHY cyxoif macckl [Morand,
Merceron, 2005; Migliore et al., 2012; Wang
et al, 2015; Wu et al, 2018]. Tem He MeHee
3aTpaThl Ha yOOpPKY OMOMacChl BCe jKe HIUIKe
3aTpaT Ha IVIyOOKYIO OUMCTKY CTOYHBIX BOJ OT
azora [Wu et al, 2018]. Kpome Toro, cobpan-
Hasa OuoMacca MOXKET MCIIOJIB30BaThCA JJIA II0-
Jy4YeHUs II0JEe3HbIX MPOAYKTOB: yIOOpeHMit,
OomoTonmBa, ckpybOepoB Ajsa OuopeMuaMaIin
[Filipkowska et al, 2008; Migliore et al., 2012;
Gao et al, 2017]. ITockoabKy c M3BIMaeMoit 6110-
Macco¥ BOJIOPOCJIel yiassaeTcsa 00JIbIIoe KOJI-
gecTBO azoTa U (ocdopa, a TakKe TAKEJBbIX
metasnoB [Filipkowska et al.,, 2008; Wan et al,
2017], HekOTOpPBIE aBTOPHLI PACCMATPUBAIOT IIPO-
ecc cbopa “iBery1eit” 6GuoMaccsl KaKk OTHOCK-
TEeJIBHO JIellIeBbIN criocod OmuopeMenmamm, CIo-
COOCTBYIOIUI YAYUIIEHUI0 KadeCTBa BOJIbI
[Migliore et al., 2012; Wu et al., 2018].

CLADOPHORA

HutuaTele 3eJsieHBIe MaKpOBOLOPOCJM POJA
Cladophora pactyT 1 00pa3yroT “3eJeHble IPU-
JUBBI” KaK B MOPAX C HEBBICOKOV COJIEHOCTBIO

(manpumep, B BasaTuiickom Mope), Tak 1 B IIpec-
HBIX BOJax, ozepax u pekax [Thybo-Christesen
et al, 1993; Filipkowska et al., 2008; Higgins
et al, 2008b; Ye et al, 2011; Cattaneo et al,
2013; Frossard et al., 2014; Gubelit et al., 2015].
Hapsany c¢ Ulva, “uBerenue” NpUPOAHBIX BOJ
Cladophora npnobpeso ryobaJbHBIN XapakTep
[Mihranyan, 2011].

VI3-3a BBICOKOI MOP(OJIOrNIeCcKON IIacTId-
HOCTM U IIePEKPBIBAHMA HEKOTOPBIX IIPUBHAKOB
(xapakTep BeTBJEHUSA, IMaMeTpP KJETOK) 10 CUX
II0p BOSHMKAIOT TPYAHOCTM IIPY OIpereseHUN
BIJIOB BHYTpM pojia. Ha [aHHBII MOMEHT BCe
OoJiee MIMIPOKOE IIPMMEHEHVE HAXOAAT MOJIEKY-
JApPHbIE MEeTOAbl MAEHTU(PUKAIIMM BUIOB POJa
Cladophora [Ross et al., 2005]. OcHOBHBIM BU-
oM, 00pa3yIommmM “IiBeTeHre” B IIPECHBIX U CO-
JIOHOBaTOBOAHBIX BozioeMax, ABjuserca C. glome-
rata (L.) Kutz. OH BcTpedaeTca IOBCEMECTHO,
Bratouada Ceeprywo u IOxuyro Amepury, Ad-
pury u HoByro 3enanguio [Higgins et al., 2008a,
b], obpaszyeT mpuKpenJieHHbIE WJIN CBOOOIHO-
IJlaBalollye AepHOBMHKM (MaTel). Hutu moryTt
mocturath 50 cMm B aimHy. OOMTaeT B IIPECHBIX
U coJoHOBaThIX (Ho 15 %) Bomoemax. Ilpen-
IIoYKTaeT FAPKO OCBeIlleHHble M XOPOIIO IIPO-
rpeBaeMble CTOAYME ¥ MeJIKMe, YacTO 3arpas-
HeHHbIe, BomoeMbl [Van den Hoek, 1963]. Paz-
BMBAasACh B OOJIBIINMX KOJIMYECTBAX M 00pasys
BOJIOPOCJIEBBIE MaThl, BbI3bBIBAET MAaCCOBBIN 3a-
Mop peIOBI, a Ipu BeIOpOcax Ha Oeper obpasy-
eT THUOIe Macchl [Berezina et al, 2017].

Cladophora uHysxmaercsa B TBepaoM cyberpa-
Te JUIA IIPUKPEIJIEHNA ¥ XOPOIell OCBeIeHHO-
ctu [Dodds, Gudder, 1992]. HeliTpasbHasa uan
caabomenounada (pH 7—10) cpena ctumynnpyer
POCT BTUX BOAOPOCJIEN, aske KOTZa OHM M3BJIE-
ueHbl U3 Kucabix Bog [Whitton, 1970]. C. glome-
rata MokeT oOMUTaTh KaK B DBTPO(HBIX, TaK U B
OJIUTOTPOMHBIX BOJAX, HO, KaK IIPaBUJO, e€e
MHTEHCUBHOE Pa3BUTME IIPOMCXOIUT B 3BTPOP-
HBIX BOJaX. JDTOT BUJ BOJOPOCJEN MOIKET
JCIIOJIB30BaTh B KadecTBe cyOcTpaTa AJsA MIpu-
KpeIJIeHMA PacTeHMdA, KaMHM U *KMBOTHBIX, Ha-
IIPUMEP, PAaKOBMHBI JIBYCTBOPYATHIX M OPIOXO-
HOormx MoJuttockoB [Harris, 2005]. B pesyabTa-
Te IIOJIEBBIX MICCJIEZOBaHMII Ha o3epax Muum-
rag u OHTapmo IoKa3aHO, YTO BereTalud
Cladophora Mo:keT ITPOMCXOOUTH HA T[JIyOMHAX
go 20 M M 3aBMCUT OT CTEIEeHM IIPO3PavHOCTU
BOABI U Hamuua cybcTparta, a MakKCcUMaJbHAA
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rIyOMHa KOJIOHM3alMy MOKeT mocturatb 30 M
[Higgins et al., 2008b].

Ceszonnaa nuuamuka Cladophora mosxer Ba-
pPBMpPOBATHL U3 IrOda B T'OX, HanboJiee TUIINYHBI
JIBa MuKa OmoMacchl 3a CE30H, HO B 3aBUCKMO-
CTM OT IIOTOJHBIX YCJIOBMII MOTYT HabJIOHaTbCA
OIMH WMJM HECKOJbKO mukoB [Entwisle, 1989].
Paszeutne Cladophora HaumHaeTcsa U3 TOJICTO-
CTEHHBIX 3VMYIOIINX KJIETOK (AKMHET), IPUKPEeII-
JIEHHBIX K CyOCTpaTy, KaK TOJIbKO TeMIIepaTy-
pa Bozs! mocturaet 5 °C. Jlajsee HauMHAETCA CTa-
Iusa ObICTPOro pocTa, M K CepenyHe WMIOHA —
HavaJly MIOJA HabJrofaeTcsa MepBBI NUK 010-
Macchl ¥ MHTEHCUBHBII 300crioporeHes. Bozmopoc-
JIVI CILJIOIIHBIM KOBPOM I[IOKPBIBAIOT AHO B IIPU-
OpesKHBIX MEJIKOBOJbAX, a 3aTeM IIPOMICXOIUT
sABJIeHME Tak HasbIiBaemoro “rosanca”’: Clado-
phora BcribiBaeT Ha MMy3bIpbKaX rasa, 0bpasys
CILJIOIIHBIEe MaThI ¢ Ouomaccoit mo 900 r cyxoro
BemjecTBa Ha M> [Thybo-Christesen et al., 1993;
Higgins et al., 2008b; Polyak et al, 2017]. C
CepenuHBbl MIOJA ¥ IO CepeMHbI aBryCcTa Ha-
OarofaeTcsa mepuos 3aMeAJIeHHOTO pPOCTa, T. €.
“nBeTeHMe” IMpeKpallaeTcsa 1 BOJOPOCIN “rcue-
3a10T”: MaThl MJIM BBIHOCATCHA Ha Oeper, uim oce-
JlaloT Ha IJIyOMHe, IJle IPOMCXOOUT MX THUe-
Hue [Thybo-Christesen et al., 1993]. Kak orme-
YaJIoch BBIIIE, IIPEKPallleHle PoCTa YMCTO MOP-
CKOro areHTa “sesieHoro npmimsa’, Ulva, Tak-
’Ke IIPOMCXOAMUT B HauaJjle — cepejuHe JeTa.
Opnakxo y C. glomerata B KoHIle JieTa — Hadya-
Jle CeHTAOPs MO’KeT IIOCJIeZOBaThb BTOPON IIMK
OGmoMacchl, KOTOPBI, MO-BUAMMOMY, SBJISAETCHA
cJe[CTBUEM IIpOpacTaHuAa JieTHUX 3o00cmop [Gu-
belit, Kovalchuk, 2010]. K xouny centadpa —
cepenuHe OKTAOpPA BcA Omomacca BOIOPOCJIEN
OTpBIBAETCA OT cybcTpaTa M OCTAIOTCA TOJIBKO
3UIMYIOLIVE KJIETKI.

ITomo6HO 0bOCyskImaeMoMy BBIIlIE JTOMWHMUPO-
Baumwo Ulva, npuunna gommuaupoBanus Clado-
phora cpenu MHOTMX TAKCOHOB JIMTOPAJbHBIX
MaKpOBOZOPOCJIEl ITOKa OCTAaeTCcA A0 KOHIA He
nszydennoit. Tem He MeHee cuuTaeTcs, YTO PO-
cry Cladophora 6y1aronpuATCTBYyET OTHOCUTEb-
HO BBICOKas TeMIIepaTypa BOJbI, TOT/a Kak,
Hanpumep, Ulothrix npennountaer 6ojee mpo-
xyanuble Bombl [Higgins et al, 2008b]. Muuu-
MaJibHadA TeMIlepaTtypa, Tpebyemas Iyisa MHUL-
alMy BEreTaTUBHOTO POCTa, COCTABJISET OKOJIO
5 °C, a onTuMMaJbHAaA — BapbUpPyeT B pPas3HbIX
MCCJIeIOBAaHMAX U JJISI Pa3HBIX KyJbTyp. Hampu-
Mep, OpM MOJIEBBIX McciyenoBaHuAx [Adams,
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Stone, 1973] nHTEepBaJ ONTUMAJBHBIX TeMIIEepa-
Typ okaszasica or 25 mo 30 °C. Ilpu skcmepn-
MeHTax in VitTo JAaHHBIN [I0Ka3aTesIb HaXOMVJI-
ca B unTepBate or 15 1o 20 °C [Graham et al,,
1982], B TO ke BpeMsa B JPYTOM JCCJIE€TOBAaHUN
IIOKa3aHO, YTO CKOPOCTH (POTOCHHTE3a KJak0-
copbl MakcumanbHa mpu 25 °C, U Opu Jalb-
HeJIIeM MOBBLIINIEHUM TeMIlepaTypbl Ha4dMHAET
camxateea [Hoffmann, Graham, 1984]. Kpurn-
ueckas Temeparypa s Cladophora Haxonurcsa
B unTepsane 31-35 °C [Hoffmann, Graham,
1984; Higgins et al., 2008b].

VlccnenoBauus (POTOCMHTETUYECKON AKTUB-
voctu C. glomerata mokazaJjm, 4To CKOPOCTb PO-
TocuHTe3a Bapeupyer oT 13,4 mo 384 mr C - r !
cyx. maccel - 4 ' [Adams, Stone, 1973; Mantai,
1974], a cyrounsnit P/B-koadpdpunyeHT mpm omn-
TUMAJIbHBIX YCJIOBMUAX MOKeT pocturatb 0,7
[Auer, Canale, 1982]. VccrmenoBanus, mOCBsA-
LIIeHHbIE BO3JECTBUIO M30BITOYHOTO OCBEIIEHNA
"Ha C. glomerata BBIABMUIM, UTO TAHHBIN BUL
objazmaer yCTOMYMBOCTBIO K OKCHUIATUBHOMY
cTpeccy (OKMCJIEHMIO MOJIEKYJIAPHBIM KUCJIOPO-
JIOM IpM M30BITOYHOI OCBEIIEHHOCTM) 33 CYeT
BBICOKOI 3(pPEKTUBHOCTM aHTUOKCUIAHTHBIX
SH3MMATUYECKUX cUCTeM. DPU3MOJIOTNIECKUIMHU
amanTalnuAMN K YCJIOBUAM BBICOKOI OCBEIIeH-
HOCTM ABJIAIOTCA HMBKAA KOHIIEHTPAIVA XJI0PO-
duiia a, HU3K0E COOTHOIIEHNE XJIOPO(UILIOB
b/a m BeICOKasa cropocTb porocuHTe3a [Choo
et al, 2004]. Kak mpaBuio, mpu BBICOKOM yPOB-
He (POTOCMHTE3a IIPOMCXOAUT IOBbIIIEeHMe pH,
YTO MIEPEBOAUT YIJIEPO]] B MAaJIOAOCTYIIHYIO AJIA
BogopocJieli popmy (nouer HCO, ) 1 cosnaer ne-
durmt yraepoga B okpysKaroiieii cpene. Baiaro-
Japs HECKOJbKNMM MeXaHM3MaM JeruipaTaliyy
nounos HCO, B CO, cHapy»xu u BHyTPU KJeT-
ku, C. glomerata ycnemso pa3BuBaeTcs B Iiie-
JouHblX Bomax [Choo et al., 2004].

B oTsimume oT MOPCKMX DKOCKUCTEM, B KOTO-
PBIX POCT BOJOPOCJIEN JMMUTUPOBAH HEJOCTAT-
KOM a30Ta ¥ MHOIZA ’KeJje3a, B IIPeCHOBOJHBIX
HKOCHUCTEMAX OCHOBHBIM JIMMUTUPYIOIMM B3Jie-
MeHTOM ABJigeTca poccpop [Morand, Merceron,
2005]. Takum obpasom, B oTsmunue oT N-Jmmu-
TupoBanHol Ulva, maccoBoe paszsutue Clado-
phora B o3epax 3aBMCUT OT IOTOKa ¢ocdopa
[Auer, Canale, 1982; Freeman, 1986; Entwis-
le, 1989; Dodds, Gudder, 1992; Valiela et al,
1997]. Beicokasa koHIeHTpanyua dpocdaToB B BoJie
BoI3bIBaeT mHTeHcuBHOEe paszButne Cladophora,
B TO Ke BpeMsa HabusrofaeTcsa HU3KaA KOPpPeJs-



U ee pPoCTa C BBICOKMMM KOHI[E€HTPAI[UAMN
azora (HMTpaTamy, HUTPUTAMU M COJIAMM aM-
MmoHusA) [Freeman, 1986]. IIpn sTOM OUYeHBL BBI-
COKMe KOHLIeHTpauuy asora u dpocdopa B Boae
(6osbmre 2 Mr - 1 ') MOTYT MHIMOMPOBATL POCT
[Robinson, Hawkes,1986; Entwisle, 1989].

Tem He MeHee HEKOTOpPbIE aBTOPBI OTMeYa-
0T, yTo B Mopax poct Cladophora moxxer sn-
MutupoBatbeda a3doToM [Thybo-Christesen et al,
1993]. Onnako, HanpuMep, B BOCTOYHOM HACTU
DUHCKOr0 3aJMBa CTEXMOMETPUUECKOEe COOTHO-
menne N : P B 6uomacce Cladophora glomerata
cocTaBJyAso 41 :1, OIpu TOM UYTO JUMUTHPOBa-
HIE pocTa MaKpoBojopocieil pocpopoM Haum-
Haerca upu N : P ~ 30 [Gubelit et al,, 2015]. Tna
cpaBHeHud: B 6uomacce Ulva n3 TOro e ydacr-
ka 3asmBa N : P = 90 : 1 [Gubelit et al., 2015].

MaxkcumasibHas yJeJsibHasg CKOPOCTH POCTa
Cladophora HabsronaeTcss BECHOI, B IEPUO]T Ce-
30HHOT'O MaKCMMyMa 3JIEMEHTOB MMHEPAJBbHOTO
OUTAaHUA U IPY MUHUMAJIBHOM CaMO3aTEeHEeHUN,
u pocturaet BesvumH 0,7-0,8 cyr ! [Higgins
et al, 2008b]. JanHada BeayunHa PAKTUIECKH CO-
BIIaJlaeT C IPUBEJICHHOJN BBIIIe BeJINIMHOM W, .
naa Ulva.

Hapany c ssTpodupoBanmeM (IIOBBILIEHHBIM
nocrymienueM dgocdopa), BaxKHOe 3HAYEHNE
g maccoBoro passutua Cladophora moxxer
uMeTs Tun cyberparta. IIo gaHHBIM HEKOTOPBIX
aBTOpPOB, O0JIee MHTEHCUBHBI POCT JTaHHOI BO-
mopocay HabarogaeTcda Ha OOJIBIINX KAMHAX C
IIIePOXOBATO} [IOBEPXHOCTBIO, TOTZa KaK HebOJIb-
e TJafKue KaMHU ABJISTCA XYOIUIUM Cy0-
crpatoMm [Mihranyan, 2011]. IIpu aToM riaBHy!O
poJib urpaetT MMeHHO (POpMa KaMHEeN, a He UX
XUMMUYECKNIT cocTaB (IIeCYaHUK, M3BECTHSK,
obeuamuan n gap.) [Mihranyan, 2011]. Basxso or-
METUTb, YTO IIPUKPEIJIEHHAA K TBEPAOMY CyO-
crpaty Cladophora obsagaer Gosiblieil ycToii-
YYBOCTBIO K BO3JENCTBUIO BETPA, BOJH U Tede-
HUsA, yeM cjaabo OpUKpenJieHHble HUTYATKIH,
Takue kKak Spirogyra [Higgins et al, 2008b;
Frossard et al.,, 2014].

OrMedeHHAas BBIIIE CJIOYKHOCTD OIIpeJieJIeHNA
OpUYMH KaK HadaJja, TaK U PEe3KOro Ipekpa-
meHusa pocra Ulva B IIOJHOV Mepe OTHOCUTCA U
Kk Cladophora [Valiela et al, 1997]. B cepenuue
Jeta, nocse nuka omuomaccel, uutu Cladophora
[IepecTalT PacTU M OTPBIBAIOTCA OT cybcrpa-
Ta, IIOCKOJIBKY MX CIIOCOOHOCTBH IIPOTMBOCTOATH
TypOyJIEHTHOCTM BOABI (CABUTOBOMY HAIIPSMKe-
HUIO) ocJjla0eBaeT M3-3a MeTabOJIMYeCcKOro Juc-

faJslaHCa HACTYIAIOIIEr0, BEPOSTHO, BCJIEACTBIE
camoszatenennusa [Higgins et al, 2008a]. Takoke
[IpollecCy OTpPbIBA HUTEN M UX IOCJIEeAYIOLIEro
pasJIoKeHNA CIIOCOOCTBYIOT SIIU(PUTHBIE MUKPO-
BOosOpocau, obpasymoline Ha MIOBEPXHOCTU
Cladophora rycroit nmokpos [Higgins et al.,
2008b]. He mcrJioueHO, YTO KOJIJIATIC IIJIOTHBIX
nomyJssanuit Cladophora BbI3bIBaeTCA CaMOOTPaB-
genneM HuTpatamu [Valiela et al, 1997]. Kak n
B caydae ¢ Ulva, *KMBOTHBIe-aJbrodarm BpAL
JIMI CIIOCOOHBI BBI3BATh CHUMKEHIe O0MOoMaccChl
Cladophora, xotsa mocnenusaa obsagaer Gosee
BBICOKOI1 MTaTeNLHOI 1ITeHHoCThio [Gubelit et al.,
2015]. BoapmmucTBO anbrodaros (raMMapuab! 1
JVYUHKY XVPOHOMIJ) CEJIEKTMBHO HOTPEOIIAI0T
TOJIBKO SMM(PUTHBIE MMKPOBOZOPOCIIN Ha IIOBEPX-
voctu Cladophora, T. e. ouniaior ee ot obpac-
TaHI/H7[, 49TO IIPUMBOAUT K IIOBBIIIEHNIO YPOBHSA
doTocuuTesa [Johnson, 2004; Kraufvelin, Sa-
lovius, 2004; Higgins et al, 2008b]. Oguako 1o
HEKOTOPBIM [OaHHbIM, Hanpumep, Gammarus
fasciatus mosket nuratbea u camoii Cladophora
[Johnson, 2004; Kraufvelin, Salovius, 2004;
Higgins, 2005]. Tem He MeHee cJyenyeT OTMe-
TUTb, YTO caMyu OecrIo3BOHOYHBIE-AJIbIOQaru
HAXOJATCA II0JT CUJIBHBIM IIpeccoM pbIO [Valiela
et al.,, 1997].

Cladophora npencraBiser coboit Giaromnpu-
ATHYIO Cpeay AJIs oceNaHus u pocra GaxkTepuii
[Gubelit, Vainshtein, 2011]. B pesyxasTaTe
uccaenoBannii Ha Besmkux ozepax, Gaxkrepun,
Takue xak Escherichia coli, a Tak)e I1aTOreH-
Hble nOJa 4dejgoBeka Salmonella, Shigella un
Campylobacter obHapy:kennl B 97 % mnpob Kax
Ha JKMBBIX, TaK M HA Pa3JaraoliuXCsad HUTIX
raanodops! [Byappanahalli et al., 2003, 2009].
Bosee Toro, E. coli 1 DHTEPOKOKKN BbIKIBAJIN
DoJiee 11ecTy MecCAIEB Ha CyXMX KJaJJ0(DOPOBBIX
MaTax ¥ I0CJie pasdMadMBaHUA BOJOPOCIEN BO-
JIOVi HaYMHAJM yCIIEIIHO pa3MHoKaTbeA [Whit-
man et al., 2003; Higgins et al.,, 2008a]. Orcio-
la MOSKHO B3aKJIOYUTb, YTO “3eJIeHble IIPUJIN-
Bol”, obpasoBaunubie Cladophora, MoryT HecTu
IIOTEHIMAJIBHYIO YIPO3y BCIBIIIEK MH(PEKIVOH-
HbIX 3a00JIeBaHMII cpeu HaCeJeHUA

OueBUIHON MepOV IIpeJoTBpPAIlleHnsa “3ese-
ueix npuanBoB” Cladophora saBasercsa cHU-
sxeHue ¢ocdopuoit Harpysku [Higgins et al,
2008b; Ye et al, 2011]. Hanpumep, B Bennknx
o3epax mocJse “nBeTeHMsa”’, HadaBIIErocsa B
50-e rr. XX B, Oblna 3amylneHa M YCIEIIHO
peas30BaHa IpPOrpaMMa O4YMCTKY CTOYHBIX BOJ,
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KOTOpas IpMBeJa K CYI[eCTBEHHOMY CHUKEHIIO
KOHI[eHTpanum odiiero gpocdopa B 3TUX BOJIO-
emax u npekpaieanio “nserenus”’ Cladophora
[Higgins et al., 2008b]. Oxgrako B 1990-e rr.
“1iBeTeHne” BO30OHOBUJIOCH. BasKHO OTMETUTD,
YTO IIPOIfeCC HAYaJICA B 03epax, ABJIABIINXCSA
OJIUTOTPO(HBIMY II0 OOIIIETIPUHATON KJaccudu-
Kaly, T. €. C HU3KMMM KOHIIEHTpauuaMu goc-
dopa B Bozie. BHOBb HauaBIIIeeCcs MaccoBoe pas-
Butue Cladophora mpomsouino us3-3a MHBA3UN
B Besmkue oszepa AByCTBOPYATOrO MOJLIIOCKA
Dreissena polymorpha, mepeHanpaBUBIIETO
IIOTOKY BEIIleCTBA U SHEPIUM B HKOCUCTEME 03€ep
u3 nesarnaau B 6enrass [Higgins et al.,, 2008b].
BceenmBumecs MOJIITIOCKU-(PUIBTPATOPHI, IUTA-
fCb (PUTONIAHKTOHOM, PE3KO CHUBMJIN €ro 4yc-
JIEHHOCTb, 3a0paB TeM caMbIM (ocdop M3 1e-
JIarMaJjy ¥ CKOHILIEHTPMPOBAaB €ro y JHA B BUJE
BBIZIEJIAEMBIX MeTabOJMUTOB U TICeBAO(EKaNMIA.
O[HOBpPEMEHHO PE3KO0 yBeJMUMJIach IIpo3pad-
HOCTb BOAbI, 4To mo3Bosmo Cladophora mpo-
u3pacTaTh Ha OoJsbimx riryounax. To ecTs Omo-
Macca 3TUX BOJAOPOCJE HA eOVHUITY ILJIOLIAAN
JIHa OKa3aJlach HEBEeJVKA II0 CPaBHEHMIO C IIle-
puOmOM 10 MHBa3MM, HO ILJIOIIANb IPOM3Pac-
TaHMUA 3HAYUTEJBHO yBeJIM4YMJach, U 00IIasd
Ouomacca JaHHBIX BOJOPOCJEl, BBIHOCHMMAS Ha
Oeper B KOHIle Beretannu (“seseHblii Tpuans’)
pesko BozpocJa [Higgins et al, 2008b]. K Tomy
’Ke PpaKOBUHBI JpelicCeHbl ABUJINUCH JIOIOJIHM-
TEeJIbHBIM yZOOHBIM CyOCTpaTOM [ YKOpEeHe-
Husa 3oocnop u akuHer Cladophora [Higgins
et al, 2008b]. Takum oOpazom, Ayusa OOpPBOBI C
“nerennem” Cladophora HeoOXOAMMO KOHTPO-
JMPOBaTh IOTOKM pocchopa He B Iesaruaiiy, a
B smropaJsu [Higgins et al.,, 2008b].

Jna JuKBUAAIIMM TIOCJIENCTBUIT “3eJIeHbIX
npmmeos” Cladophora, Tak ke Kak u nida Ulva,
OCHOBHOJI MepOJi ABJAETCA MeXaHN4YeCcKas O4M-
ctra misaxelt [Filipkowska et al, 2008; Mih-
ranyan, 2011]. IIpensiararorca passudHbIe CIIO-
cobn! yTusmnzaiuu cobpannoii 6uomaccsr Clado-
phora, Hampumep, IPOM3BOJCTBO BBLICOKOKPU-
cTaJmuyHoM 1eumoso3bl [Mihranyan, 20111

SPIROGYRA

Hwuruartele 3esensle Bogopocan poxa Spiro-
gyra obUTAIOT B OCHOBHOM BO BHYTPEHHUX BO-
JloeMax ¥ BOJOTOKAX, HO BCTPEYAIOTCA TaKKe
U B IPpUOPEIKHBIX yJacTKaX MOpPel ¢ HU3KOiI co-
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JeHoctbio [Ishida et al, 2006; Gorain et al.,
2018]. K pony Spirogyra orHOCAT okoJi0 400 B1-
zoB [Berry, Lembi, 2000; Hainz et al, 2009;
Vogel, Bergmann, 2018)]. Oxgrako npu oJieBbIX
JICCJIEIOBAHUAX UNEHTU(PUKAIMA SPirogyra BO3-
MOJKHa TOJIBKO Ha YPOBHE poJa, II03TOMY BU-
JIOBOiI cocTaB M OmopasHoobpasme HTUX BOLO-
pocJieli B KOHKPETHBIX MeCTOOOMTAHMAX OCTA0T-
cd, Kak IpaBuio, HeusdBecTHbIMM [Hainz et al,
2009]. Temo B TOM, uTO SPirogyra pPasMHOMKA-
eTcAd KaK BereTaTVBHBIM, TaK M IIOJIOBBIM CIIO-
coboM, HO OJIA UAEHTU(PUKALUM ee BUIOBOIL
OPUHALAJIEKHOCTY PeIlaolee 3HaYeHNE UMEIOT
JeTaju IOJIOBOTO Pa3MHOMKEHWUSA, a MMEHHO
dopma, nBeT m opHaMeHT 3urocnop [Hainz
et al,, 2009]. KEpome Toro, BasKHBIM BUJOBBIM CH-
CcTeMaTUYECKMM IIPUBHAKOM Buaa Spirogyra AB-
JIAeTCsA TUII KOH'BIOTalMy HUTel: “JIeCTHUYHbIN,
IIpY KOTOPOM B IIOIleCCe YYaCTBYIOT KJIETKM OBYX
Pas3HBIX HUTEN, WM JaTepaJbHbIM, IPU KOTO-
POM 3azeliCTBOBAHBI COCENIHME KJETKU U3 OJ-
voit HuTu [Hainz et al, 2009; Ikegaya et al,
2012].

Opuako Tosbko B 10 9% mosaeBeIx mmpob 00-
HAPY'KMUBAIOTCA CTAAUM IIOJOBOTO Pas3MHOMKE-
HUA, 9TO geJlaeT HEBO3MOMHBIM BMOOBYIO NJEH-
TU(PUKAIMIO OCHOBHOM MacChl COOpaHHBIX 00pas-
noB [Berry, Lembi, 2000; Hainz et al., 2009].
ITosoBOE pasmHOKkeHMe SPirogyra HEJETKO MH-
IYLUPOBaTh Nlaske B JIaDOPATOPHBIX YCJIOBUAX,
IIOCKOJIBKY (PAKTOPHI, 3aIlyCKAIOIIe 3TOT IIPO-
ecc, nouTu He uaydeHsl [Berry, Lembi, 2000;
Flores-Moya et al.,, 2005]. IIpu sTOM M3BECTHO,
4TO HaHHBIe (PAKTOPBI MOTYT pPal3auydaTbca y
pPasHBIX BUAOB: Hampumep, y S. majuscule
KOHBIOTAI[MA MHUIMUPYETCH MCUepPIIaHueM 3a-
IacoB a30Ta B KJETKaX, TOTJa KaK y APYTUX
BupoB (S. castanacea, S. fuluviatilis) cunxenue
ColepKaHuA JAaHHOIO BJEMEHTa He ABJIAET-
cA MHIOYKTOpOM moJioBoro mpornecca [Ikegaya
etal, 2012].

Mopdomsornsa BereTaTMBHBIX HUTEN, a MMeH-
HO CTpPOeHMe KJIETOYHBIX CTEHOK, IIMPUHA KJe-
TOK ¥ YMCJIO XJIOPOILJIACTOB HEe ABJIAETCA CUC-
TeMaTUYECKVM BIJIOBBIM IIPM3HAKOM, IIOCKOJIb-
Ky KJIETKM C Pas3HOoli MOpdoJorueli MOryT IIpy-
HaJIEKaTh OJHOMY U TOMY K€ BUIY U JaKe
IIPOMCXOIUTE M3 OLHOM M TOM sKe HUTU BCJIEJ-
ctBue moyumonun [Berry, Lembi, 2000; Hainz
et al, 2009)]. HeiicTBUTeNbHO, IpU UIAEHTUDU-
Kalluy 110 MOP(POJIOTMYECKMM IIPMU3HAKAM Bere-



TAaTUBHBIX KJIETOK, B OJHOI IpobOe MHOrAa Ha-
cunThIBaeTca A0 15 pasHBIX BUIOB Spirogyra,
KOTOpble Ha CaMOM JeJjie ABJAITCA popMaMm
(mopdamm) omuoro m Toro ke Buua [Berry,
Lembi, 2000; Townsend et al., 2008]. Kpowme
TOTO, B IIOMYJIAIMAX SPirogyra o BO3AeliCTBU-
eM BHENTHMX (PAKTOPOB BeCcbMa YaCTO BO3HMKA-
0T pasandable myTtainu [Flores-Moya et al,
2005]. Takum oOpaz3oM, B OOJIBIIMHCTBE MCCIEe-
JIOBaHUI BUIOBaA IPUHAJIEKHOCTb BOJOPOCTIE
poza Spirogyra ocraercsa HEeM3BECTHO, M Iie-
peduncIieHHble HIVMKe IIPOTUBOPEYNs B OIIVMICaAHUN
SKOJIOTMYECKMX CBOJICTB BOJOPOCJIENl JaHHOTO
poma MOryT OOBbACHATHCA VMMEHHO MX BUJOBBI-
MM Pa3INIUAMIA.

Hecmorpa wa 1O, uTO SpPirogyra ABIAeTCA
OOHVM M3 CaMBIX IINPOKO PAaCIPOCTPaAHEHHBIX
TaKCOHOB MaKpOBOJOPOCJIEN, HACEJAIIMX BCe
KOHTMHEHTHI, BKJOYaA AHTAPKTULY, OaHHBIE
00 ee DKOJIOTMYECKNMX CBOJCTBaxX BeCbMa CKYZ-
wele [Hawes, 1988; Ishida et al, 2006; Hainz
et al, 2009; Townsend et al, 2012; Krupek
et al,, 2014; Kumar et al., 2015]. OueBuaHO, YTO
OCHOBHBIM (PaKTOPOM, BBI3BIBAIOIIMM OypHOE
pasButue Spirogyra, ABJIAETCA 3BTPodUpPOBa-
e [McCormick et al., 1998; Nozaki et al,
2003; Komulaynen, 2008; Abed et al, 2011;
Liu et al, 2012; Cattaneo et al, 2013; Krav-
tsova et al, 2014; Selala et al.,, 2014]. Oguaxo
HEKOTOpbIe aBTOPbI CYMUTAIOT SPIrogyra MHINU-
KaTOPOM OJINTOTPO(HBIX (He3arpA3HEeHHbIX) WJIN
cinabo sarpasHeHHbIX Boj [Townsend et al,
2008; Chang et al, 2014]. Kak yxe oTmeua-
JIOCh, IIPUYMHOM AAHHOTO IPOTUBOPEYNsI MOTYT
ABJIATBCA MEKBUJOBBIE Pas3IMUNA: HAIPUMep,
S. majuscula n S. nitida TpeanIOYNTAIOT BOALI C
HUBKUM COJZePsKaHNEM BJIEMEHTOB MUHePaJbHO-
ro nuraHusd, Torga Kak S. granulata u S. sin-
gularis TosepaHTHBI K 3arpasHeHuto [Hainz
et al., 2009].

XoTsA, KaK ysKe TOBOPUJIOCH, B II€JIOM CUM-
TaeTcd, YTO B INPECHOBOAHBIX HKOCUCTEMAX,
pocT Bomopocyaeil AUMuUTUPOBAH (ocdopom
[Morand, Merceron, 2005], MHOrMe aBTOPEI
IIoJIaraloT, 4To OYpPHBIN pocT Spirogyra B o3e-
pax u pekax obecrreunBaeTcCs IIOTOKaMM a30Ta,
B OCHOBHOM AaHTPOIIOTE€HHOTO IIPOMCXOXKIEHNUHA,
[IOCTYIAMIMMN Yepe3 MOHHBIE OTJIOMKEHUS U
non3eMmHuble Bombl [Hawes, 1988; Han et al,
2009; Frossard et al., 2014; Zebek, 2014; Go-
rain et al, 2018]. Tem He MeHee oTMedaeTcd,
YTO a30T ABJIAETCA JIUMUTUPYIOIUM (PAKTOPOM

oaa Spirogyra, ecay B BOZe MOJSAPHOE COOT-
Homrenme N : P > 7 [Hawes, 1988], a B moHHBIX
otjaosxkeHuax — N:P > 1,5, Torga kak npu
N : P < 0,1 pocT 9THX BOOOPOCJEN OrpaHNIMBA-
eTca HemocTtaTKoM docdopa [Han et al, 2009]
Ona S. fluviatilis auMuTUpoBaHMe a30TOM Ha-
CTyIlaeT IIPM BHYTPUKJIETOYHOM MOJIIPHOM CO-
otHomreHnu N : P < 87 u pacTBOpeHHBIX B BOJie
dopm N : P < 2, a oITUMAJIBHBIM JJIA POCTA AB-
aserca cooTHomenue C:N:P = 1800:87:1
[Townsend et al., 2008]. B skcriepumeHTax ¢ Me-
30KOCMaMl B CyOTPOIIMYECKOM 03epe “IiBeTeHue”
Spirogyra HabJIIOAAJIOCH IIPM IIOTOKAX a30Ta U
doccpopa 74 r N M 2-rog 'u7,4r P w2 -rog !
U OTCYTCTBOBAJIO Ipy motokax 30 r N M 2 - rog !
n3rPwm?. rog ! [Havens et al, 1999]. Oxna-
KO HEKOTOpble aBTOPbI IIOJATAIOT, YTO JIMMMU-
TUPYIOIIUM (PAKTOPOM IJA PocTa OEHTOCHBIX
Spirogyra ABJAETCA UCKJIIYUTEILHO pocdop,
a He azor [Pillsbury et al, 2002]. IIpuBongarca
MeJMaHHbIe 3HAYEHU COepP KaHUA B BOJe dJie-
MEHTOB MMHEpPaJIbHOI0 NUTaHu:A, OJaronpuar-
HBIX JJid obuTauma Spirogyra: MUHEPAJbHBIN
docdop 2, obumit pocop 34, HUTPATHEBIL a30T
164 mr - a ! [Hainz et al, 2009]. Yro kacaercs
BHYTPMKJIETOYHOTO COZEPYKAHUA JPYTUX BJie-
MEHTOB, TO 1A Spirulina oTMedeHO HeOObIYATI-
HO BbICOKOe cooTHoinenue Na : K = 3,5, Torga
KaK IJIA OPYTUX PacTeHMil OObIYHBIM ABJIAETCSA
Na << K [Martem’yanov, Mavrin, 2012].

MaccoBoe paszButue Spirogyra, Kak U Ipy-
IMX areHToB “3ejeHbix npuamBo” — Ulva u
Cladophora — 0OBIYHO HAYMHAETCA BECHONI MM
PaHHMUM JIETOM, BCKOpE IIOCJie TadHUA JbJa U
PEe3KO ImpeKpallaeTcs I0CJe NTOCTVKEeHNUA MIKa
B cepenuHe jeta [Hawes, 1988; Berry, Lembi,
2000; Ishida et al, 2006]. Opnako, Hampumep,
B 03. Baiikajs HanboJsbIrag 6uomacca Spirogyra
oTMeuaJiach B ceHTAOpe [Kravtsova et al, 2014].
Buomacca Spirogyra mosxker mocturatb 100 r
cyxoit Macesl Ha M 2 uiu 400 Mr xJopoduinia a
Ha M 2 [Hawes, 1988].

IIpenmnososkuTEeIbHO, HOMYNAIMA SpPirogyra
pas3BuBaeTCA U3 IIePe3VMOBABIINX 3UTOCIOP
[Berry, Lembi, 2000]. Jna nx pas3BuTus Heob-
XOAVIM HEKOTOPBIN Iepuof MIOKod, a UX Ipopa-
CTaHMe MIPONUCXOOUT TOJBKO Ha cBeTy [Agrawal,
Ciiaudhary, 1994]. lma HEKOTOPBIX BUJIOB, Ha-
npumep, S. hyalina, mpopacTaHMio 3UTOCIOP
CII0COOCTBYET JIOBOJILHO BBICOKAS TeMIlepaTypa
Bomel — 25 °C [Agrawal, Ciiaudhary, 1994]. B
IIepechIXaloNX peKax, B KOTOPBIX Spirogyra
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HauyyHaeT OYpPHO Pas3MHOMKATBCA IIOCJEe PasJiy-
BOB [Abed et al,, 2011], BoccTaHOBJIEHNE IIOITY-
JIALVM, OYEBUIHO, IIPOMCXOOUT TaKiKe U3 3U-
rocriop [Townsend et al., 2017], mockoJBKY Be-
reTaTUBHBIE HUTYU DTUX BOLOPOCJIEN, B OTINYINE,
HanpuMep, OT IMaHOOaKTepuii, He IEePEHOCAT
Ja’Kke IMO0Jy4acOBOTO BBICBIXaHM:A, a TaKiKe
yabpTpacguonerosoro obayuenusa [Agrawal,
Singh, 2002].

IlepBonauasbaOo Spirogyra pasBuBaeTCa U
pacTeT Ha gHe Kak Ha MeJskoBonbax 0,3—0,5 m
[Nozaki et al, 2003], Tak u Ha rybmHax OT 3
mo 10 m [Kravtsova et al, 2014]. ITocae Toro
KaK HUTM BOJOPOCJE CIJIeTAalOTCA Ha [HE B
CILJIOIIIHO} IIOKPOB, OHM HAYMHAIOT BCILIBIBATH
Ha IIy3bIpbKaX KUCJOPOJa, 00pas3yIMXCa B
pes3yJbTaTe MHTEHCUBHOTO poTocuHTesa [Berry,
Lembi, 2000]. Ob6pa3zoBaBuIMecsa BOIOPOCIIEBLIE
MaThl MOTYT IIJIABATh KaK Ha IIOBEPXHOCTMU, TAK
U B TOJIIIe BOABLI B TedeHMe moJsyrona (¢ dpes-
pana no mioHb) [Berry, Lembi, 2000]. Taxum
0bpas3oM, BereTaTUBHAA CTAINA Oy AN SPi-
rogyra mompasiesdeTcsa Ha JBe IPyHIbl (3KmU3-
HeHHBbIE (POPMBI): OEHTOCHYIO (IepUPUTOHHYIO)
[Hawes, 1988; Biggs et al., 1998; Nozaki, 2001;
Wang, 2002; Nozaki et al., 2003; Hondzo,
Komulaynen, 2008; Krupek et al.,, 2014;
Zebek, 2014; Zhang et al., 2015] u niaaHKTOH-
myio [Rai et al, 2008; Liu et al, 2012; Krupek
et al, 2014; Selala et al., 2014; Zebek, 2014;
Bhat et al, 2015]. Cpegu nepuduToHHBIX hopM
Spirogyra pasznn4gaioT SMUEUTOH (IPpUKpee-
HIe K norpy:xkeHHbIM Makpoduram) [McCormick
et al, 1998; Havens et al, 1999] u sunnuTon
(mpuxpennenne x xkamHAM) [McCormick et al,
1998; Ishida et al, 2006]). IlnarkToHHYIO0 POp-
My (MaThI) 0003Ha"aT Kak MetaduToH [Havens
et al, 1999; Komulaynen, 2008; Cattaneo et al,,
2013], x0T HEKOTOpPBIE aBTOPLI OTHOCAT MeTa-
dpuUTOH K NepudNUTOHY, IIOCKOJIbKY ILJIaBalOIIVe
HuTH SPpirogyra dacTo OBIBAIOT aCCOIMMPOBA-
HbI ¢ maBaromyMy Makpoduramu [McCormick
et al., 1998].

Kak u qma npyrux 3esieHbIX MaKpOBOZOPOC-
JIell, IpUYMHBI BOBHUKHOBEHUA U IIPEeKpallleHns
MacCCOBOTO Pa3BUTUA (IIOABJIEHNUA U MCUE3HOBE-
HIA MaTOB) SPIrogyra OCTAITCA MaJIOIIOHATHBI-
M1 U TpyaHonpeackasyeMmbiMu [Cattaneo et al,
2013]. Tem He MeHee mMeeTcsa PAL (PAKTOPOB,
[IOTEHINAJBHO OJIarONPUATCTBYOIINX Pa3BUTHIO
VMEHHO NaHHON Bozopocau. Hampumep, nia
pocta Spirogyra OJArONPUATHBIM CUUTAETCHA
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PEKMM HelIpepBbIBHOIO IIOCTYILIEHA HeDOJIbIINX
KOJIMYECTB 3JIEMEHTOB MMHEPAJBbHOTO IIMTAHNA,
TOrZla KaK POCTY IPYIUX BOJOPOCJTEN CIIocod-
CTByeT 3aJIIOBbII BOPOC BBICOKMX KOHI[EHTpa-
muit [Townsend et al., 2012]. BepoarHo, sJe-
MEHTBbI MMHEPAJIbBHOI'O IINMTAaHVA, YTUJIUINPYEe-
Mble SPirogyra, MOCTYIIAIOT M3 JOHHBIX OTJIO-
SKeHUl 1 rpyHTOBBIX BOJ [Frossard et al, 2014;
Kravtsova et al., 2014]. JlouHBIE MaKPOBOZOPOC-
JIYI IIePeXBaTbIBAIOT 3TMU IIOTOKM aszoTa u gpoc-
dopa, mpocaumBawpieca ¢ Oeperos uepes
IPYHT, He II03BOJIAA MM IIONIACTH B IIeJaruaJib
Y IOCJIY>KUTH VICTOYHMKOM pPas3BUTUA (PUTO-
mIaHKTOHA. Takmum 00pa3oM, HEeYAMBUTEJBHO,
uTo OypHOe pas3BUTHE IOHHBIX MAaKPOBOJIOPOC-
Jlell B JIMTOpaJy 4acTo HabJsrofaeTcsa B OJIMIOT-
POdHBIX BoZOeMaX C HU3KMMM KOHI[eHTPaIMUd-
mu azora u dpocdopa B Bozme [Hawes, 1988; Ha-
vens et al, 1999; Kravtsova et al.,, 2014]. Kpo-
Me TOrO, KaK M MHOIVEe 3eJIeHble HUTYaTble BO-
Jopocay, Spirogyra crocobHa 3amacaTb a30T U
docdop, 4TO maske MpM UX MaJbIX KOHIIEHTpPa-
HMAX B BOJZEe, HO BBICOKOJ IIPOTOYHOCTM (BOZO-
obMeHe) obecreumBaeT IOCTUIKEHME OOJIBIIION
O6momacchl BoziopocJieit aToro TakcoHa [Hawes,
1988]. BepoATHO, MMEHHO BHYTPEHHNE 3allachl
5JIEMEHTOB MMHEPaJIbHOTO NUTaHuA obecriedn-
BAIOT HAYaJo pasBUTUA SPirogyra Haske IIpu
UX HUBKUX KoHIleHTpanuax [Han et al., 2009].
VlTak, KOHKypEHTHOEe IPEUMYIIIECTBO SPiro-
gyra HaL (PUTOILIAHKTOHOM ObecreumBaeTCs JTOH-
HOJI JIOKaJM3alyell IIoTOKOB a3ora u gocdopa,
a MMEHHO MX IIOCTyIlJIeHueM c Oeperos m mus
IPYHTOBBIX BOJ, & TaKKe OMOTeHHBIM IIePeKJII0-
YeHMEeM 3TUX IIOTOKOB M3 IleJjlaruajii B OeHTaJb
3a cueT (PUIBTPAIMOHHOV AKTMUBHOCTU Apeiic-
cennl [Pillsbury et al., 2002]. Kakne xe dax-
TOPBI CIIOCOOCTBYIOT JIOMMHMPOBAHMUIO SPIirogyra
cpeny OPYIMX TAKCOHOB OEHTOCHBIX BOJOPOC-
aen? Ilpesxkne Bcero, cjuenyer OTMETUTh, YTO
JOMMHMPOBaHMe Spirogyra HabIOAEeTCA TOJb-
KO B OIIpeJIeJIeHHOM Jyalla30He CKOpPOCTell Te-
yeHUA (TypOyJIeHTHOCTM): OHA He Pas3BUBAETCA
B croauent Bome (umcao Perinonbaca Re = 0), u
ee CKOPOCTb POCTa YBeJMUMBAETCA IIPU YMepeH-
HOJ TypOyJseHTHocTH B nuanazoHe 0 < Re <
> 17500, a satem nagaet npu Re > 7500, a npu
Re = 33 700 Bogopociu Ha cybcTpaTe OTCYTCTBY-
oT [Hondzo, Wang, 2002]. CiemoBaTesabHO,
Spirogyra He IIEPEHOCUT BBICOKOI CKOPOCTHU IIe-
peMeNnIMBaHusA M Pa3BUBAETCA B YUAaCTKaX PeK C

samezyenHpM TedenreM (0,1-0,3 M - ¢ }) u B



OTHOCHUTEJIbHO 3aKPBITBIX OT BeTpa y4YacTKaX
03€ep C HM3KOJ BOJHOBOJ aKTMBHOCTBIO JMJIM Ha
rIyOMHaxX HMKe 30HBI CUJIBHOTO BO3JECTBUA
BoJsiH [Hondzo, Wang, 2002; Nozaki et al.,, 2003,
Higgins et al, 2008b; Komulaynen, 2008; Cat-
taneo et al.,, 2013; Frossard et al.,, 2014; Krav-
tsova et al., 2014; Zhang et al,, 2015; Townsend
et al, 2017; Ge et al, 2018]. YmepeHHOe mepe-
MeIlBaHMe HeoOXOoauMo NI obecriedueHUs BO-
JlopocJieli dJIeMeHTaMy MMHEPAJIbHOTO IUTAHUA
¥ ypaseHus otMepinx kietok [Ishida et al,
2006]. HexoTopble aBTOPHI MOJIAraiOT, YTO IIPU
HUBKUX CKOPOCTAX TeUeHUA SPirogyra mosryda-
eT mpeumyliecTBo, Hanpumep, Han Cladophora
[Cattaneo et al., 2013].

IIpenmourenne HMBKUX CKOPOCTEN IIepeMe-
INVBAHVA, BEPOATHO, CBA3AHO CO CIIOCOOHOCTBIO
K IIpuKpeIlieHno. HeKoTopble aBTOPbI OTHOCAT
Spirogyra K ciabo IPUKpPEINJIEeHHBIM BOJOPOC-
aam [Havens et al, 1999], Torma xak ngpyrue
OTMeYaloT UX KPeIKoe IIpMCcoeIVHEeHNEe K CKAJIb-
HpIM cybcTpaTtaMm [Ishida et al, 2006]. Bepoar-
HO, JaHHOEe IIPOTHMBOpeure O0BbACHAEeTCA BUIO-
BBIMM Pa3INYIUAMU: HEKOTOpble BuUABL (S. cas-
tanacea, S. fuluviatilis) moryT 06pa30BBIBATH Ha
TePMIMHAJIBHBIX KJIETKaX HUTEen CIieMaJibHbIE
CTPYKTYPBI OJiA NMPUKPENJIeHusa — PU30UIHL,
Torma Kak apyrue Buabl (S. ellipsospora) mx
sguinens! [Ikegaya et al, 2012]. Cunraercsd, 9To
BUJBI SPirogyra MOAPa3aesdaioTCsa Ha IBe TPyII-
bl OZlHA IJIaBaeT B CIIOKOMHOM BOZe, Apyrasd,
obpasyromasa pru3ouAsl U MIPUKPeIIANaica K
cyberpaty, odbutaer B BopmoTokax [Yoshida,
Shimmen, 2009]. Spirogyra spp. MOryT pasBu-
BaTbCA MIPaAKTUYECKM Ha BcexX cyOcTparax, 3a
MCKJIOYEHVEM IIOJIBMIKHOTO IIeCKa, HO dHallle
Bcero BeTpedarTesa Ha KaMHAX [Townsend et al,,
2017] pas3nM4HBIX PasMepoB, NPEANIOUTUTEb-
HBIMU JJIA HUX ABJAITCA CpeJHepasMepHbIe
KaMHI, KOTOpble MeHee IIOJIBMIKHBI, YeM MeJ-
kada ragbka [Krupek et al, 2014]. Kpome rasb-
KM ¥ CKaJl, SPIirogyra MOTYT IPUKPEIIATHCA K
cTeOJIAM BBICIINX BOOHBIX PAaCTeHMII M 3aTOI-
JeHHot npesecune [Havens et al, 1999; Hainz
et al,, 2009]. HekoTopble aBTOPHI IIOJATAIOT, YTO
Spirogyra obuTaeT MIpeUMyIIEeCTBEHHO Ha CyO0-
cTpaTax, COCTOAIIMX U3 U3BECTHAKA U KPEeMHU,
U aske ABJAOTCA OMOMHAMKATOPOM M3BECTHA-
ka [Klemencic, Toman, 2010]. Eme pa3 orme-
TUM, YTO HEKOTOpBIe BUJIBI Spirogyra BoobIIe
He IPUKPEIIAITCA K TBEPAbIM IIOBEPXHOCTAM
[Vogel, Bergmann, 2018].

IIpm obutaHMM B ycJyoBUAX cjyaboro Iepe-
MeIlVBaHMsA, BEPOATHO, BOBHUKAET ITOTPEOHOCTh
B cOOCTBEHHBIX JIBMYKEHMAX HUTeN nJsa obecrie-
YeHUA ONTUMAJIbHON DKCIIO3UIIUMU K CBETY, YCU-
JeHua Audysun OuUTaTeJbHBIX 3JEMEHTOB,
OCYIIIeCTBJIEHUA KOHBIOranumu u ap. Xora Spi-
TOgYTa JUIIIeHa IJIABHBIX ABVLKUTEJEH O0ObITH-
CTBa BOJOPOCJIENl — JKTYTUKOB, €e HUTU BCE JKe
CrIocoOHBI K CcrubaTesJbHBIM UM BOJHOOOPAa3HBIM
JIBIKEHNMAM 3a CUeT COKpAllleHM:A BHYTPUKJIe-
TOYHBIX MMKPOTPYOOUEK M MMUKPO(MPUIAMEHTOB
[Lee, Kim, 2017]. Takske mpucrocobmTeIbHO
uepToil Spirogyra K OOUTAHMUIO B CTOAYUX BO-
Jax cuuTaerca (POPMMPOBAHME IIJIABAIOIINX
matoB [Ge et al., 2018].

Ba)KHO OTMETUTBH ellle OJHY XapaKTepHYIO
uepTy Spirogyra, BEPOATHO, 0beClIeunBaOIIYIO
el KOHKYPEHTHOe IPEeUMYIIECTBO Hal APYTU-
MM MaKpPOBOJOPOCJIAMN: OHA, B OTJIMYME, HATIPY-
mep, ot Cladophora, He obpacraer dSIUQPUTHBI-
MM MMKPOBOZOPOCIAMM OJjarofapsa HEKUM XU-
MMYECKUM M CTPYKTYPHBIM OCODEHHOCTAM KJle-
TOouHBIX cTeHOK [Hawes, 1988; Power et al.,
2009] 1 BOBMOKHOI aJIJIeJOIIaTUIECKOV aKTUB-
Hoctu [Trochine et al., 2011], a Tak:ke, 0 MHe-
HUMIO MHOTMX aBTOPOB, SPirogyra MpaKTUIeCKN
He moTpebigeTca KUBOTHBIMU-aJbrodarammu
[Hawes, 1988; Berry, Lembi, 2000; Nozaki,
2001; Abed et al.,, 2011; Kravtsova et al., 2014].
OnHAKO MMEIOTCA IMPOTVBOIOJOMKHBIE JaHHbIE
o norpebsaennn Spirogyra OPIOXOHOTMMM MOJI-
giockamu [Liess, Kahlert, 2007] u pribamu [Gel-
wick, Matthews, 1997; Arora, Sahoo, 2015].

Yro kKacaeTcsa qualna3oHa BHENIHUX YCJIO-
BUII — TeMIlepaTypbl BOABI ¥ OCBEIIEHHOCTYH,
OJIaronpMATHBIX JIJIA pocTa Spirogyra, TO 37eCh
JUTEepaTypHble NaHHBIE CYI[ECTBEHHO Pa3HAT-
ca. B o3. Crooppent (Munnana, CIITA) pasindabie
dopmsl (Buabs?) Spirogyra pa3sBUBAJUCE B IV~
POKOM IuamasoHe TeMIepaTyp — oT 2 g0 35 °C,
HO Jryurre Bcero pocsm mmpu 15 u 25 °C [Berry,
Lembi, 2000]. ABTOpEI MCCIEAOBAHUA OTMEYa-
0T OTPULIATEJBHYIO0 KOPPEJIANNI0 YMCIeHHOCTH
Bcex dopMm Spirogyra ¢ TeMIepaTypoi BOMHI,
YTO CBUAETEJBCTBYET O IIPeAIouYTEHNY BOJOPOC-
JIAMM JAHHOTO TAKCOHA IIPOXJAJHBIX TeMIlepa-
Typ [Berry, Lembi, 2000]. B Bogoemax IieHT-
paJsibHO EBpOIIBI TaKke OTMeYeH POCT pas3ymd-
HBIX (popM Spirogyra Ipu TeMIIEPaATypax BOIBI
8-30 °C, T. e.,, KAK U B ONMCAHHOM BBIIIE CJIy-
4Jae, JaHHBIM IIOKa3aTeJb He ABJAJCA (pak-
TOPOM, OIIpPEeAEeJIAIONINM CMeHY MOP(QOTUIIOB

147



[Hainz et al, 2009]. Jpyrue aBTOPHI yKa3bIBa-
IoT OoJsiee y3KMiI AMamnas3oH TeMIIEPATyp IJid
ONTMMAaJbHOTO pocta Spirogyra: or 10 mo 17 °C
[Singh S. P, Singh P., 2015]. B antapkTnue-
ckoM ozepe Spirogyra pocna mpu 4 °C, ciemo-
BaTeJbHO, HM3KafA TeMIlepaTypa He ABJAETCA
OrpaHMYNTEJIEM POCTa JAaHHBIX BOJOPOCJIEN
[Hawes, 1988]. IlososkUTeIbHBIN YMCTBIA (POTO-
cunTes Spirogyra mpu Temmeparype 5 °C or-
MedeH u B AnoHckoM o3. Busa [Ishida et al,
2006]. C gpyroit CTOpPOHEL, B KyJIbType Spirogyra
ONTUMAaJbHAA TeMIlepaTypa [Jid (POTOCKHTE3a
cocrasuna 35 °C, IOSTOMY c/lelal BBIBOJL O TOM,
YTO MaKCUMaJbHbIe JIETHME TeMIIepPaTyphl B
BOJIOEMAX He SABJAITCA (PAKTOPOM, Helocpen-
CTBEHHO OI'PaHMYMBAIOIMM POCT 3TUX BOZOPOC-
Jeii [Ishida et al., 2006]. Bansknuit TemnepaTtyp-
HbI orrtuMyM Spirogyra 32 °C oTMedeH B pa-
6ore X. XaHna c coaBrt. [Han et al., 2009]. Ogua-
KO B JAPYIMX BDKCIIEPMMEHTaX OITHMYM TeMIIle-
paTyp, IpM KOTOPOM HaOJIIOAAJICA MaKCUMAaJlb-
HBITT pocT 6Guomaccs! Spirogyra, coctasui 24 °C
[Munir et al, 2015]. Takum obpa3om, HEKOTO-
pble aBTOPHI IOJIATAIOT, YTO AJA JaHHOW BOJO-
poCJIM IPeATIoYTUTE IbHEE BBICOKIIE TEMIIEPATY-
PBI BOIBI, U IIOTEILJIeHNE KJMMaTa CIIOCOOCTBY-
et ee “nBerennto” [Frossard et al., 2014].
IlonosxurenpHbIN YNCThIE POTOCUHTES SPIro-
gyra OCYILIECTBJIAETCA B AMala3oHe (DOTOHHOTO
cBeTOBOro mnotoka (obsygenHoctu) ot 60 mo
1500 MmmMoss M 2 - ¢! [Berry, Lembi, 2000]. B
perax 1 pydbAx OHA AocTuraetT OoJbireir 6mo-
MaccChl Ha OTKPBITBIX, YeM Ha 3aTE€HEHHBIX yJacT-
kax [Krupek et al, 2014] u noMmmuHMpYET B TOABI
¢ BBICOKOII ITpo3payHocThio Boasl [Cattaneo et al,
2013]. BasxkHo oTmMeTuTh, uTO B 03. buBa B nepmn-
on abCOJIIOTHOTO IOMMHMPOBAHUA SPIirogyra B
BOJOPOCJTIEBOM OEHTOCHOM co0b1iecTBe HabJroma-
JIOCh HaUBBICILIEE OTHOIIIEHME (POTOCHHTE3A K
ceetoBoMy moToKy: 1,2 Mr C - mr ! xai. a - 4w !
npu 150 MMoss - M2 - ¢! [Nozaki, 2001]. Care-
IyeT IONUYEepPKHYTb, 4TO Spirogyra crocobHa
aZanTUPOBATHCA K CBETOBBIM YCJIOBUAM: IIPU
HMB3KOJ OCBEIIEeHHOCTY B IIOIYJAIMY IPeod-
JafaloT MOPMOTUIILI C OOJIBIINM YMCJIOM XJIO-
pornactoB [Hainz et al, 2009]. Makcumanb-
HBIII YUCTHBIA (pOTOCHHTES SPirogyra HabOIOAA -
ca npu temrnepatype 25 °C 1 CBETOBOM IOTOKE
1500 mxmouts M2 - ¢! [Ishida et al., 2006]. Maxk-
cUMaJIbHaA yeJbHas CKOPOCTb pocTa Spirogyra
cocraBisetr 0,16—0,23 CyTil, KOHCTaHTa IIOJIy-

Hachwllenuda 1o gocdopy 0,1 mr - a ! mo aso-
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Ty — 0,25 mr - o1 ! [Han et al, 2009; Ge et al.,
2018]. Ilponyxima dpuronepmudnuToHa (IMUINTO-
Ha) OpU JIOMMHMPOBAHMUM SPirogyra B o3epe
mosxer mocturath 200 mr C m 2 - u ! [Ishida
et al,, 2006].

Kax ormeyaJioch BbIIIIE AJA APYIUX BOJZOPOC-
Jleil — areHTOB “3eJIeHBbIX IIPUJIMBOB”, IIPUIM-
Hbl PE3KOr0 IIPeKpallleH)s pocTa M KOJLIAICca
nonynAnmi Spirogyra B cepenuHe JieTa He
BIIOJIHE MOHATHBL MeXaHM3MbI MCYEe3HOBEHUA
IJTABAIOIIMX MAaTOB — BaKJIOUYMTEJBHOV CTaaym
CE30HHOTO IMKJIA MOIyJAumi Spirogyra — MO-
ryT OBITB cirefytorymy. MaTbl CTAaHOBATCA CJIMIII-
KOM ILJIOTHBIMU, Y1 BEPXHUI CJION KJIETOK (HUTEN)
B HIX oDecIIBedMBaeTCA ¥ IOrndaeT OT CIMIIKOM
cuabHOTO cBeta (>200 MEMOJBL M 2 - ¢ 1), Torma
KaK HISKHME CJIOM KJIETOK IIePECTAIOT PAacCTU OT
HenoctaTka cBera [Berry, Lembi, 2000]. Tax-
JKe HETaTMBHBIMM (PaKTOPaMM, BBI3BIBAIOIIVIMU
IpeKpallleHne pocTa Spirogyra, ABJIAITCA
CJIMIIIKOM BBICOKAaA TeMIepaTypa Bomel (>25 °C)
¥ McUepllaHMe 3allacoB BJIEMEHTOB MUHEepPaJb-
Horo nuraHusa [Berry, Lembi, 2000; Ishida
et al, 2006]. CBenenuit 0 gpyrux OoTpUIATE]b-
HBIX BO3JEMCTBMAX, HAIIPUMMEDP, O MMKPOOpPra-
HM3MaX, BbISBIBAIOIIVX MacCCOBYIO CMEPTHOCTb
Spirogyra, orcyrerByoT [Berry, Lembi, 2000].
TeM He MeHee IJIf BBISICHEHUA NIPUYMH U Me-
XaHM3MOB PE3KOT0 IIPEKpPaIlleHNs pocTa M JC-
4e3HOBEHUA SPirogyra B cepenuHe JeTa Tpe-
OyioTca paJsbHelmme uccaenoBaHuda [Ishida
et al., 2006].

ITocsnenctBua OypHOro pocra Spirogyra L
BOJHBIX 3KOCUCTEM CXOKM C TakoBbIMU Ulva u
Cladophora. Spirogyra 3aTeHseT HOrPYysKEeHHbIE
BBICILIVIE BOJHbIE pacTeHms, Takue Kak Egeria,
Chara n Hydrilla, HO He BaMsET HA MOJYIIO-
IpysKeHHble pacTeHusa, Hanpumep, Ha Cerato-
phyllum demersum [Liu et al.,, 2012; Dong
et al, 2015]. VImerorca cBemeHud, yto meTabo-
JINTBI, BBIEJIAEMBIE SPIrogyra, OKa3bIBAIOT II0-
JIO}KUTEJNbHOE aJlJIeJIoNaTUIYeCKoe BJIMAHME Ha
poct unanobakrepun Oscillatoria agardhii n Tem
caMbIM criocoOcTByloT ee “nuBereHuto” [Moha-
med, 2002].

Kak u B cayuaax “sesensix npuansos” Ulva
u Cladophora, oueBugHbIM criocoboM GOpBOBI C
“nBereHueM” Spirogyra ABJAETCA CHUNKEHUE
aHTPOIOTEHHOTO 3BTpodupoBanua. OgHAKO,
YUUTHIBASA IEpPedlCJeHHbIe BBIIlle 0COOEHHOCTY
aKoJIorUM SPIrogyra, MOKHO BBIIBUHYTb TI'VIIO-
Te3y, YTO OHA II0JIy4YaeT BOBMOXKHOCTD IJIA Oyp-
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Puc. 1. Tunoretudeckasd cxeMa o0pa3oBaHNA “3eJIeHbIX NPUIMBOB” cy1abo NPUKpPENJIeHHbIMI 3€J€HbIMI HUT-
4aTBIMI BOZOPOCIAMM SPITogyra, pa3BUBAOIMMICH B (POTUUECKOM CJIOe ¢ HU3KOM TypOyseHTHOCTHIO. CTpes-
KaMM IIOKa3aHbl IIOTOKM 3JE€MEHTOB MMHEPAaJIbHOTO MMUTaHMUA: 1 — PEedYHO} CTOK, IIOCTYMAIOIMiI B Ilejaruajb
(pa3BMBaeTca (PUTOMNJIAHKTOH); 2 — IIOTOK M3 JIOHHBIX OTJIOXKEHUII — BHYTPEHH:AA OMoreHHad Harpyska (pas-
BuBaeTca (PUTOIIAHKTOH, TaK KakK (puToOeHTOC MHIMOMPOBAH OTCYTCTBMEM CBeTa B AMCHOTUHUECKOM CJIOE);
3 — IIOBEPXHOCTHBI CTOK, IIOCTYIAIOIINII B IIPMOOIHYI0 30HY C BBICOKO} BOJIHOBOJ aKTMBHOCTBIO (pas3ByBa-
I0TCA CUJIBHO HIPUKPEIJIEHHBIE Bomopocanu — sumyuutHele auatomen, Ulothrix, Cladophora, n ap.); 4 — mox-
3eMHble (TPYHTOBBIE) BOJBI, BBIXOJAIINE B BOAY B (DOTMHUECKOM CJIOE C IIOHVMIKEHHO TypOyJIeHTHOCTBIO (BBI3BI-
BalOT “sesieHblit mpuaus”’ Spirogyra). Bo3aMoXKHOCTL OMOTEHHOTO MEPEeKJIOUYeHNe IOTOKOB asoTa u gpoccopa
3 neJsiarnaay B OeHTasb (OeHTU(UKAINA) He IIpeicTaBjeHa (CM. TEKCT)

HOTO POCTa, €CJIM IIOTOK 3JIEMEHTOB MMHEPaJIb-
HOT'O NUTaHMUA JIOKAJM30BAH B IPUIOHHON (JM-
TOPAJILHO) 30HE ¢ HEBLICOKOI TyPOYJIEHTHOCTBIO
(puc. 1). B Tom cioyuae, ecam dJeMEHTbI MUHe-
PaJIBHOTO IMTAHUA IIOCTYIAIOT B 30HBI C BBHICO-
KOJl TypOyJIeHTHOCTBIO, KOTOPBIMU SABJAIOTCA
IpubOoiHbIe 30HBI C CYLIECTBEHHOI BOJIHOBOL
aKTMBHOCTBIO (CM. puc. 1), MJIM B y4aCTKMU C BBI-
COKOJl CKOPOCTBIO TeYeHUdA, TO OHM YTUJIUIU-
PYIOTCA SIMJIVMTHBIMN AMaTOMeAMNM MJIN CUJIBHO
IIPUKPENJIEHHBIMY MaKpPOBOJLOPOCIAMY, TAKVIMU
kak Cladophora nnu Ulothrix [Sushchik et al,
2010; Cattaneo et al, 2013; Kravtsova et al.,
2014). Econ sxe moToxku azora u ¢poccopa mo-
CTYHAaIOT B IleJjiaruaJjib, TO OHM IIepeXBaThIBa-
I0TCA (PUTOILJIAHKTOHOM (CM. puc. 1), KOTOpPBI
3aBeJOMO BBIUTPBIBAET y MaKpPOBOIOPOCJEN,
BKJIO4YaA Spirogyra, B CKOPOCTYU POCTa M COOT-
HOIlIeHMM Iponykuum K 6momacce (P/B) 3a cuer
6oJiee BBICOKOTO COOTHOIIIEHNS ILJIOMIA VI II0BEPX-
HOCTM K oOBeMy KJjeTok [Valiela et al, 1997;
Nozaki, 2001]. OueBngHO, 4TO (PUTOMJIAHKTOH
TaK'Ke BBINTPBIBAET KOHKYPEHINIO 33 3JIeMeH-
Tbl MIMHEPAJIbHOI'O IIMNTaHMUA B Yy4YaCTKaX, rae
JIOHHbIe MaKpPOBOJOPOCIM JIMMUTUPOBAHBI CJIa-
0011 ocBemreHHOCTEIO (cM. puc. 1). Kak ysxe oT-

MedJaJIoCh BBIIIE, B HEKOTOPBIX BOJOEMAX CyIlle-
CTByeT OMOTeHHOe IepeKJIIoUeHMe II0TOKa 3Je-
MEHTOB MMHEPAJBHOTO IMTAHNUA U3 IeJaryuaJm
B OeHTaJb 3a cuYeT (PUJIIbTPALVIOHHO} aKTUBHO-
cTu npeiicceHpl. He MCKJIIOYEHO, YTO B POJHU
IOZOOHBIX “IlepeKJrodaTesell” MOTyT BBICTYIIATh
M JpyTVie OPTaHM3MBI, HAIIPUMeEpP, IIPECHOBOJ-
Hble T'yOKI.

ITockosbky SPpirogyra pas3BUBaeTCA B BOJE
co cJy1aboit TypOyJIeHTHOCTBIO, YBEJIMUEeH e CKO-
poctu TeueHus Beie 0,3 M - ¢! (Re > 7500)
[Biggs et al, 1998; Hondzo, Wang, 2002] mo-
JKeT OKa3aThCsA HAeICTBEHHBIM CII0c000M 60PBOBI
¢ “nBeTeHMeM”’, HapAAy C IIpPeKpallleHueM 3a-
IpA3HEHMA IOA3EMHBIX (TPYHTOBBIX) BOJ (CM.
puc. 1).

Buomacca Spirogyra MosKeT U3BIMATBCA U3
€CTEeCTBEHHBIX BOZIOEMOB ¥ BOJOTOKOB B KOMMep-
yecKux Ieisax. IIocKosbRy Spirogyra, Kak oOT-
MedaJjach BBIIle, CIIOCOOHA HAKAIlIMBATB a30T
u ¢ocdop, a TakKe TAKeJble MeTaJlIbl, OHA
MOJKeT JCIIOJIB30BaThCA IJIA OMopeMenmarum
crouHblx Box [Rai et al., 2008; Ge et al., 2018;
Vogel, Bergmann, 2018]. Kpome Toro, Bo MHO-
IMX a3MaTCKMX CTPaHaX JAaHHas BOJOPOCJb YIIOT-
pebasaerca B numry [Kumar et al, 2015; Vogel,
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Bergmann, 2018]. Takske u3 Hee IIPOUBBOIUT-
ca Oymara AJid NPOTUPKMU JIMH3 M APYTON OITH-
ku [Arora, Sahoo, 2015], n 6uomacca Spirogyra
ABJIAETCS VICTOYHMKOM JIEKAPCTB, aHTUOKCUIaH-
TOB, IIPOTVBOMMKPOOHBIX IIpernapaToB 1 OMOTOII-
JuBa TpeThbero noxoJsieHud [Vogel, Bergmann,
2018].

OBIIME YEPTHI “3EJEHBIX NPUJINBOB”

XapaKTepHOI 4epToii TpeX pacCMOTPEHHbIX
BBIIIIE areHTOB ‘“‘3ejsieHbIX npuansos” — Ulva,
Cladophora n Spirogyra, ABasgeTca OypPHBI Be-
CEeHHMII POCT U JIETHMII KOJIAIIC — Pe3Koe IIpe-
KpallleH/e pocTa U BBIHOC Ha Oeper obpas3oBaB-
meiica 6uomaccsl. O4eBUIHO, YTO IMOITYJIANVIOH-
Has JMHAMMKa BOJOPOCJIEN TpexX IepedycJeH-
HBIX TaKCOHOB ONINChIBaeTcs J-o00pasHol KpUBOii
[Boughey, 1968]. Kak m3BecTHO, B ITOJOOHBIX
CIIydasax MOIMYJIAIMA PacTeT SKCIOHEHIVAJBHO,
€e YJCJIEHHOCTD IIePEeCKaKUBAET IIOPOT EMKOCTH
cpepnbl, OIpefiesiAeMbIll Yallle BCEero HaJudyeM
3JIEMEHTOB IIMTaHNUA, & 3aTeM HaCTyIaeT pes-
KOe IajieHyue umcjeHHocTu (puc. 2, a). Hanom-
HUM, YTO aJIbTE€PHATUBHBIM CJydYaeM IAMHaMW-
K YMCJIEHHOCTM IOy JIALINY ABJIAeTcA S-00pas-
Has KpuBasd, T. €. POCT IIOIMYJIALMM ONNCHIBAET-
C JIOTUCTUYECKVM ypaBHEHVEM, U TPy IpubJm-
SKEeHNM YMCJIEHHOCTM K IIOPOTY €MKOCTM CPezbl
IIPOMCXOMUT 3aMenJieHVe POCcTa 3a CYeT BHYT-
PEHHMX MeXaHM3MOB PeryJsanyy (ycuaeHue KoH-
KYpeHIMM 3a IUIIEeBble pecypchbl, CaMOOTpPaB-
JeHue MetabosmraMmy, caMo3aTeHeHMe U Ap.)
(cm. puc. 2, 6). OTMmeTuM Takike, 4TO IIpu J-
00pas3HOoll IMHAMMKE II€PECKOK II0pOra eMKOCTI
cpenbl OCYILIECTBJSAETCA 3a CUET BHYTPEHHUX
3anacos [Boughey, 1968]. deiictBurensto, Ulva,

0

N N

T T

Puc. 2. IBa Tuna guHamMuky uncsaerHoctu (N) nomy-
aanym: 1 — J-o0pasHad guHaMuka, 2 — S-obpasHad
muHamuka; T — BpeMsa, K — eMKOCTb Cpenbl
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Cladophora n Spirogyra crnocobHBI 3amacaTb
3JIEMEHTBbl MIMHEPAJIbHOTO IIMTaHMA — a30T U
docdop.

OpnHako, Kak ysKe OTMedaJioch, IIPaKTUYec-
KI BCe TaKCOHBI 3eJIeHbIX BOJOPOCJell 3amaca-
0T a30T u docdop. Tem He MeHee TOJIBKO TPU
TAKCOHA BBI3BIBAIOT “3eJieHble NpUIMBLI’. Boz-
MOKHO, 9TO 00'bsicHseTca crmocobHocThio Ulva,
Cladophora n Spirogyra K pocTy He TOJIBKO Ha
nHe (cyOcTtparte), T. e. B OEHTOCHOV (rmepmudu-
TOHHOJ) cTaguy, HO M IIOCJIe OTPhIBA OT CyO-
cTpaTa, B IIJIJAHKTOHHON (MeTa(pUTOHHON) cTa-
IUY — B IJIABAIOIMX MaTaX, ABJIAIIINXCA BeCh-
Ma MHTEPEeCHBIMM M ellle J0 KOHIla He M3ydeH-
HBIMI Pas3HOBMIHOCTSAMM BereTanyy MaKpOBOJIO-
pocuieil. Kak ysxe oTmMedasiock, OHM MOTYT obec-
eYyBaTh HONMYJAIMAM Te WJIM MHble KOHKY-
peHTHBIE IpeuMmyllecTBa. Hanpumep, BHyTpu
MaTOB HOYBI) COXpPaHAETCA BbICOKAA OHEBHAA
Temnepatrypa [Thybo-Christesen et al., 1993].
HeranpHoe M3ydeHMe (PYHKIMOHMPOBAHUA BO-
JIOPOCJIEBBIX MAaTOB MOYKET JIaTh LIEHHYI0 MH(OP-
MallMio JJIA IpeACcKasaHus U IpefoTBpallleHNnsa
“3eJIeHBbIX IIPUJINBOB”.

Baskueriinim ycsoBrueM popMMUpPOBaHUA “3e-
JIEHBIX NPUJIMBOB” ABJAETCA CIIOCOOHOCTb MaK-
POBOZIOpOCJIE)l BBIUTPBIBATL Y (PUTOIJIAHKTOHA
KOHKYPEHIMIO 33 DJIEMEHThI MMUHEPAJbHOTO M-
TaHuA. IIoCKOJIBKY MaKpOBOZIOPOCIN IMEIOT Cy-
LIIECTBEHHO MEHBIINE YJeJbHble CKOPOCTU PO-
CTa 0 CPAaBHEHMIO C (PUTOIJIAHKTOHOM, a TaK-
JKe MeHbIIVie CKOPOCTY NOTPebJIeHus BIeMeH-
TOB MMHepaJibHOro nutauusa [Valiela et al., 1997,
Nozaki, 2001], B ycJOBMAX WJEaJILHOTO Iepe-
MEIIVBAaHMA OHM 3aBEIOMO IIPOMUTPAIOT B KOH-
KypeHTHOII Gopbbe. To ecTb MaKpOBOIOPOCIN
MOTYT Pa3BMBATBCA TOJBKO 33 CUET IIepexBaTa
IIOTOKOB a3oTa u ¢occopa, MOCTYHIAIONIEro B
BOJHYIO DKOCUCTEMY C OeperoB MM U3 IPYHTO-
BBIX BOJI M JOHHBIX OTJIO)KeHUiI. Takum obpa-
30M, AJA (POPMUPOBAHMA “3€JIeHBIX IIPUJINBOB”
pelllaioiiiee 3HaUeHME MMeEET He TOJIBKO BeJl-
4yHa BHeIIHe} (aHTPOIIOreHHOJ) Harpy3KM Ha
BOJHYIO DKOCUCTEMY, HO ¥ JIOKAJIM3alMUA IIOTO-
KOB DJIEMEHTOB MIMHEPAaJbHOTO NMUTAHUA (CM.
puc. 1). Bepoarno, passutue Ulva, Cladophora
u Spirogyra IPOUCXOOUT B TeX CIydadx, KOrJga
IOTOKM as3oTa u ocdopa IMOCTYIAT B JINTO-
paJIb C COOTBETCTBYIOIIUM CyOCTPATOM, IIPU JIO-
CTATOYHOJ OCBEIIEHHOCTM ¥ OIITMMAaJbHOI IJIA
KasKJIoro Buaa TypOyJIeHTHOCTH, HallpuMep, Kak
9TO ONIVICAHO BBIIIE, B MECTaX BIIaJeHNA HeOOJIb-



IINX PYYbEB MJIM IIPOCAYMBAHNA IPYHTOBBIX BOZ.
Kpome Toro, kak yxe yIIOMMHAJOCH, MOIIHBIM
IIOTeHIVAJIbHBIM VICTOYHVKOM “3eJIeHbIX IIPUJIN-
BOB” ABJIAETCA aKBaKyJbTypa: BJIEeMeHTbl MUHEe-
PaJIBHOTO MUTAaHMUA BBIXOIAT HAPYIKY M3 ceTda-
TBIX CAJIKOB, YbJ CTEHKM CHMIKAIOT TypOyJIeHT-
HOCTBb U ABJAITCA XOPOIIMM CyOCTpaToM IJisd
pocTta MakpoBomopocyeil. Takum o6pa3oM, Mepbl
II0 pPeJOTBPAIleHNI0 “3eJIeHbIX IPUJINBOB”
JIOJ>KHBI IIJIAHMPOBATHCA C YIETOM JIOKAJIN3ALINN
BHEITHMX (aHTPONIOTEHHBIX) IIOTOKOB a30Ta U
¢ocdopa (cm. puc. 1).

IlepexBaT OeperoBbIX U JOHHBIX (IIOI3€MHBIX)
IIOTOKOB DJIEMEHTOB MMHEPAJBHOTO IUTAHUA
npuBoaut K tomy, 4ro Ulva, Cladophora un
Spirogyra pacTyT U IOCTUTAIOT BBICOKOV 0OMO-
MacChl B BOJOeMaX, (POPMAJIBHO ABJIAIOIINXCSA
ONMMroTPOOHBIMH, T. €. B BOZE KOTOPBIX COZEp-
SKUTCA O4UeHb MaJio azora u goccopa [Hawes,
1988; Havens et al, 1999; Cohen, Fong, 2006;
Higgins et al.,, 2008b; Smetacek, Zingone,
2013; Kravtsova et al., 2014]. B mocnenune ne-
CATUJIETUSA BBIACHWJIOCH, YTO CHMKeHMe doc-
dopHOIT Harpys3KM Ha BOJOEMBI, IIpeIIIpUHIIMA -
emoe 1A 60pbOBI ¢ “nBeTeHMeM” (PUTOIIAHK-
TOHA, IPUBOAUT K OJMUTOTPOMKAINA, T. €. CHU-
SKeHMIO KOHIleHTpaluu ¢ocdopa B Boge U, CO-
OTBETCTBEHHO, YMCJIEHHOCTY U IPOAYKIMM (PU-
TOIJIAHKTOHA, B Pe3yJbTaTe Hero BO3PacTaeT
npospauHocTs Bozxbl [Mills et al, 2003]. Korga
OJIUTOTPOPUKAIA COIIPOBOKAAETCA ellle U Bce-
JIEHMEM JIpeliCcCeHbl, IIOTOKM BeI[ecTBa ¥ 3Hep-
MM IIePEeHAIPaBJIAITCA U3 Ilejlaruajiy B OeH-
TaJb, YTO IPUBOOUT K OYPHOMY pPOCTy 3eJie-
HBIX MakKpoBogopocJelt, Hanpumep, Cladophora
[Mills et al., 2003]. 3ToT HeaBHO OOHApPYIKEH-
HBIII IIpollecc IOJy4nJI Ha3BaHue “OeHTH(UKA-
mua” [Mills et al, 2003; Cuhel, Aguilar, 2013]
¥ OH MOJKET IIPOVMCXOIUTD U 0e3 CHUMKEeHMA KOH-
LIEHTpanuy 3JIEMEHTOB MUHEPAJIbHOTO IMTAHUA
B BoZe (T. e. 0e3 oIMroTpOPUKAIINY), & TOJIBKO
BCJIEJICTBYIE IIOBBIIIEHVS IIPO3PAYHOCTH 110, BO3-
IerictBueM pgpericcersl [Zhu et al., 2006]. Ben-
TUPUKAINUA MOKET CIIoco6CTBOBATh KaK Pas3Bu-
TUIO IOTPY KEHHOM BBICIIIEV BOTHOM pacTUTEJIb-
HocTu [Zhu et al, 2006], Tak 1 MakpoBOgOpPOC-
Jeil — areHTOB “3esieHblx npuausoB” [Pillsbury
et al,, 2002; Cuhel, Aguilar, 2013]. Ilockosnbry
npu OeHTHUKALIMM TafeHNe MNePBUYHON IIPo-
OYKIVM (DUTOIJIAHKTOHA B IIeJIaruajii KOMIIeH-
cUpyeTcs yBeJUYeHMeM ITePBUYHON TPOLYKIIN
MakpoBogopocsaert B 6enrasnu [Pillsbury et al,

2002], mpu KOoTOpOM 00II1as IPOLYKIMA DKOCUC-
TeMBl OCTaeTCsAd HEU3MEHHOJ, OYeBUIHO, UTO
TpebyeTca IepecMOTp CYIIEeCTBYIOIEel KOHIIeII-
UM OJIMTOTPO(HBIX /3BTPOMHBIX BOJ, B KOTO-
pOil yUMTBIBaeTCA TOJIbKO IPOAYKIMA Iejiaru-
YeCKOJ 4aCTU BOOHBIX DKOCUCTEM.

Pabora monnepsxana I'ocymapcTBeHHBIM 3ana-
HIEeM B paMKaX IIPOrpaMMbI (byH}_'[aMeHTaJU:HbIX uc-
caepoBauuit PP Ne VI51.1.9, Ne 6.1504.2017/I19 n
Ne AAAA-A17-117021310121-0.
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In the last decades, besides the comparatively well-studied “bloom” caused by phytoplankton, a “bloom”
of marine and fresh waters caused by littoral benthic macroalgae of three genera: Ulva, Cladophora and
Spirogyra have become a global phenomenon. In the present review, an attempt is made to approach a
comprehension why namely these taxa of green filamentous algae start to grow rapidly in spring in many
water bodies and streams, including oligotrophic waters, and then float up from bottom forming floating
mats (metaphyton), and their decaying masses are washed ashore and cause substantial ecological and
economical losses. Peculiar and common ecological and physiological features of Ulva, Cladophora and
Spirogyra favorable for the “green tides” formation are considered. Although an eutrophication (supply
of nitrogen and phosphorus from agricultural lands, industrial and domestic wastewaters, aquaculture) is
the evident cause of the increase of algal biomass, a hypothesis is proposed that a location of external
fluxes of inorganic nutrients (surface runoff or groundwater discharge) is of the key importance for the
“green tides” formation, as well as a biogenic re-direction of internal fluxes of nitrogen and phosphorus
from pelagial to littoral (benthification). Measures of mitigation of “green tides” are discussed. A necessity
of detailed study of metaphytonic form of vegetation of benthic macroalgae is emphasized. It is remarked
that a revision of the present concept of oligotrophic/eutrophic waters, which considers only pelagic
compartments of aquatic ecosystems is needed.

Key words: harmful algal blooms, Ulva, Cladophora, Spirogyra, metaphyton, benthification.
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