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®UTOTOPMOHBI MUKPOBOIOPOCJEN: BUOJOTNYECKAA
POJIb 1 YYACTHUE B PEI'YJIAIINN ®U3NOJOTINMYECKHUX
ITPOLECCOB. 4. II. TMTOKMHUHbI 1 TNBBEPE/IJIMHBI

IIpoaHanu3upoBaHbl U O0OOIICHBI JUTEPATypHbIE AaHHbIE 00 OCOOEHHOCTSIX OMOCUHTE3a,
Ka4eCTBEHHOM M KOJMYECTBEHHOM pPa3HOOOPa3Wu, y4aCTMM B PETYJISIuU (GU3MOJIOro-
OMOXMMHUYECKUX TMPOIECCOB, IEPCIEKTUBAX MCIOIb30BaHUS B OHMOTEXHOJOTMYECKUX
paspabotkax HMTOKMHUHOB (LITK) u ru66epemnnnon (I'K) MukpoBomopociueii. ¥ 45 BuaoB
MUKPOBOAOPOCIICH, OTHOCAIIMXCST K 5 otaenam, omnpeaeneHo 37 ¢opm LITK. ITokaszaHo,
YTO Ha KauyeCTBEHHBI cOcTaB M KoimdecTBeHHoe comepxkaHue LITK mukpoBomopocieit
CYILIIECTBEHHOE BJIMSIHUEC OKa3bIBAlOT CBETOBOM PEXHMM M HaIWIUMe SHEPreTUISCKOro
uctouHuka. Cpenu riaaBHbIX 6uojorndyeckux ¢pyHkuuii LITK MukpoBomopocieii BbIASISIOT
CTUMYJISILIAIO JIeICHUsI KJIETOK, aKTUBAlLMIO POCTOBBIX ITPOLIECCOB, yCHMJICHUE (DOTOCHHTE-
TUYECKOM akTUBHOCTU. OOCyxnalTcsi poTekTopHbie cBoiicTBa LITK MukpoBomopochieii B
CTPECCOBBIX YCJIOBMSIX, HaIlpaBIieHHBIE Ha OOecreueHUe KIJIETOYHOro ACJICHUS M 3alluTy
doTocHHTETMYECKOro anmnapaTa. PaccMaTpuBaeTcss AMCKYCCMOHHBII BOMpPOC OMOCHHTE3a
HUTK wmukpoBomopocieil, HEeIOCTaTOYHO MCCASIOBAaHO MX B3aMMOICIHCTBME C IPYTMMU
kiaccamu putoropMmoHoB. I'K oOGHapyxeHbl y 31 Buga MUKpOBOAOpOCeid, onpeaeaeHbl 20
ero uzodpopm. dusnonornueckue 3pdektol 'K MuKpoBogopocsieil mogoOHbI TAKOBBIM Y
BBICIIIMX PACTEHUI M TPOSBISIOTCS B COKpAIeHWU Jar-(asbl M CTUMYISAILUU ACJICHUS U
pocTa KJIETOK, YBEJIWYCHMM OMOMAcChl, HAKOIUIEHMM OejKa M IUIMEHTOB, CHIDKEHHMU
TOKCUYHOTO NEUCTBUS TSKEJIbIX METALIOB.

KnioueBble CJIOBa: MUKPOBOAOPOCIU, IUTOKUHUHBI, TMOOEPEJITIMHBI, POCT, CTpecC.
BBenenue
MukpoBogopociu — (PUIOTEeHEeTUUECKM TeTeporeHHasl TIpymia MpeuMylle-

CTBEHHO (DOTOABTOTPO(MPHBIX OMHO- W MHOTOKJIETOYHBIX OPTaHM3MOB, BUIOBOM
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NoTeHIMaJl  KOTopeix coctaBaser oT 200 mo 800 ThIC. BUIOB
(http://www .flanderstoday.eu/current-affairs/place-sun). KineTku MuKpoBomo-
pociieil coaepxXaT BUTAMUHBI, TPOTEUHbI, YIJAEBOAbI, >XWUPHbIE KUCIOTHI,
(bepMeHTHI, MMTMEHTBI, MAKPO- M MUKPOSJIEMEHTHI, OMOJIOTUISCKN aKTUBHBIC
COEeIMHEHUS ¢ LIeHHBIMU MeauuHcKuMu cBoiictBamu (Cardozo et al., 2007),
IO3TOMY SBJISIIOTCS TIEPCIEKTUBHBIMU OOBEKTAMU B OMOTEXHOJOTMUECKUX
pa3paboTKax.

Perynamuss mpolieccoB pocTa, pa3BUTUS M YCTOMYMBOCTH pacTEeHUI
OCYIIECTBIISIETCS TOM KOHTPOJEM U TPU HEIOCPEACTBEHHOM YyYacTUU
(putoropmMoHOB. Y pasinyHbIX (PUIOTEHETUYECKUX TPYII BOAOPOCHIEH
0OHapyXeHbl BCE WM3BECTHbIe Kiacchl (utoropmoHoB. Hawubosee netaibHO
ucciaenoBaHa (UTOTOPMOHAJbHAs CUCTEMAa Y MOPCKMX  BOJOpOC/EH-
makpoduroB (Tarakhovskaya et al., 2007). PUTOrOPMOHBI MMKPOCKOITH-
YeCKMX BOJOPOCJEN OCTAlOTCS MaJOUM3YYEHHBIMM, UYTO OOYCJIOBJIEHO UX
MHOTOYHMCJICHHOCTbI0O ¥ METOOWYECKUMHU TpyaHOCTIMU. DUTOrOpMOHBI
MUKPOBOJOPOC/EH MCMOJIb3YIOT B KAUECTBE 3K30T€HHbBIX PETYJISTOPOB pOCTa
KyJAbTYPHBIX pAacTeHMH W SHIOTEHHBIX KOMITOHEHTOB, BIMSIOINIMX Ha
OuvocuHTe3 nurMeHToB M JununoB (Priyadarshani, Rath, 2012). B nepsoii
yactu ob3opa (PomaHeHko u ap., 2015) Mbl mpoaHAJIM3UPOBAIU JUTEpA-
TYpHble AaHHBIE (96 MCTOYHUKOB) 00 UCCIEOOBAaHUM ayKCUHOB, aOCIU30BOI
KUCJIOTBI M 3TWIEHA Y pa3IMYHbIX BUIAOB MUKPOBOIOPOCJEH, WX PO B
PEryJsILIMU POCTOBBIX IPOIIECCOB M PAa3BUTUU YCTOMUMBOCTU K aOMOTUUYECKUM
ctpeccopam. Bo BTopoii 4acTu 0000UIEHBI W  MPOAHATUM3UPOBAHBI
JIUTepaTypHble JaHHble 00 OCOOEHHOCTSIX OMOCUMHTE3a, KaueCTBEHHOM U
KOJIMUECTBEHHOM pa3HOoOOpa3uu, ydyacTMM B PEryJsuuu (hU3UO0JI0T0-OMOXU-
MHUYECKHMX TTPOIIECCOB, MEPCIEKTUBAX NCIIOIB30BaHUS B OMOTEXHOJOTMUECKUX
pa3paboTKax LIUTOKUHUHOB U rMOOEpeTIMHOB MUKPOBOAOPOCIIEH.

IIMTOKMHUHBI
LIUTOKMHUHBI — TIPOU3BOJHBIC IYPUHOBBIX aA30TUCTBIX OCHOBAHUIA
aJeHrMHa W aJeHo3WMHa — OBUIM OTKPBITEI B cepeayHe XX B. BO BpeMs

HWCCIEN0BAaHUI MpeKpallaBlIero poCT B YCJIOBUSIX CTEPUJIbHON KYJIbTYpbI
Kajulyca Tabaka, KJIETOYHOE JeJeHHEe KOTOPOro BO30OHOBISIOCH ITOCTE
I00aBIeHUSI WHIOIWI-3-YKCYCHOM  KHCJIOTBI, KOKOCOBOTO MOJIOKAa U
rugpoausata apoxckeit (Mauney et al., 1952; Naylor et al., 1954; Miller et
al., 1955). «®akTopoM KJIETOUYHOTO HOeJieHUs», OOJamalollNM CBOMCTBAMU
IypuHa, oOKazajuca 6-pypbypuIaMUHOIYPUH, KOTOPBI OBUI  Ha3BaH
KAHETUHOM (OT Tped. «kinesis» — memenue) (Miller et al., 1955, 1956).
OmHako BEISICHWJIOCH, YTO KMHETWH HE BCTpeuaeTcs B pacteHusx (Skoog et
al., 1965). U tompko B 1963 1. /1. JletaMmoM M3 3HImocmepMa KyKYpy3bl OBLI
BolmeieH w onucaH 3eatnH (Letham, 1963; Letham et al., 1964). Tak
HayvaJicsl 3Tall OTKPBITMSL HOBOM TPYMIIBI PacTUTEIbHBIX TOPMOHOB —
LIMTOKUHUHOB, CIOCOOHBIX CTUMYJIMpOBaTh AejleHMe KieTok (Skoog et al.,
1965).

CrpykTypa HekoTopblx LUTOKMHUHOB (LITK) mpencrasiena Ha puc. 1.
DTO NMPOU3BOAHBIE aJeHWHA W aIeHO3WMHA, MOIMMUIMPOBAHHBIC IO aTOMY
azota B 6-M IOJOXEHMU U30IMeHTeHWIbHOM (u3onpeHouaHbie LITK) wnum
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apomaTtuueckoit rpynmnoit  (apomatnueckue ILTK). 3earun aBasercs
npeobnagaomeidr  ¢opmoit ITK B pacTuTeNbHBIX TKaHAX W MOXET
CYLIECTBOBaTh B yuc- WIU mMpaHc-KOHMUrypaluu; mpaHc-3eaTUH OTHOCUTCS
K Hambosiee pacIpocTpaHEHHBIM M aKTUBHBIM mu3odopmaMm LITK pacrenmit
(Pomanos, 2009; Hirose et al., 2008). Cpenu wuzodopm ILITK Bwigensior
pubo3uabl, puboTUabl, N- win O-IIUKO3UAbI, HYKJICOTUAbI, METUITHUOJIBI.
Pu6o3uabl 1 pubOTUABI SBJSIIOTCS TPAHCMOPTHBIMU (hopmamu, O-TIUKO3UIbI
BBIMOJIHSIOT ~ 3amnacamoliyto  GyHKUMo, N-DIMKO3UAbl —  KaTaOOJMTHI,
BIOCJIEACTBUM  pacllieruisieMble  LIMTOKMHWH-OKCHMIA3aMU, TOrga  Kak
HYKJIEOTUIbl WM METWITHOJIbI OTHOCSATCS K TipoayktaM Aerpagaimu mPHK
(Pomanos, 2009; Mok, Mok, 2001).

MN3onpenonnunie IITK
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Puc. 1. CtpyktypHble (pOopMybl M30MTPEHOMAHBIX U apoMaTudyeckux LITK

LITK 3ageiicTBOBaHBI B peryasdldM pPasidudHbIX (PU3NOJIOTMYECKUX
MPOLECCOB PACTEHUI, CPEAN KOTOPBIX CTUMYJISILIMS EJIEHUS U pOCTa KJIETOK,
00pa3oBaHuEe MMOOEroB M3 KaJLUTyCOB B KYJbTYpe, akTUBallUsi OuoreHe3a u
nubbepeHIIMPOBKY XJIOPOIIACTOB, MHTMOMPOBAHUE alTMKAJIbHON MEPUCTEMbI
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KOpHs, 3aJepXKa Tpollecca CTapeHMS JINCTheB, PETYISLUS TIOKOS |
npopactanus cemsiH (KynaeBa, Ky3neuos, 2002; Pomanos, 2009; Mok, Mok,
2001; Werner, Schmiilling, 2009). LITK yyacTByloT B MUHEpaJbHOM NMUTaHUU
pacrenuit (Mok, Mok, 2001), dopmupoBaHuM a30TPUKCUPYIOIIUX KITy-
O0eHbkoB (Murray et al.,, 2007), BIuSIlOT Ha YCTOWYMBOCTb pacTeHUUl K
HeOJaronpusTHBIM BO3JAEUCTBUSIM OKpyxatoleir cpenbl (Ha et al., 2012),
YPOXaNHOCTb arpapHbIX KyJabTyp (Zalabak et al., 2013).

IIpennonoxeHre 0 BO3MOXHOM IUTOKMHUHOBOUW aKTUBHOCTU MOPCKUX
Bojopociield ObUTO0 BBICKazaHo . byr (Booth, 1966) m BmnocieacTBUu
MOATBEPXKIEHO TMpPW  TIPOBEACHMM OMOTECTOB C  MHUKPOBOAOPOCISIMU
Phaeodactylum tricornutum' w Akashiwo sanguinea (Bentley-Mowat, Reid,
1968). MeTomoM XHUIKOCTHOM XpoMmarorpaduy H Macc-CIeKTPOMETPUHU
(KX/MC) 6b1 npentuduumpoBad usonpeHouansiit LITK — mzonenTeHun-
aneHuH — y Chara globularis J.L. Thuiller (Zhang, 1989), npencrtaButens
XapoBbIX Bopopocieit (Charales), OT KOTOPBIX, KaK TPaaAULMOHHO CUYUTAIOT,
npousonuin Beiciue pacreHus (Karol et al., 2001).

Wzonpenouausie 1 apomatuueckue II[TK oOHapyxeHbl y 45 BUIOB
MUKPOBOJOPOCJE, OTHOCAIIMXCA K S oTaenaM. PaHHue paboThl I10
BesgBieHn0o IITK m MX mpom3BOmMHBIX OBUIM OCHOBAaHBI Ha IPMMEHEHUM
pa3nMMUHBLIX 6notectoB (MeabHUKOB U 1p., 1991; Bentley-Mowat, Reid, 1968;
van Staden, Breen, 1973; Orddg, Molnar, 1994; Stirk et al., 1999, 2002).
B mocaenyromime roabl MOSIBWINCH ITyOJIMKALIMU, TOCBSIIEHHBIC IPSIMOI
WICHTUDUKALINM  [UTOKWHWUHOB C  WCIOJB30BAaHMEM  COBPEMEHHBIX
XpomaTorpaduyeckux MeTonoB, B yacTHocTH JKX/MC (Ordog et al., 2004;
Jiraskova et al., 2009; Hussain et al., 2010; Stirk et al., 2013b, 2014a; Noble
et al., 2014).

LTK MmKpoBomopocieil mpeacTaBieHbl B OCHOBHOM H30ITPEHOMIHBIMU
(opmamu (tabha. 1), ¢ mpeobiagaHueM U3OMEHTCHUJIaAeHHA U yuc-3eaTUHA,
TOrga KakK mpanc-3eaTUH, NEeruapo3eaTMH U UX MPOM3BOJIHBIC BBISIBJICHBI B
He3HaunTeNbHbIX KommuectBax (Ordog et al., 2004; Jiraskova et al., 2009;
Stirk et al., 2011, 2013b; Noble et al., 2014). Hykieotuabsl 1 METUATHUOJBI iP
(M30MEeHTEeHUIbHOTO) U Z (3€aTMHOBOIO) TUIIOB BBISIBICHBI JUIlb Y Euglena
gracilis (Noble et al., 2014). Apomarudeckue IITK npencraBieHb!
OcH3MIaNeHUHOM, OEH3WJIaJeHO3MHOM, 0pmo-, Mema- W napa-TOTOJMHAMMU,
MPY 3TOM MX CyMMapHOE COIepsKaHMe Bcerma OBLIO 3HAUYMTENIBHO HITKE, YeM
nsonpenonnubix LITK (Ordég et al., 2004; Jiraskova et al., 2009; Stirk et al.,
2011, 2013b, 2014a). beHsunageHUH, opmo- U Mema-TOMOANHBI BCTPEUaIUCh
B GoJiee BBICOKMX KOHIIEHTpalusiX, yeM napa-usomepsl (Ordog et al., 2004;
Stirk et al., 2011, 2013b, 2014a). ¥ 31 Buga MakpoBOAOPOCJEH M3 OTAEIOB
Chlorophyta, Phaeophyta w Rhodophyta Taxxe Tipeobiafgaiu U3OIEHTeE-
HUJaIeHWH, 3eaTUH W UX JAepUBaThbl C JOMUHUPOBAHUEM yuc- Hal MPauc-
uzomepamu (Stirk et al., 2003).

'"HasBaHus BUIOB MHUKPOBOLOPOCIEH YKa3aHBI COMIACHO 0a3e NAHHBIX BOLOPOCIEH
AlgaeBase (Guiry, Guiry, 2015).
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Tabauya 1
IIuTOKMHIHBI MUKPOBOIOPOCIEi
HuToOKMHMHBI JlutrepatypHbie
Takcon
M30MPEHOUIHBIE | apOMaTUYECKUe JAHHbIE
Cyanophyta
Arth 1 Schwabe &
'r ronema afrtctrmum( chwal e' P _ Stirk et al., 1999
Simonsen) Komarek & Lukavsky
Calothrix sp. iP, Z - Stirk et al., 2002
Kamptonema animale (C. Agardh
ex Gomont) Strunecky, Komarek V4 — Stirk et al., 2002
& J. Smarda
Hussain et al.,
Anabaena sp. tZ, ZR, DHZR -
2010
H in et al.
Oscillatoria sp. tZ, cZ, ZR — ussam et a,
2010
H in et al.
Phormidium sp. 1Z, cZ, ZR - ussan et ak.,
2010
o tZ, cZ, ZR, Hussain et al.,
Chroococcidiopsis sp. -
DHZR, ZOG 2010
Hussain et al.
Synechocystis sp. 1Z, cZ - ’
JCCHOCYSILS 5P 2010
Euglenophyta
iP, tZ, tZNT,
FEuglena gracilis G.A. Klebs cZNT, HZNT, BA Noble et al.,
iPNT, 2MeS?Z, 2014
2MeStZR,
MeSiP, MeSiPA
Bacillariophyta

Phaeodactylum tricornutum Bohlin

IIMTOKMHMHOBAA aKTUBHOCTb

Bentley-Mowat,

Reid, 1968
Dinophyta
Akashiwo sanguinea (K. Hirasaka) LUUTOKMHUHOBAsI aKTUBHOCTb Bentley-Mowat,
G.1. Hansen & Moestrup Reid, 1968
Chlorophyta
Pandorina morum (O. Miill.) Bory 7 _ van Staden,
& Deslongschamps Breen, 1973
Eudorina elegans Ehrenb. V4 - van Staden,
Breen, 1973
Volvox carteri F. Stein V4 - van Stader,
Breen, 1973
o iP, iPA, tZ, ¢cZ, | BA, BAR, oT, B
g};ljgiloljémmunsstma Fott & ¢ZR. 170G, T, oTR, 6TOG, ;)()Biog et al.,
¢Z0G, tZROG, | mTOG, pTOG,
mTROG
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Chlorella minutissima Fott &
Novakova

iP, iPA,
iPAMP, cZ,
c¢ZR, cZ0G,
¢ZROG,
¢ZRMP, tZR,
DHZR,
tZROG,
DHZROG,
DHZRMP

Stirk et al., 2011

1ZR, 1ZOG,
ZROG, 1Z9G,
{ZRMP, cZ,
¢ZOG, ¢ZROG,
¢ZRMP, DHZ,
DHZOG,
DHZROG,
DHZRMP, iP,
iPAMP

Stirk et al., 2013b

tZ, tZR, tZOG,
cZ, cZR, cZOG,
¢ZROG,
¢ZRMP, iP,
iPA, iPAMP,
DHZ, DHZR,
DHZOG,
DHZROG

Stirk et al., 2014a

Chlorella vulgaris Beij.

tZR, tZOG,
tZROG, cZ,
c¢ZR, cZ0G,
¢ZROG,
¢ZRMP, DHZ,
DHZR,
DHZROG,
DHZRMP, iP,
iPA, iPAMP

Stirk et al., 2013b

Chlorella sp.

cZ, cZR, cZ0G,
¢ZROG,
¢ZRMP, iP,
iPA, iPAMP

Stirk et al., 2011

Z,iP

Stirk et al., 2002

iP, iPA, 1Z, cZ,
¢ZR, 1ZOG,
¢ZOG, ZROG

BA, BAR, 0T,
mT, oTR, oT9G,
oTOG, mTOG,
pTOG, mTROG

Ordog et al.,
2004

1Z, (ZR, cZ,
¢ZR, cZRMP,
iP, iPA, iPAMP

Jiraskova et al.,
2009
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Parachlorella kessleri (Fott &
Novakova) Krienitz, E. Hegew.,
Hepperle, Huss, T. Rohr &

M. Wolf

MenbHUKOB u
np., 1991

Scenedesmus quadricauda (Turpin)
Bréb.

V4

Stirk et al., 2002

Scenedesmus sp.

iP, iPA, 1Z, cZ,
¢ZR, 1ZOG,
¢ZOG, tZROG

BA, BAR, oT,
mT, oTR, 0TOG,
mTOG, pTOG,
mTROG

Ordﬁg et al.,
2004

Coenochloris sp.

V4

Stirk et al., 2002

Chlorosarcina sp.

Z,iP

Stirk et al., 2002

Tetracystis sp.

V4

Stirk et al., 2002

Chlamydomonas reinhardtii
P.A. Dang.

tZ, tZ0G,
t79G, tZRMP,
cZ, cZ0G,
¢ZROG,
¢ZRMP, DHZ,
DHZR,
DHZRMP, iP,
iPAMP

Stirk et al., 2013b

Chlamydomonas sp.

V4

Stirk et al., 2002

Desmococcus olivaceus (Pers. ex
Acharius) J.R. Laundon

iP, iPA, 1Z, cZ,
¢ZR, 1ZOG,
¢ZOG, 1ZROG,
DHZ

BA, BAR, oT,
mT, oTR, oTOG,
mTOG, pTOG,
mTROG

Ordog et al.,
2004

{ZRMP, cZ,
¢ZR, ¢ZROG,
¢ZRMP, DHZ,
DHZR, iP

Stirk et al., 2013b

Stigeoclonium nanum (Dillwyn)
Kiitz.

tZ, tZR, tZ0OG,
tZROG,
tZRMP, cZ,
cZR, cZ0G,
¢ZROG,
¢ZRMP, DHZ,
DHZR,
DHZOG,
DHZROG,
DHZRMP, iP,
iPA, iPAMP

Stirk et al., 2013b

Chlorococcum ellipsoideum Deason
& H.C. Bold

tZR, tZ0OG,
tZRMP, cZ,
cZR, cZ0G,
¢ZROG,
¢ZRMP, DHZ,
DHZR, iP, iPA,
iPAMP

Stirk et al., 2013b
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Gyoerffyana humicola Kol &
F. Chodat

tZR, tZOG,
tZROG,
tZRMP, cZ,
c¢ZR, cZ0G,
¢ZROG,
¢ZRMP, DHZ,
DHZR,
DHZROG, iP,
iPA, iPAMP

Stirk et al., 2013b

Monoraphidium contortum (Thur.)
Komark.-Legn.

tZR, tZ0G,
tZROG,
{ZRMP, cZ,
¢ZR, cZ0G,
¢ZROG,
¢ZRMP, DHZ,
DHZR,
DHZOG,
DHZROG, iP,
iPA, iPAMP

Stirk et al., 2013b

Nautococcus mamillatus
Korschikov

tZR, tZOG,
tZROG,
tZRMP, cZ,
c¢ZR, cZ0G,
¢ZROG,
¢ZRMP, DHZ,
DHZROG,
DHZRMP, iP,
iPAMP

Stirk et al., 2013b

Poloidion didymos Pascher

tZ, tZR,
tZROG, 179G,
tZRMP, cZ,
c¢ZR, cZ0G,
¢ZROG,
¢ZRMP, DHZ,
DHZR,
DHZROG, iP,
iPA, iPAMP

Stirk et al., 2013b

Protosiphon botryoides (Kiitz.)
G.A. Klebs

1ZR, 129G,
{ZRMP, ¢Z,
¢ZOG, cZRMP,
DHZOG, iP,
iPA, iPAMP

Stirk et al., 2013b

Acutodesmus acuminatus (Lagerh.)
P. Tsarenko

tZ, tZR, tZ0G,
tZRMP, cZ,
c¢ZR, cZ0G,
¢ZROG,
¢ZRMP, DHZ,
DHZR, iP, iPA,
iPAMP

Stirk et al., 2013
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Acutodesmus incrassatulus (Bohlin)
P. Tsarenko

tZR, tZRMP,
cZ, cZR, cZ0G,
¢ZROG,
¢ZRMP, DHZ,
DHZR,
DHZRMP, iP,
iPA, iPAMP

- Stirk et al., 2013b

Desmodesmus armatus (Chodat)
E. Hegew.

tZR, 179G,
tZRMP, cZ,
cZR, cZ0G,
¢ZROG,
¢ZRMP, DHZ,
DHZR,
DHZROG, iP,
iPA

- Stirk et al., 2013b

Coelastrella terrestris (Reisigl)
E. Hegew. & N. Hanagata

tZR, tZRMP,
cZ, cZR, cZ0G,
¢ZROG,
¢ZRMP, DHZ,
DHZR,
DHZRMP, iP,
iPA, iPAMP

- Stirk et al., 2013b

Raphidocelis subcapitata
(Korshikov) Nygaard, Komarek,
Kristiansen & O.M. Skulberg

tZR, tZRMP,
cZ, cZR, cZ0OG,
¢ZROG,
¢ZRMP, DHZ,
DHZR,
DHZOG,
DHZROG, iP,
iPA, iPAMP

- Stirk et al., 2013b

Coelastrum microporum Nageli

tZR, 179G,
tZRMP, cZ,
cZR, cZ0G,
¢ZROG,
¢ZRMP, DHZ,
DHZR,
DHZROG,
DHZRMP, iP,
iPA, iPAMP

- Stirk et al., 2013b

Spongiochloris excentrica
R.C. Starr

tZR, tZOG,
tZROG, 179G,
tZRMP, cZ,
cZR, cZ0G,
¢ZROG,
¢ZRMP, DHZ,
DHZR,
DHZRMP, iP,
iPA, iPAMP

- Stirk et al., 2013b
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tZ, tZR, tZOG,
tZROG,
{ZRMP, ¢Z,
Coccomyxa sp. c¢ZR, ¢Z0G, - Stirk et al., 2013b
¢ZROG,
¢ZRMP, DHZ,
DHZR,
DHZROG, iP,
iPA, iPAMP
tZR, tZ0OG,
ZRMP, ¢Z,
Myrmecia bisecta Reisigl ¢Z0G, ¢ZOG, — Stirk et al., 2013b
¢ZRMP,
DHZR, iP,
iPAMP
tZ0G, tZROG,
Stichococcus bacillaris Nageli tZRMP, cZ, - Stirk et al., 2013b
¢ZOG, DHZR,
iP, iPA, iPAMP
tZR, tZOG,
179G, 1ZRMP,
Ulothrix sp. c¢Z, cZR, cZ0G, - Stirk et al., 2013b
¢ZROG,
¢ZRMP,
DHZR,
DHZRMP, iP,
iPA, iPAMP
Klebsormidium flaccidum (Kiitz.) tZ0G, (ZRMP, Stirk et al., 2013b
P.C. Silva, K.R. Mattox & ¢Z, DHZR, iP -
W.H. Blackwell
CokpameHnusa: Z — 3eatuH; ZR — 3eatuHpu6osun; ZOG — 3eaTuH-O-TJIIOKO3UI;
t/. — mpaHc-3eatuH; c¢Z — yuc-3eatnH; c¢ZR — yuc-3eatuHpubosun; tZR — mpanc-
3eatuHpu6osun; tZOG — mpanc-3ecatnH-O-tmoko3un; ¢Z0OG — yuc-3eatnH-O-TIIOKO3W;
tZROG — mpanc-3eatunpubo3un-O-rmoko3ua; c¢ZROG —  yuc-3zeatuHpud0o3ua-0O-
mmoko3ua; 129G — mpanc-zeatuH-9-rmoko3un; ZRMP —  mpanc-3earnnpubosun-
moHodochar; ¢ZRMP — yuc-3eatmapubosuamonodocdar; iP — wu3oneHTeHMIAnEHNH;
iPA — wusoneHreHunaneHo3uH; iPAMP — wuzoneHteHwnaaeHo3uHMoHodochar; DHZ —
nuruapodeatud; DHZR — puruaposearunput6o3ua; DHZOG — puruaposeatnH-O-
rmoko3ua; DHZROG — auruaposearuHpu6o3ua-O-raokosun; DHZRMP — npurumpo-
3eatiH pubosunmMoHodocdar; ZNT — mpanc-3eatunnykineorun; ¢ZNT — wyuc-3eatuH-
nykineotun; DHZNT — nuruaposearuHHykiaeotun; iPNT — u3orneHTMHaneHO3UHHYKJICOTH/T;
2MeS¢Z — 2-MeTwiTHO-mpanc-3eatuH; 2MeStZR — 2-MeTWITUO-mpaHCc-3eaTUHPUOO3U;
MeSiP — 2-metuntuounsoneHTeHmnaaeHuH; MeSiPA — 2-MeTMITHOU30NEHTUHAIEHO3MH;

BA — 6enswnanenn; BAR — 6ensunaneHosuH; oI — opmo-tononuH; mT — mMema-TONONWH;
oTR — opmo-tononmuupuoosun; oT9G — opmo-toniomuH-9-rmokosun; oITOG — opmo-
tonojuH-O-rmoko3un, mTOG — mema-tononuH-O-rmokosun; pTOG — napa-TononuH-O-
rmoko3ua; mTROG — mema-tonoamHpu6o3ua-O-TioKo3u/I.
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AHaJIorMYyHble TeHASCHLMM HaOmomanuch U i apoMaTtudeckux LITK.
OCHOBHOE OTIWYME MEXIY MHUKPO- M MaKPOCKOIMYEKHMHU BOIOPOCISIMU B
TOM, UYTO OCH3WJIAIeHWH TIPUCYTCTBYeT y TIEPBBIX B 0Oojiee BBICOKMX
KoHIIeHTpanusx (1o 28 %), yeM y Bropsix (MeHee 1 %) (Stirk et al., 2013b).

MN3zyuenune sHmoreHHoro coaepxanus LIKT npu yepemoBaHMM CBETOBOIO
U TEMHOBOTO TEepUoIOB KyabTUBMpoOBaHUS (14:10) y OTAeNbHBIX Mpeacra-
Buteneir poma Chlorella M. Beij. BbIIBWIO W3MEHEHMSI B COCTaBe U
KOHIIEHTpaUuu (UTOTOPMOHOB B 3aBUCMMOCTHM OT YCJIOBUI OCBELLEHUS
(Stirk et al., 2011, 2014a). KonuuectBeHHoe coaepxaHue LITK, a Takxe
WHTEHCUBHOCTh JEJICHUS M pa3Mep KIETOK BO3pacTaii CHHXPOHHO TP
ocsemicHun. M3mensiics u  kavectBeHHBIM coctaB IITK. [Iluc-3eatun,
W3O0MEHTeHWIAAeHUH U uX Npou3BogHbie (cZR, iPA) Obliu BbISIBIEHBI KaK B
TEeMHOBOI, TaK W CBETOBOH (hba3ax KyJbTUBUMPOBAHUS B TEUECHUE BCETO
9KCcIiepuMeHTa (48 4); MX KOJMYECTBEHHbIE ITOKa3aTelnd OblIM HU3KUMU B
TEMHOTE M TOCTENIEHHO Bo3pacTaiu Ha cBeTy. O-mmoxo3uasl (cZOG,
¢ZROG) ObUM BBIABIECHHI HAa HCXOAE€ TEMHOBOro Iepuoja B
HE3HAUYUTEJbHbIX KOJIMYECTBaX, C IIOCIAEAYIOIIMM WX YBEJUYEHUEM IpU
ocBelleHMn. Pubosuanl (cZRMP, iPAMP) B TeMHOTEe He HalileHbl, OIHAKO B
3HAYUTEIbHBIX KOHIEHTpalUUsix (ocodbeHHo ¢ZRMP) naeHTMdDULMPOBAHbBI HA
CBETy, 4YTO YKa3blBaeT Ha HEOOXOAMMOCTb OCBEILUEHMSI IS WX CHHTE3a.
Tpauc-3eaTMH U OUTUAPO3CATUH BBISIBICHBI B HU3KMX KOHIICHTpaLUSIX KakK B
TEMHOTE, TaK M Ha CBETY, TOJBKO Yy OJHOTO M3 IABYX IPOAaHAJIM3MPOBAHHBIX
mramMmmoB Chlorella. Apomatnyeckue LITK He oOHapyXeHBI. YcCTaHOBJICHO,
yto coaepxaHue cZ, cZR, iP u iPA B ycioBusiXx mOpomo/KUTEIbHOMI
TeMHOBOI a3bl (24 4) He yBeIUUMBAaeTCs, AeJIeHHWE U POCT KJIETOK He
IIPOUCXOAT, TOTIAa KaK Ha CBETY 3TU Mpollecchl HabmomaioTcs. Bo3pactanue
koHneHtpaunit LITK B cBeroBolf cTamum coOBMAamaeT ¢ YBEIMICHHUEM
¢doTocuHTETUUECKON aKTMBHOCTM KJeTok (Stirk et al., 2011). Tak, B
CUHXPOHHBIX KYJbTypax MUKPOBOAOpOCEH MakKCUMyM (DOTOCHUHTETUYECKOM
aKTMBHOCTU HaOJIIOIAeTCs B TeUEHHE HECKOJBKHX YacOB B HadaJle CBETOBOTO
neproaa, YTo COBITamaeT ¢ HadajaoM AeiieHus kietok (Kaftan et al., 1999).

ITosryyeHHbIe pe3yabTaThl CBUAETEILCTBYIOT O CYIIECTBEHHOM BJIWSIHUU
cBera Ha comepxaHue M coctaB LTK B TeuyeHuMe KIETOYHOIrO IIMKIIA
MMKpOBogopocieii. JlaapHeiilee mcciaenoBaHue BIMSHUS CBETa Ha POCT U
comepxanue osHgoreHHbIX LTK y Chlorella minutissima monTBepauivi u
JNOTIOJIHUJIM TIOJydyeHHble paHee pAaHHble (Stirk et al., 2014a). Tak, B
YCIIOBUSIX TMPOAOJDKUTEILHOW TeMHOBOM (asbl (48 4) mpu n00aBlIeHUM B
cpeny KyJbTUBUPOBaHUS IIOKO3bl cofaepxkaHue IITK cHuxanoch B mepuon ¢
10 mo 24 4, a mocie 24 4 BO3pacTajio, YTO yKa3bIBaeT Ha MCIIOJIb30BaHME
IJIIOKO3bl KaK MCTOYHMKA SHEpPruM sl Bo3oOHoBaeHUs1 OuocuHTe3a LITK.
CrenoBatenbHo, cuHTe3 LITK moxer mpoucxoauTh U 6e3 cBeTa, HO B cpele
BBIpAIIMBAHMST JIOJDKEH TIPUCYTCTBOBATh WMCTOYHMK SHEPTUM, HaIpUMeEpP
miroko3a (Stirk et al., 2014a).

buonornueckue ¢ynkuuu LHTK y Bomopocneit momoOHBI TaKOBbIM B
TKaHSX BBICIIMX pacTeHuil. BHeceHue onTuManbHBIX KoHIeHTpauuii IHTK
YCKOpPSIJIO KJIETOYHOE NeJIEHHME U POCT KaK Yy MUKPO-, TaK U Y MaKpOBOIO-
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pocaeit (Jennings et al., 1972; Buczek et al., 1975; Tatkowska, Buczek, 1980;
Burkiewicz, 1987; de Nys et al., 1990). ¥ MukpoBomopociieil 3K30reHHbIe
LOTK crtumymupoBanu Takxke (QOTOCHMHTE3, CHMHTE3 XJIOpoduiia, KapoTH-
HOMJOB W MOHOCAaXapuaoB, aKTMBU3UPOBAIM (PEpPMEHTHI, ydyacTBYIOIIHME B
dorocuHTeTMUECKOM MeTabonu3Mme yriepona (Bentley-Mowat, Reid, 1969;
Tatkowska, Buczek, 1980; Burkiewicz, 1987, Czerpak, Bajguz, 1997; Czerpak
et al., 1999; Noble et al., 2014).

Buecenne  onTmuManbHBIX ~ KOHIeHTpamuii  cumHTeTMueckmx  LITK
(nndeHnIMOUYEeBUHbBI, KUHETUHA, OCH3WIaJAeHWHA, mMpaHc-3eaTUHA) B KYJb-
typy Chlorella vulgaris cTUMyIUpPOBAIO KJIETOUHOE IeJIeHUE, YBEINIMBAIO
cogepxanue PHK, crenmduueckmx O0eIKOB M MONMMIENTUIOB, (POTOCHMHTE-
TUYECKUX  TMUIMEHTOB  XJIOpPOPUUIOB M  KApOTMHOMIOB  YCKOPSIO
aCCUMWJISILIMIO a30Ta ITyTeM aKTUBUPOBAaHUS IJIyTaMaTaeruaporeHasnl. B
YCIOBUSIX — TPOJOJDKUTEBHOM  TEeMHOBOM  (a3sl 3TM  TIPOLIECCHl  HE
MpeKpalainch, ONHAKO WX aKTUBHOCTb  3HAUMTENBHO  CHIDKAJIach
(Piotrowska, Czerpak, 2009).

B ycinoBusix crpecca, BbI3BaHHOro AoOaBiieHUeM B KyabTypy Ch. vulgaris
TSOKEJIBbIX METAJIOB, BHeceHUe »dk3oreHHbXx LTK (xnopnupuaundeHun-
MOYEBHMHEI, IU(GEHUIMOYECBUHEI, (PECHMITHATUA30IMOUYECBUHBI, KWHETHMHA U
Ip.) CTUMYJMPOBAJIO JEJ€HHWE KIETOK, a Takke OKa3blBaIO 3alllMTHOE
JnelicTBME Ha (DOTOCMHTETMUECKMI amrapar BOIOPOCIM, YCKOPSUIO MPOIIECChHI
oTocMHTE3a M CHMHTE3 MOHOCAXapuIOB, CTUMYJIMPOBAJIO JEHCTBUE
(epmenToB-aHTHOKCcUAaHTOB (Piotrowska-Niczyporuk et al., 2012).

Bcero y wmukpoBomopocneit ompeneneHo 37 ¢dopm HTK, mnpuyem
OCHOBHBIMM M CaMbIMU aKTMBHBIMU Obuid u3omnpeHougHele ITK ¢
npeobamaHueM yuc-3eaTHA, W3OICHTeHWIAAeHWHA W WX THPOM3BOIHBIX,
Toraa Kak akTuBHbIMU (opmamMu LITK y cocyaucThiXx pacTeHUit SIBASIIOTCS
mpanc-3eaTUH U ero KoHbloratel (Pomanos, 2009; Hirose et al., 2008). ¥
OTHEJIbHBIX MpeacTaBUTeNIel OakTepuii, MXOB, TpuOOB M BOAOpPOCIEU B
OTJINYME OT BBICIIMX PACTeHUI IIpeoOamaeT yuc-3eaTWH W €ro ICPUBATHI,
YTO CBUJAETEJIbCTBYET O HEMNpPSIMOM IIYyTM OWUOCHHTE3a, MPOMCXOMSIIEro B
pesynb-tate aerpagauuu mPHK (Auer, 1997; Stirk et al., 2003; Stirk, van
Staden, 2010). V wmukpoBomopocieir mPHK, mno-BunuMomy, sBisercs
MIaBHBIM HMCTOYHUKOM ULMTOKMHUHOB (Stirk et al., 2014a). OrtnenbHble
n3zoopmel  mPHK comepxxar u3oneHTeHUWIMpoOBaHHbIE TI0 Ny OCTaTKu
aJIeHMHA IO COCEICTBY C aHTMKOAOHOM. DTU MOIUGUIIMPOBAHHbBIE OCHOBAHUS
O0OBIYHO MPEACTABISAIOT cOOOM yuc-3eatH (cZ) uinu uzoneHTeHwiaaeHuH (iP),
a Takxke ux MeTuiaTuonpousBoaHsie (Pomanos, 2009).

Metuntuonsl BbisiBieHbl Y Euglena gracilis B 1OCTaTOYHOM KOJIUYECTBE,
BMecte ¢ ¢Z, iP u ux nykneorumamu (Noble et al., 2014). Ilpu pacmane
mPHK LMTOKMHUHBI BHICBOOOXKIAIOTCS U BIMSIOT Ha IIPOLIECCHl KJIETOYHOTO
metabomm3ma (Pomanos, 2009) V pacrenuit mPHK He sBisgeTcss OCHOBHBIM
W CYIIECTBEHHBIM MCTOYHWKOM HUTOKMHWHOB (Sakakibara, 2006). OmHako
Borpoc OmocuHTe3a IITK y Bomopocieil moka HM3ydeH HeAoCTaTouyHo. B
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YaCTHOCTH, UMEIOTCSI JaHHbIe 0 ToM, uTo cuHTe3 IITK y Bogopocieil Mmoxer
HOTA W TI0 npsaMomy Tiyth m3 AM® u m3omnenTeHmmupodocdara mpu
yyacTuu uzoneHTeHwITpaHdpepasbl (Kucenaesa u ap., 2012).

Kak mnokazanu nutepatypHble HaHHbIE, Y 45 BUIOB MUKPOBOIOPOCIEH,
OTHOCSIIIIMXCS K 5 OoTaesaM, Ha JaHHBIA MOMeHT ompeaeneHo 37 ¢opm LITK,
U3 KOTOPHIX Hauboyiee aKTUBHOM SIBISETCS W3OIpeHOMmHas Tpymma. Ha
conepxanue u coctaB LTK wMukpoBomopocieil cylliecTBeHHOe BIWSIHUE
OKa3bIBalOT CBETOBOM pEXWM W HajJduyude DOHEPreTMYecKoro HCTOYHUKA
(rmoko3bl) B cpene  KyJabTMBUpoBaHMS. OmpenenaeHbl HEKOTOpble OUO-
snornueckue pyHkumu IITK, rmaBHbIMU U3 KOTOPBIX SIBJISIIOTCS CTUMYJISILIMS
IeJeHWST ~ KJIeTOK,  aKTWBaIlMs  POCTOBBIX  TIPOIECCOB,  YCHIJICHUE
(OTOCUHTETUYECKON  aKTMBHOCTM  MUKpoBomopocieil. B cTpeccoBbix
YCIIOBMSIX BBISIBIIEHBI MpoTekTopHble cBoiictBa LITK MukpoBomopociei,
HampaBJicHHbIe Ha  oOOecIleueHHe KJIETOYHOIO JeIeHUS U 3alIUTy
doTocuHTeTMUeCKOTO  ammapaTta. OcraeTcs  OUCKYCCHOHHBIM — BOIIPOC
ouocunte3a ILITK MukpoBomopociaeili M HEIOCTAaTOYHO MCCIEOOBAaHO MX
B3aUMOJIENCTBUE C IPYTMMU KjiaccaMu (PUTOTOPMOHOB.

I'n60epeuHbBI

OTKpBITHE TUOOEPE/UTMHOB CBSI3aHO C WCCIICHOBAHUSMU 3apakeHHBIX
rpuboM-ackomulieToM Gibberella fujikuroi (Sawada) Wollenw pacteHuit puca,
KOTOpbIE BBITSATMBAIMChH U TIOJEeraiv, peako 1LBeJd M HMKOIIa He JOXKWBAIU
0 CO3peBaHMS. DBBIIO YCTAaHOBJIEHO, YTO AKTMBHOE BHITATHMBAaHUE CTEOJS
WHAYIAPOBAHO COAEPKAIIUMUCS B KyJIbTYPaIbHON XHUIKOCTA acCKOMUIIETa
BemectBamMu  (Kurosawa,  1926), BIIOCIEACTBMM  BBIACICHHBIMU B
KPUCTaJUIMYECKOM COCTOSIHUM W Ha3BaHHBIMU rubOepesiuHamMu A u B
(Yabuta, Sumiki, 1938). BeuectBo A ObUIO OIpeaeaeHO Kak rudoepesuioBas
kucinora (Curtis, Cross, 1954). T'ub6epeIMHONONOOHbBIE COEAMHEHUS,
WIECHTUYHBIE MO CBOMM (PU3MOJOTMYECKUM CBOMCTBaM TIubbepeiuHy G.
Sfujikuroi, BcKope ObLIM MOJY4YeHbI U3 9KCTPAKTOB BhIciMx pacteHuit (Radley,
1956), a u3 Hespenbix ceMsH Phaseolus multiflorus Lam. ObU1 BbLIEICH
MEPBBIA «pacTUTENbHbI» THO0epeiuH (MacMillan et al., 1960).

Ha cerogugamnHuii geHb wu3BecTHO 136 TuUOOEpENIMHOB pacTEHUIA,
HEMHOTMe M3 KOTOphIX (usnongornyecku akTuBHBI (Sponsel, Hedden, 2010).
Tub6epenvHbl  SIBASIIOTCS ~ AUTEpPIICHOMIAMHU, WMMEIOT mempa-  WIU
MMeHTAIMKIMYECKYI0 CTPYKTYPY M II0 KOJWYECTBY VIJIEPOAHBIX aTOMOB B
MoOJIeKyse Aensitcsi Ha aBe rpynmbl: Cy-rudbepesiuHbl, comepxkaiue 20
aroMoB yrjepona, u C,,-rub0epessIMHbI, COAepKalllke, COOTBETCTBEHHO, 19
aToOMOB ymiepoja. boJIBIIMHCTBO TUOOEPETIMHOB MPEACTAaBISIOT CO0O0M
KHMCJIOTBI U coKpalneHHO oOo3HavaioTca — I'K wmwm T'A (rubOepemioBast
KHCJIOTa) C MHAEKCOM, O3HAyarmollMM MOPSAOK OTKpbITUS, Hampumep: 'K,
(TA)), TK; (T'A;); B anrnmosizeiuHOi Jutepatype — GA win A. HaubGosee
akTUBHbIMU (opmaMu TubbepennnHoB cuurtatoted I'K,, T'K;, T'K,, T'K,, T'K;
u I'K; (puc. 2), octajibHble SBISIOTCS UX MpeAlIeCTBEHHUKAMU B OMOCUHTE3e
WIu HeaKTuBHBIMU (popmamu (Sponsel, Hedden, 2010).
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'K, 'K, I'Ks

Puc. 2. Xummnueckast CTpyKTypa aKTUBHBIX (pOpM TMOOEPEITTMHOB

I'n66epeIuHbl  MPOSIBISIOT — MOJUM(PYHKIIMOHAIBHYIO  aKTUBHOCTD:
CTUMYJIMPYIOT JIMHEWHBIA pOCT cCTeOJisd, Imodera, KOpHEH, paclIupeHue
TMOBEPXHOCTU JIMCTA, CIIOCOOCTBYIOT YBEIWUYEHMIO KOJUYECTBA MEXKIOY3JIHUI,
WHAYLUHAPYIOT LBETCHUE, PETYAUPYIOT IIOJ, YYACTBYIOT B (OPMHPOBAHUM
JIETIECTKOB M TBhIYMHOK, aKTUBUPYIOT 3aBSI3bIBAHME U pa3BUTUE IUIOJAOB, a
TaKXe IpopacTaHue ceMsH, KiyoHeir u saykoBuu (Olszewski, 2002; Peng,
Harberd, 2002; Chandler, 2011; Daviére, Achard, 2013; Peters, 2013).
buocuntes I'K mpoucxoauT y MooAblx (DOTOCHMHTE3UPYIOLIUX TKaHSAX, B
BEpXYyIIKaxX KOpPHS M CTeOJisl, pacTyllMX 3apoiblllax, OyTOHax, LIBETKaX W
COCTOMT M3 Tpex dTamoB. IlepBblii NpoTekaeT B IUIACTMIAX, TAe WIET
MpeBpallleHue TepaHwIrepaHuoamupodocda B SHT-KaypeH IIOA IeHCTBUEM
[IMKJIa3, BTOPOM — B IHAOIUIA3MATHUYECKOM PETHUKYJIyMe, KOTJa SHT-KaypeH
nocienoBatenbHo okuciasercs no ['Kj,-ampmermma (I'K,,,,.,) ¥ TepBoro
rubbepemHa I'K,,, a TpeTuii — B LUTOIIa3Me, IPU KOTOPOM IIPOMCXOMUT
nocinenoBateabHoe okucieHue I['K,, ¢ obpazoBaHuem C,,-rudbdepesnHOB
wnu C,y-rub6epeinHoB (Weiss, Ori, 2007; Sponsel, Hedden, 2010).

B skcTpakTax Mopckux Bogopocieil pona Fucus L. rmb0epe/sIMHBI ObIIIN
obHapyxeHbl BrepBble (Radley, 1961; Mowat, 1965). Bricokoe comepxkaHue
rub0epesuIonog00HBIX BelIeCTB BBIIBICHO y Tetraselmis sp. (Chlorophyta)
(Mowat, 1965), B TO BpeMsi KakK y IPEACTABUTEJS 3TOr0 Xe OTAea
Chlamydomonas reinhardtii TK-aktuBHOCTh He oOHapyxeHa (Kato et al.,
1962). Omnako BHOCHeACTBMM IpuMeHeHHMe Metoma 2KX/MC 1mo3BoJImiIo
onpenenutb y Ch. reinhardtii 19 ¢dopm I'K (Stirk et al., 2013a).

JaAaHple 0 comepXaHMM THOOEPEINTMHOB Y MMKPOBOIOPOCTEH HOCAT
OorpaHUYeHHBIN, ¢parMeHTapHblii XxapakTep. 'K oOHapyxeHnl y 31 Buga
(tabn. 2). [Ipumenenne meroma 2KX/MC mnoszBoauio BeisiBUTH 20 popm 'K y
24 BupmoB MukpoBogopociaeit (Stirk et al., 2013a). Takke I'K wmuxpo-
BOJOPOCJIEN OBIIM OMNpeneeHbl MeTogoM GumortectoB (Mowat, 1965; Gupta,
Agarwal, 1973; Mohan, Mukerji, 1978) B KoMOMHALIMKM C METOAOM
TOHKOCIoiHO# xpoMmartorpadpum (Hussain, Boney, 1971; Burkiewicz, 1987),
Mpy 3TOM B OHOTECTaX Yy HEKOTOPHIX BHAOB OblIa BBISIBIEHA TOJBKO
rub0epeUIMHONIOA00HAasT aKTUBHOCTh (CM. TabJI. 2).
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Tabauya 2
T'n66epensmHbl MEKPOBOIOPOCIIE
TaxkcoHn I'm66epennunb u I'K- JlutepatypHbie
nomoOHasi aKTUBHOCTD JaHHbIC

Cyanophyta

Leptolyngbya foveolara (Gomont)
Anagn. & Komarek

I'K-nono6Hast

Gupta, Agarwal, 1973

Anabaenopsis sp. aKTUBHOCTb Mohan, Mukerji,
Cylindrospermum sp. 1978

Haptophyta
Chrysotila elongata (Droop) I'K;, TK; Hussain, Boney, 1971
R.A. Andersen, Kim, Tittley & Yoon

Chlorophyta

Tetraselmis sp.

I'K-mtomo6Has
AKTUBHOCTD

Mowat, 1965

Coelastrella terrestris (Reisigl)
E. Hegew. & N. Hanagata,
Desmococcus olivaceus (Pers. ex
Acharius) J.R. Laundon,
Coelastrum microporum Nageli
Spongiochloris excentrica R.C. Starr
Coccomyxa sp.

Myrmecia bisecta Reisigl
Stichococcus bacillaris Nageli
Klebsormidium flaccidum (Kiitz.)
P.C. Silva, K.R. Mattox &
W.H. Blackwell

Chlorella pyrenoidosa H. Chick
Ch. vulgaris Beij.

'K, I'K;, I'K,, rKs,
'K, TK;, 'K, 'Ky,
I'Kys, TKipaun, TK3,
I'Kys, 'Ky, TKy, TKyy,
'Ky, I'Ksy, TKys, TK,
I'K;

Stirk et al., 2013a

Ch. minutissima Fott & Novakova

R —

Stirk et al., 2014a

Stigeoclonium nanum (Dillwyn) Kiitz.
Monoraphidium contortum (Thur.)
Komark.-Legn.

Chlamydomonas reinhardtii

P.A. Dang.

Raphidocelis subcapitata (Korshikov)
Nygaard, Komarek, Kristiansen &
0O.M. Skulberg

'K, I'K;, I'K,, I'Ks,
I'Kq, TK;, 'Ky, 'Ky,
'Ky, TKys, TKys, K,
'Ky, Ky, TKyg, TKy,
'Ky, I'Ks, TK;3

Stirk et al., 2013a

Chlorococcum ellipsoideum Deason &
H.C. Bold
Ulothrix sp.

TK,, TKs, TK,, TK,,
'K, TK,, TK, TKy,

I'Ky;, TKs, TKy, TKy,
Ky, TKy, TKyy, TKy,

I'Ks), TKss

Stirk et al., 2013a
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oKoHuaHue mabn. 2

I'K,, I'K;, I'K,, 'K,
Gyoerffyana humicola Kol & I'Kq, TK;, TKg, T'K,, Stirk et al., 2013a
F. Chodat TK pamn, TKys, TK s,

'Ky, TKyg, TKy4, TKy,
'Ky, TKygy TKy, TKsy

Scenedesmus quadricauda (Turpin)
Bréb. K, Burkiewicz, 1987
Mucidosphaerium pulchellum (H.C.
Wood) C. Bock, Proschold &
Krienitz

buonornuecku axktusHeiMu okasamuch 'K, I'K; I'K, I'Ks I'Kg I'K;, y
BCEX BUIOB HCCJEIOBAaHHBIX MUKpoBogopocieir mpeobsagana 'Ky (Stirk et
al., 2013a; Stirk et al.,, 2014a). Cpeau npomexyTtouHbix ¢opm I'K,
YJaCTBYIOIIMX B OMOCHMHTE3€ HOBBIX TMOOepeiuHOB, nmpeBanupoBanu 'K s u
I'Ks;, a cpenu npoayktoB ux aeaktuBauuu — I'K,; u 'Ky, (Stirk et al., 2013a;
Stirk et al., 2014a). HaubGonbiuii cnekTp u koiauuyectBo 'K oTmeueHbl y
Coelastrella terrestris, HauMeHbIlINI crieKTp — Y Raphidocelis subcapitata (Stirk
et al.,, 2013a). Kpome Toro, B MemJIeHHO pacTylleil KyJIbType MHUKPO-
Bomopociei KoHueHTpaus 'K Obuta BhIlIe, yueM B ObicTpopactyiueit (Stirk
et al., 2013a). IIpu sTOoM KauyecTBeHHBIM cocTaB I'K y M3y4yeHHBIX BHUIOB
MUKpPOBOIOpOCTe ObIT  cxomeH. PasAWIa cocTosia B HAINYWU  VIIN
orcytctBuu 'K, n T'K, 5., (cM. Taba. 2). Oba 3T rudbOepeiiHa B BEICOKON
KOHIIEHTpalUMM MPUCYTCTBOBaIM Yy 17 BHUAOB MCCIEAOBAaHHBIX MMKPO-
Bomopocheii. BbisgeneHHble dopmbl 'K MukpoBogopocieid CXOAHBI C
TaKOBBIMU Y MOPCKUX Bojgopocieil FEcklonia maxima (Osbeck) Papenf.
(Phaeophyta) (Stirk et al., 2014a), omHaKO KX KOHLIEHTpalLUsl 3HAYUTEJIbHO
Boimie (Stirk et al., 2013a).

OuporeHHbiit coctaB ['K, kak um wuHTeHcMBHOCTb pocta Chlorella
minutissima, KyJIbTUBUPYEMOW MpU pasjIMYHbIX CBETOBBIX pexumax (L:D —
yepenoBaHUEe CBETOBOro M TeMHoBoro mnepuoaoB 14:10 y; CD — TeMHOBOI
pexuMm 0e3 cBetoBoii daszel; CD+G — TeMHOBOI pexxuM 0e3 CBeTOBOI (ha3bl
¢ mobaBjieHMEM TJIIOKO3bl B Cpely BBIpAIIMBAHMUSA) OKAa3aJIMCh HEOIWHa-
KOBbIMU. Takxke oTMmedeHO, uTo oblee coaepxkaHue 'K ObLIO HM3KUM BO
Bcex omnbiTax (Stirk et al.,, 2014a). OnmnHako conepxkanue 'K y akTUBHO
pactymux KyaeTyp B L:D u CD+G-pexumax 6bu10 HUXKe, yeM B CD-omnbite.
Y L:D u CD+G kynbryp Ha (poHe yMeHblieHUs1 KoianuectBa ['K oTmedyeHO
JIeJdeHWe W 3HAUMTENIBbHOE YBEJIWUYCHME pa3Mepa KJIeTOK, Torma Kak y CD-
KyJbTYpbl Ha YypOBHE YyBeJuueHus coaepxanus ['K mpoucxoauno
TOPMOXEHME pOCTa M yMeHbllieHHe pasMmepa Kiertok. CremosareiabHo, ['K
OBLTM BOBJICYEHBI MIPEUMYIIIECTBEHHO B IPOLIECCHl YIJIUHEHUS W YBEIUYEHUS
o0beMa KJIETOK, a He ux aelieHusa. ComepkaHME OCHOBHBIX METaOOJIMTOB
neaktuBaiuu 'K, u I'K;; mocTeneHHO CHUXanoCh B PacTyLIUX KYJIbTypax
(ycnoBus L:D um CD+G), torma kak B CD-ombiTe MX ypOBeHb OBLIT
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MOCTOSIHHBIM. TakuMm o00pa3oM, B pPa3IMYHBIX YCIOBMUSIX OCBEILIECHUSI IIpU
KYJIbTUBUPOBAHUH TTPOUCXOAWIO TIEPMaHEHTHOE MpeoOdpa3oBaHNe Pa3TMUHBIX
¢opm T'K, 4TO CcrnocoOCTBOBajO IOOAEPKAHWIO TOMEOCTa3a TOPMOHOB Y
Chlorella minutissima (Stirk et al., 2014a).

Y Belciiux pacteHuit 'K cuUHTe3upyloTca U3 TepaHWIrepaHUIImupo-
docdara, sHT-KaypeHa, I'K,,-anpaermma u ganee, yeped ['K,,-kucnoty
obpazytorcst apyrue uzodopmbel I'K (Weiss, Ori, 2007). ITpeamnonarator, 4to
cunre3 'K y Bomopoceii nmpoucxonuT nogodHbiM obpasom (Kucenesa u ap.,
2012). Opnako wuccnemoBanuss ['K crmekTpa MUKpPOBOIOPOCICH BBISIBUIN
omnpeneneHHble omimuug (Stirk et al., 2013a). B yacTHOCTH, U3BECTHO, UTO Y
BBICIIMX pacTeHWil B mpomecce cmHTe3a M3 ['K;, obOpasyiorcsa aKTUBHBEIC
dopmel T'K, u I'K,, noctossHHO mpucyTcTByoue B pacteHusx (Yamaguchi,
2008), Torma Kak y MHUKPOBOJIOPOC/IEH AKTUBHON M CTaOMIbHOU (opMoit
apngerca 'Ky (puc. 3).

Bricuie pactenus

I HyTI): FKl2—)FK53—>FK44—>FK19—)FK20—)FK1
II IIYTh: FK12—>rK15—>rK24—>rK9—>rK4

MukpoBoaopocn
rKl 2—>FK53—> rK44—>rKl 9—>FK20—>FK5—>FK6

Puc. 3. Cxema OMocuHTe3a aKTUBHBIX (DOPM rMOOEPEUIMHOB Y BBICILIMX PACTEHUI
(Yamaguchi, 2008) u muxkpoBomgopocieit (Stirk et al., 2013a)

Ceenenuss o BaugHur ['K  Ha nmpoieccbl pocTta UM pa3BUTHSA
MUKPOBOJOPOCIE HOCAT (pparMeHTapHbI W IOpOi MPOTUBOPEUYUBBINA
XapakTep, HECMOTpsl Ha TO, YTO Hayajao MCCIAENOBaHUI B 3TOW 00JaCTU
Jatupyercsd KoHIoM 50-x — HavaimoMm 60-x rr. XX cr. (Conrad et al., 1959;
Kim, Greulach, 1961). Y BugoB, mIpuHamIexXalluX K pa3HbIM OTAeJaM
BOIOPOCHIEi, HEOAMHAKOBBEIE KOHICHTpalMM 5K3oreHHBIXx I['K  Moryr
OKa3bIBaTh KaK BeIpakeHHOoe ctuMynupyoomiee (Kim, Greulach, 1961;
Johnston, 1963; Ramamurthy, Seshadri, 1966; Buczek et al., 1975; Bralczyk
et al., 1978; Tatkowska, Buczek, 1980; Adair, Miller, 1982; Vance, 1987; Pan
et al., 2008; Park et al., 2013), Tak m MHruOMpyIoliee ASHCTBME HA POCT U
BeTMUMHY cyxoit 6momaccel (Johnston, 1963; Bentley-Mowat, Reid, 1969)
WIA He OKasbiBaloT HMKakoro paeiictBust (Tamiya et al., 1962; Bendana,
Fried, 1967; Evans, Sorokin, 1971).

I'K, yrHerama pocT CMEIIaHHBIX KYJIBTYP MOPCKOTO (DUTOIUIAHKTOHA
(Johnston, 1963; Bentley-Mowat, Reid, 1969), torma xak I'K; um TK,,
HaobopoTt, ctumyaupoBanu ero poct (Johnston, 1963). B 1o xe Bpemsa 'K,
MMOJIOXKUTENIBHO BJIMsUIa Ha CKOPOCTh pocta Nannochloris oculata (Droop)
Hibberd (Bentley-Mowat, Reid, 1969). I'K, Takxe akTuBHpoBaja pOCTOBbIE
Mpoliecchl MOPCKUX MUKpoBomopociei (Bentley-Mowat, Reid, 1969). I'K; B
koHueHTpaimu 107—10"" r/mMn Topmosuna poct Navicula spp. w Ditylum
brightwellii (T. West) Grunow (Johnston, 1963), Torma kak y Chlorella
pyrenoidosa w Anabena variabilis Kiitz. ex Bornet & Flahault npu
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KOHILIEHTpalu ropMoHa 2x10° wu 3x10” r/mia oTMeueHa €ro akTHBALUA
(Kim, Greulach, 1961). I'K; cnocoGcTBOBaja YBEJIMUECHMIO KOJIMYECTBA M
pa3MepoB KJIETOK, TIPUPOCTY Ccyxol Ouomacchl Scenedesmus quadricauda
(Buczek et al., 1975) u Chlamydomonas reinhardtii (Park et al., 2013), a
Takke HaKOIUIEHMIO Oesika U XJopoduia B SKCIOHEHIIMaIbHOM (ha3e pocra,
a B COUETAaHWM C KUHETMHOM 3TU 3¢ dekTbl Bo3pacTaiu BaBoe (Tatkowska,
Buczek, 1980). IlomoOHble pe3yabTaThl IOJYYEHBI IS CHUHE3eJIeHOM
Bomopociau Microcystis aeruginosa (Kiitz.) Kiitz. — omHOro 13 OCHOBHBIX
BO30YIUTENIE TOKCUYHOIO <«LBETEHMsT» BOAbl. C yBEIMYEHUEM COAEPXKAHUS
'K, 4MCIIeHHOCTh KJIETOK B KYJIBTYpe TakKKe YBEIUUMBACTCS, YCKOPSETCS
MOTJIOIIEHNE a30Ta M3 Cpedbl KyJBTUBHPOBAHUS, MPOMCXOAUT HAKOIICHUE
Oesika, (hOTOCUHTE3UPYIOIIUX MUTMEHTOB, TOTJA KaK COAepXKaHUE YIJIeBOIOB
CHMXKAeTCs; TIOBBIIIAETCS TakXke CoAepXKaHWe MUKPOLUMCTMHA — TOKCHMHA
cuHeseneHbIx Bogopocieit (Pan et al., 2008).

I'K; crumymupoBana poct Euglena gracilis, TIOBBIIIIaJa CKOPOCTh CUHTE3a
PHK, crocoGcTBOBaia 3HAYMTEIbHOMY YBEJIMUYEHHUIO OOIIEro coaepKaHUs
HOHK B knetkax (Bralczyk et al., 1978), a B xietkax Haematococcus pluvialis
Flot. nHaynmpoBana HakoruieHue actakcaHTuHa (Lu et al., 2010). ITokasaHo,
YTO 3K30T¢HHBIE THOOEPEINTMHBI CYIISCTBEHHO CcOKpamaloT jaar-dasy wu
CTUMYJIMPYIOT KJIETOYHOE JeJieHUWEe B OKCIOHEHIMaJbHOU (haze pocTa
mukpoBogopociaeit (Buczek et al., 1975; Adair, Miller, 1982; Burkiewicz,
1987; Vance, 1987; Park et al., 2013). YcraHoBjIeH NONOXUTENbHBINA 3G HEKT
I'K; Ha pocrt, comepxkaHue Oejika, XJ0poduaIoB a U b, KapOTUHOUIOB,
MoHocaxapuaoB y Chlorella vulgaris mpyu 3arpsi3BHEHUM  TSDKEJBIMUX
metautamMmyu. C Bo3pacTaHUEM KOHLEHTpallMd KaaMus, CBUHLIA W Meau
cojepxaHue Oejika, XJOpoPpUIIOB @ U b, KapOTUHOUIOB, MOHOCAaXapuIOB
noctenieHHO cHmKainochk (Falkowska et al., 2011; Piotrowska-Niczyporuk et
al., 2012). Hwuskue KOHUEHTpaluy Kaamus, cBuHIa u mean (107 M) B
couetaHuu ¢ ['K; BbI3bIBaIM 3HAUUTEbHOE YBEJIMUYEHHE BCEX TECTUPYEMBIX
nokasareJsieii, TOrja Kak yBeJMueHue KoHueHTpauuu o 10 M okasbiBaio
uHrubupytommii  3pdexr. I'K; akTHBUpoBaja 3alllMTHBIE peaklUuud U
CIIOCOOCTBOBAJa YMEHBIIEHUIO OKHWCIUTEIbHOIO MOBPEXKICHUST  KJIETOK
Ch. vulgaris (Falkowska et al., 2011; Piotrowska-Niczyporuk et al., 2012).

HTtak, npoBedeHHBII HAMM aHAJIU3 JUTEPATYPHBIX JAHHBIX MOKa3aj, 4TO
ceemennst o I['K  MmKkpoBomopocieil  SIBISTIOTCS  pPa3pO3HECHHBIMU U
HWCCIEeNOBaHUs B 3TOM 0OJaCTM HayaduCh CPaBHUTEIbLHO HEIABHO.
I'm66epennuubl obHapyxkeHbl y 31 Buma mMukpoBomopochieil. IlokaszaHo, yTo
CBeT HE OKa3blBaeT CYIIECTBEHHOTO BIMSIHUSI Ha comepxkaHue ['K
MUKPOBOIOPOCTIEH, OXHAKO TPH €ro OTCYTCTBMU W HAJIWYNHM WCTOYHHMKA
SHEPIrMM B Cpele BblIpallMBaHUS (HANpUMeEp, IJIIOKO3bl) MAET HAKOIUICHUE
9TUX (UTOTOPMOHOB B KJeTKax ©0e3 aKTUBHOIO pOCTa IIOCIAEIHUX.
dusnonornyecke TIPOSIBJICHMS TMEeUCTBUS ruo0epeNIMHOB
MUKPOBOIOPOCTEH MOMOOHBI TaKOBBIM Y BBICIIMX pPacTeHUI. DK30TeHHBIC
ruO0epe/UIMHBI CYLIECTBEHHO COKpallaloT Jjlar-(asy u CTUMYJMPYIOT IejeHUe
M POCT KIETOK B O3KCIIOHCHLUMaJIbHON (haze pocTa MMKPOBOIOPOC/EH,
YBEJIMUMBAIOT TTOKa3areaud obileit Ouomacchl, CIOCOOCTBYIOT HAaKOIUIEHUIO
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Oenka, XJIOpoGUIJIOB M KAapOTMHOUAOB, a TakKXe CYIIECTBEHHO CHMXKAIOT
TOKCUYHOE BO3ACHCTBUE TSKEJIbIX METAJUIOB B Cpelie OOUTAHUST BOJOPOCIICHA.

3akoueHue

WccnenoBaHusi HIMTOKUHUHOB 1 TMOOEpEJIMHOB MUKPOBOAOPOCIIE B 1IE10M
HOCST DPA300IICHHBI XapakKTep W CYIIECTBEHHO OTCTAlOT OT TaKOBBIX ¥y
BBICILIMX pacTeHMi. HecMoTps Ha To, YTO OCHOBHBIE KJ1acChl (PUTOTOPMOHOB
BBISIBJIEHBl Y MCCJAEAOBAHHBIX BUAOB MUKPOBOIOPOCIEN, OCTAIOTCId Majo-
W3YYeHHBIMU BOIPOCHl 00 MX (PU3UOJOTrMYECKON poJv, B3aMMOIEUCTBUU
MEXIY Pa3JWyHbIMU TOPMOHAMU, BIMSHUM 3K30TEHHBIX PETYJISTOPOB POCTa
Ha KYJIbTYpbl MUKpOBomopocieil. B To xe Bpemsl mojyueHHble JaHHBIE O
CTUMYJIUPYIOLLIEM W WHIUOMPYIOLIEM BIWSHUU MUKPOBOAOPOCIEH U UX
TOPMOHOB Ha POCTOBbIE TIPOLIECCHl  BBICIIMX PACTEHUN  OTKPBIBAIOT
MEePCHEKTUBY MCIIOJAb30BAHUS WX TIpU pa3paboTKe OUOTEXHOJOTUYECKUX
MOJXOOB B arpapHOil MPOMBIILLJIEHHOCTH.

AKTyaJIbHBIM HaIlpaBJeHUEM B OMOTEXHOJIOTMM BOJOPOCIE SIBISETCS
pa3paboTka  CIOCOOOB  yOpPaBISIEMOTO  CUHTE3a  KapOTMHOWIOB U
XJIOPOOWIJIOB MMKPOBOAOPOC/EHH € TOMOIIbIO (DUTOTOPMOHOB, MOCKOJBKY
3TW MUIMEHTHI BOCTpeOOBaHbl B MenuilMHe W (apmakosoruu. B mocinenHue
rougbl  MUKPOBOJOPOCIM  aKTMBHO  pacCMaTpuMBalOTCSd  TakXke  Kak
MOTeHLIMaJbHbIE WCTOYHUKM [JIsI TIPOM3BOJACTBA OUOAM3ENsI, MOCKOJIbKY
CMOCOOHBI  HaKaruiMBaTh JWNuAbl. IlpruMeHeHuWe (UTOrOPMOHOB  Kak
PeryasiTopoB MNPOAYKTUBHOCTU OHMOMAcCChl Yy IITaMOB MMKPOBOIOPOCI]EH C
BBICOKMM COJIEp>XaHUEM JIMMUIOB M XUPHBIX KHWUCJIOT OTKPbIBAET HOBbIE
MEePCIEeKTUBbI UX MPAKTUUECKOTO UCMOJIb30BaAHUS.
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PHYTOHORMONES OF MICROALGAE: BIOLOGICAL ROLE AND
INVOLVEMENT IN THE REGULATION OF PHYSIOLOGICAL PROCESSES. PT II.
CYTOKININS AND GIBBERELLINS

The literature data about the features of the biosynthesis, qualitative and quantitative
diversity, involvement in the regulation of physiological and biochemical processes, the
prospects for use of microalgae cytokinins (CKs) and gibberellins (GA) in biotechnological
developments have been analyzed and summarized. 45 microalgae species, belonging to 5
divisions, were revealed to have 37 forms of CKs. The qualitative composition and
quantitative content of microalgae CKs are shown to be strongly affected by light conditions
and the presence of an energy source in the culture medium. The main biological functions
of microalgae CKs include stimulation of cell division, the activation of growth processes,
increased photosynthetic activity. Microalgae cytokinin protective properties that provide
protection for cell division and the photosynthetic apparatus under stress conditions were
found. The problem of microalgae cytokinins biosynthesis is still controversial and their
interaction with other phytohormone classes is little-investigated. Gibberellins were
discovered in 31 microalgae species, 20 hormone isoforms were identified. Microalgae GA
physiological effects are similar to those of higher plants and exhibit in a lag phase
reduction and stimulation of cell growth and division, biomass increase, accumulation of

proteins and pigments, reduction of heavy metals effects.

Key words: microalgae, cytokinins, gibberellins, growth, stress.
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