MOCKOBCKUI T'OCYJIAPCTBEHHbBIM YHUBEPCUTET
umeau M.B. IJIOMOHOCOBA

Ha npasax pyxonucu

354 IIYHBYAO
MexaHu3Mbl IeCTBUS HOHOB cepedpa U MeJIH HA
(PyHKIMOHAJIBbHOE COCTOSITHHE KJIETOK (JOTOCHHTE3UPYOLIUX

MHUKPOOPTraHU3MOB

1.5.2. buodusuka (6uosornyeckre HayKm)

1.5.15. Dxonorust (OMoIOTHYECKUE HAYKH )

JNCCEPTALIUA
Ha COMCKAHUE YUEHOU CTENICHU
KaHJuaaTa OMOJIOTHYECKUX HAyK

HayuHbIll pyKOBOAUTEND:
JOKTOp OMOJIOTrMYECKUX HayK,
npodecoop, akagemuk PAH
Pyoun Annpeit bopucosuu

Mocksa — 2025



OraBiienune
L. BBEOCHUE ...ttt ettt 8
2. O030D TUMEPAMYPDDL ......vvveiiiiereiiiiieesiiesssiaessssieeeassbee s ssbaes s asre e s snbee e snbeesanneeas 18
2.1. MUKPOBOZOPOCTIH . ...ccnvveenereesureesnnesasesesnneessneesnnesssessanesasssesssnessnessnsessnns 18

2.1.1 Kparkuit 0630p MukpoBoiopocieii. Mopdosoruueckue,
(bU3HOJIOTHIECKUE U OMOXUMUUCCKUE XAPAKTCPUCTHKH .vv.vvvveeesrerssssreessssneenss 18
2.1.2. MuxkpoBomopocib Scenedesmus quadricauda. Mopdooruueckue,
(bU3HOJIOTHIECKUE U OMOXUMHUYECCKUE XAPAKTCPUCTHK  vv.vvvveeesreresssreeesssnnenns 21

2.1.3. Scenedesmus quadricauda kak MOJCIIbHBIN 0OBEKT IS

UCCJIEI0BaHUS TOKCUYECKOTO JEHCTBUS PA3IMYHBIX KCEHOOMOTHKOB ............. 24

2.2, ITHAHOOAKTEPHH ... vveeivvereiiiieessireesssteessssseessssseessssesssssseessssessssssnsssnssenens 27
2.2.1 Kparkuii 0630p. Mopdonornyeckue, pU3noIoruueckue u
OMOXUMHUUCCKUE XAPAKTCPHUCTHRH ..eeeuvvreessrreesssseressssesesssseessnssesssssssesssesssssnenns 28
2.2.2. OcoOGeHHOCTH CTpOeHUs U PabOThl (HOTOCMHTETUYECKOTO anmnapara
1007221 (010 DG NS o) 1 Z (O OO UUPRO 29
2.2.3. Ilmano6axrepus Synechocystis sp. PCC 6803. Mopdonoruueckue,
(bU3HOIOTNYECKHE U OMOXUMUYECKUE XAPAKTEPUCTHKH ..c..vvveerereenreernreennneeanss 31

2.2.4. Synechocystis sp. PCC 6803 kak MomenbHbIH 00BEKT JIs

UCCJIEI0BAaHUS TOKCUYECKOTO JEHCTBUS PA3TUYHBIX KCEHOOMOTHUKOB ............. 32
2.3. CrnexTpalibHbIE METOAbI B IKOJIOTUUECKUX UCCIACHOBAHUSIX ... .vvvvreernnsee 34
2.3.1. CnexTpsI MOTIOMEHUS U (DITYOPECIICHITH] «.....vvervveeereesereesnveesneeenns 34

2.3.2. ®nyopecueHIms xjaopoduiia Kak MoKazaresib COCTOSHUS
dboTtocuHTeTUYECKMX MeMOpaH (POTOCUHTE3UPYIOLIUX OPTraHU3MOB.
MexaHu3mbl TeHepauu PIyoPEeCHEHITAN XITOPODUIIITA «.veervveerereerireernreeneeenne 38

2.3.3. beicTpas QiryopeceHIU XTOPODUIIIIA @ .eeervvvreerrrreeirireeesireeennineeens 41

2.3.4. Meton koMOMHAITMOHHOTO paccessausi cBeTa. OCHOBHBIC (pU3UUECKHe
TIPUHITUTIBL T MEXAHIIBMBI ....vveeiuteeateeesteeesiseesssesssseesseesssesasssessssessssesssessnsensnns 43

2.3.5. OcoGEeHHOCTH UCTIOIB30BAHUS CIIEKTPOCKOITUU KOMOMHAIIMOHHOTO

paccessHUs B 9KOOMO(PUZUUECKIX UCCTETOBAHMSIX ..v..vvvervreesnreesreeassneesineesneess 48



2.4. TOKCUYHOCTD TAMKEITBIX METATIIIOB .. vvvneeernseeeesesennsseennsseeenssessnnsesennsesenns 53

2.4.1. TOKCHYHOCTD TKEIBIX METAJUIOB I BOITHBIX

(OTOCHUHTE3UPYIOIIUX MUKPOOPTAHUBMOB...cvvveeesereresssreessssensssssnnsssssesssnsnnenns 56
2.4.2. MeXaHU3MBI TOKCUIHOCTH CEPEOPA. . vveerrvrrreirriessireeessienessirenessaneenns 58
2.4.3. MexaHU3MbI TOKCUYHOCTH MEIIH ...cvvvvvnreerrrrnnseeressnnseesesssnsseseesoneeerens 64

2.4.4. MexaHU3Mbl pe3UCTEHTHOCTH U TOJIEPAHTHOCTH BOJOPOCIEH K

TAMKETIBIM METATIITAM .. evtueerneesnesssssssssesnsssnssessssnssesasesnssesssssssessesnssssnsesnseesnsenneees 70

2.5. BnusiHue pa3nu4HbIX GU3HKO-XUMUYECKUX (PaKTOPOB Ha
(hOTOCHUHTE3UPYIOIIUE OPTAHUBMBI 1.vvveeviveessreeesisseeessnnessssnesssssessssesssssseessnsseenns 75
2.5.1. Bnustaue pH cpenbl Ha (OTOCUHTE3UPYIOLIUE OPTAHUBMBEI ............. 76

2.5.2. Bnusiaue temneparypsl cpeibl Ha (POTOCHUHTE3UPYIOIINE OPTaHU3Mbl

.......................................................................................................................... 87
2.5.5. CuHepreTu4ecKoe, aHTArOHUCTUYECKOE U aJIIUTUBHOE JICHCTBUE
KOMOHWHHUPOBAHHBIX CTPECCOBBIX (DAKTOPOB ...vveeveernreeasreeanreesnneesnressnneesneeenes 89

2.5.6. 3BecTHBIC MOJNIEKYIISIPHBIE M (PU3NOIOTMYECKUE U3MEHEHUS U
MEXAHU3Mbl KOMOMHUPOBAHHOTO CTPECCA ...vrvreeureessreessnneannreessnesssressnessnnesenns 91

2.6. DKOJIOTrMY€CKUE UCCIICIOBAHUS HA MOJICJIBHBIX CUCTEMAX U OpTaHU3Max

2.6.1. 3HaueHne MOICIMPOBAHUS B SKOJIOTUUECKUX UCCICTOBAHUSAX ........ 94
2.6.2. )Kusble MozenbHBIE cUCTEMBI: [IpenMyIiecTBa U OrpaHUYEHUs IPU
V3YUEHUH SKOJOTHUECKUX PUCKOB.. . eiivrieirieiiriesressressssneassseessneesnessnesssessns 96
2.6.3. lcnionb30BaHKME MOJEIBHBIX CUCTEM ISl IPOTHO3UPOBAHUS
) 0 M (0) % LE (103 0% 0, 4 (0 1oA3 (D1 (0 N = 1 S 99
2.6.4. Kak Mozie/IbHbIE CUCTEMBI UMUTUPYIOT WJIM OTKJIOHSIOTCS OT

PEANIBHBIX YCIOBUN OKPYHKAIOIICH CPEIIBI 1.v.vvvveeiriieeeinireessirresssiseeessirenesssnnenns 102



3. Mamepuanovl U MEMOOBL UCCTEOOBAHUSL ......cuvvveeririreisireneiireessireeesiieeesssneas 105
3.1. KynbTUBHUPOBAHUE KJIETOK U TOJTOTOBKA MPOO .. .vvveeivereaiiieesiieee e 105
3.1.1. IloacyeT KOTUYECTBA KICTOK B CYCIICHBHH ..vvvveruvvresssrerssisreeesssnennns 106
3.2. IBMEPCHUS A0COPOIIMH ...vvvvveiivieesiiieestieesssiieesssbnessssseesssssenssssseessnsnens 106
3.3. OCHOBHAS CXEMA IKCHEPHUMEHTR ....vvervreernreeanresaneeessneessneesressnesannesanns 106

3.4. VccnenoBanue BIMSIHUE MEIU U cepedpa Ha POCT MOMYISIUU

MUKPOBOIIOPOCIIEH ....vvveesieesnteeaseeeieeessseessseesnneessneeaneeanneeesnneennseesnneesnneesnneeanes 107
3.5. U3mepenust GiryopeceHIINN XITOPODUIIIA @ ....vvevveeveerieerirennreenreeseeens 107
3.5.1. KpuBbie uHAYKIIUU (DIYOPECHCHITUN XTOPODUIIIA @ ..o 107

3.5.2. Uupyxunonusie kpussie (Ilepexomnbie mpouecchl) GiryopecueHunu
01 (511095 0.5 0.0 9 (3 X0 ) COTPTR TR 109

3.5.3. CBeTOBBIE KPUBBIE OTHOCUTEIBLHON CKOPOCTH JINHENHOTO

anekTpoHHOTO TpaHCHopTa (TETR) 1 NPQ ..oooiiiiii 110
3.5.4. KpuBbie 3aTyXaHUS PITYOPECHEHIIM ... .ceevveeereerureenreeanineesneesneens 110
3.6. CieKTpoCKONHsI KOMOMHAIIMOHHOTO PACCESHUS CBETA ..vvvvvvervveernreennes 111
3.7. Cxanupyromas 31€KTPOHHASI MUKPOCKOITHS «..c..uvvvrerrreeessrneessrneessnnnesss 111

3.8. Cratuctuueckasi o0paboTKa U MPENCTABICHUE MOTYYCHHBIX JaHHBIX 112
4. Pe3yIbmambl U OOCYHCOCHUE ............cuverireerieeesinenasneeesneesneesnesssnesasseeessneenns 114

4.1. Nzy4yenue BIUSIHUS HOHOB MEIU U cepedpa Ha pa3MHOXKEHHUE KIECTOK

Scenedesmus quadricauda u ux GOTOCHHTETHYECKYIO AKTUBHOCTD. ....vevvvrenie.. 114

4.2. UccienoBanne BO3AENCTBHE NOHOB Cu®' s pa3HBIX KOHIEHTPAIMAX HA
HepBI/I‘-IHI)Ie CI)OTOCI/IHTCTI/I‘-IGCKI/IG npoueccm y HpeCHOBOI[HBIX MHI(pOBOI[OpOCJ'ICfI
Scenedesmus quadricauda ¢ MOMOIIBIO CIIEKTPATBLHBIX METOIOB TPU

o 2+
KYJIbTHUBAIIUU BOAOPOCIICH C HOHAMHA Cu® B TEeMHOBBIX M CBETOBBIX YCIIOBUAX.

4.2.1. [leiicTBHE M€ HA TUTMEHTHBIN COCTAB B KYJIBTYpE

MUKpoBojopociu S. quadricauda mpu MHKYOAINUN HA CBETY ...cvevvveverreennenn. 119



4.2.2. BnusiHue Meiu Ha MHTEHCUBHOCTH (pITyOPECUEHLIMU OTKPBITHIX U
3akpbIThiX PL @CII B cycnensun knetok S. quadricauda mpu X MHKYOAInu B
CBETOBBIX YCITOBHISIX 1 1vvveeutvresssteessssseesssssesssssssssssessssssessssssesssnssssssnssssssssesssssnees 123

4.2.3. BnusiHue Menu Ha MHTEHCUBHOCTH (PITyOPECUEHIIMN OTKPBITHIX U
3akpbIThIX PL @CII B omHOUHBIX KiIeTKax S. quadricauda npu ux MHKyOanuu
B CBETOBBIX YCITOBHSIX «vvveuvvveessteressssesesssessssssessssssesssssesssnssssssnssesssnssssssssessnnes 125

4.2.4. JleficTBre MeAW HA TUTMEHTHBIN COCTaB B KYJBTYpe
MUKpoBojopociu S. quadricauda mpu MHKYOAIHUN B TEMHOTE...........ccvvne.. 132

4.2.5. BnusiHue MeIu Ha HHTEHCUBHOCTH (PIIyOpeCLEHIIMU OTKPBITHIX U
3akpbIThIX PL @CII B cycnensuu kiaetok S. quadricauda npu ux HHKyOaIuu B
TEMHOBBIX YCITOBHSIX 1. 1vvvtetstreeessssesessssesssssnsssssssssssssssssssesssssssessssesssnssesssnsnsens 135

4.2.6. BnusiHue Meau Ha HHTEHCUBHOCTH (DIIyOpeCLEHIIMU OTKPBITHIX U
3akpbIThIX PL @CII B omuHOUHBIX KiIeTKax S. quadricauda npu ux MHKyOanuu
B TEMHOBBIX YCITOBHSIX vt uvvveesstenesssesesssnssssssssssssesssssesssnsssssssssesssnssesssnssessnnes 138

4.2.7. OcOOEHHOCTH IEUCTBUS MEAN HA UHIYKIHUIO OBICTPOU
dyopeciieHIIMK B KJIETKax KyJIbTypbl MUKpoBomopociu S. quadricauda. OJIP-
190)20:3 5 (S 7 07 0: Q0 1 €21 0 1: 1Y (S5 ¥ o) (RSP 144

4.2.8. BiusiHME MeU Ha XapaKTep CBETOBBIX KPUBBIX OTHOCUTENBHON
CKOPOCTH JIMHEWHOTO 3eKTpoHHOTO TpaHcnopTta (tETR) u
He(oTOXUMUYECKOE TYIIEHHE NPQ ....ocviiiiiiiiiii e 151

4.2.9. Bnusinue Menu Ha napamMeTpbl KpUBbBIX 3aTyXaHUs (IyOpECLCHIINH B
MUKO- 1 HAHOCEKYHHOM JIMana3oHe B CYCIEH3UH KJIETOK KyIbTYpbl
MUKPOBOIOPOCTU S. QUAAIICAUAA. ... .ciiiiiiiiieiiieriec e 152

4.2.10. Bnmusaue Meau Ha mapaMeTphbl KPUBBIX 3aTyXaHus (PIIyopecIeHITnn
B IMKO- U HAHOCEKYH/IHOM JIMAINa30HE HA OTHAEIBHBIX KIETKAX ...ovvvveernvrnns 155

4.2.11. OGo061IeHNE PEe3yaBTATOB MO ICUCTBUIO MEIN HA TIEPBUYHBIE
($OTOCHHTETUYECKHE TTPOLECCH Y PECHOBOAHBIX MUKPOBOIOPOCIIEH
Scenedesmus quadricauda ¢ moMoIp0 METOA0B PErUCTPALIUU
dryopeciieHIuN XI0podHILIa IPH KyIBTHBALMA BOAOpociei ¢ noHamu Cu®’ B

TEMHOBBIX U CBETOBBIX YCIIOBHX. .. uvveieiurriesiuraiesssrenssssnsnssssnssssssnessssssesssssnnssns 158



4.3. Uccnenosanue Bo3ecTBUE HOHOB Ag' B pa3HBIX KOHLEHTPALMAX Ha
nepBUYHBIE (POTOCUHTETUYECKUE MPOIIECCHl y MTPECHOBOAHBIX MUKPOBOAOPOCIIEH
Scenedesmus quadricauda ¢ moMoIIb0 METOOB perucTparuy (GpayopecueHInu
XJIOpO(UILIA TP KyIbTUBALIUK BOAOPOCIell ¢ HoHaMu Ag' B TEMHOBBIX U
CBETOBBIX YCITOBHISIX -r..uvveaurreesnreesnneessnessnsesanesassneessseesssesannessanesassneessnessnsessnnesanns 160

4.3.1. [eticTBue cepeOpa Ha MUTMEHTHBIN COCTaB B KYJIbType
MUKpoBojopociu S. quadricauda mpu MHKYOAIMUN HA CBETY ...c.vevveeverneennenn. 161
4.3.2. Bnusinue cepeOpa Ha HHTEHCUBHOCTH ()IyOPECLIEHIIMA OTKPBITHIX U
3akpeIThiX PL] @CII B cycnien3uu kierok S. quadricauda npu ux uHKyOamuu B
CBETOBBIX YCITOBHSX v vveuureeasseeasnneessseesssessnsesasesassnsassseesnsessnnesansnsessnnennessnnenss 164
4.3.3. BousiHue cepedpa Ha UHTEHCUBHOCTH (PITyOPECLIEHLIUN OTKPBITHIX U
3akpbIThiX P ®CII B oguHOYHBIX KIeTKax S. quadricauda npu ux MHKyOaIuu
B CBETOBBIX YCIIOBHSIX .ruurveesssrenessresesssessssnssssssssessansessssssesssnnesssnnsssssnnsnssnnns 167
4.3.4. JleiicTBre cepebpa Ha MUTMEHTHBIN COCTaB B KYJIbTYpE
MUKpoBojopociu S. quadricauda npu MHKYOalMu B TEMHOBBIX yCIOBHSIX.. 175
4.3.5. Bnusiaue cepeOpa Ha HHTEHCUBHOCTHU (hIyOPECIICHIINHI OTKPBITHIX U
3akpbIThIX PLI @CII B cycniensuu kietok S. quadricauda npu ux HHKyOaIuu B
TEMHOBBIX YCTIOBHSIX ... vetetutreeesssresesssnessssnsessssnesssssssessasnesssannesssnsnesssnssesssnsneesns 177
4.3.6. Busiaue cepeOpa Ha MHTEHCUBHOCTH (UIyOPECIICHIIMHA OTKPBITHIX U
3akpbIThIX PL] @CII B oquHOUHBIX KiIeTKax S. quadricauda npu ux MHKyOanuu
B TEMHOBBIX YCTHOBHSIX ¢ uuvveesssreressssesessssessssnsessssssessassssssassessssnesssnnsssssnseessnnns 180
4.3.7. OcoGeHHOCTH IeUCTBUS cepedpa Ha HHAYKIIHIO OBICTPOM
(diryopeclieHIINM B KJIETKaX KyJIbTyphl MUKpoOBoaopociu S. quadricauda. OJIP-
KPUBBIE F X TTAPAMETPDBL....ceeeuvveeeiireeassreasssreeesssssessasseessasseesssssesssnsssessnseessnes 187
4.3.8. Biusiaue cepeOpa Ha XapakTep CBETOBBIX KPUBBIX OTHOCUTEIHHOM
CKOPOCTH JIMHEUHOTO 31eKTpoHHOTOo TpaHcnoprta (rETR) u
He(oTOXUMUYECKOE TYIIEHHE NPQ ....ooviiiiiiiii 191
4.3.9. BnusiHue cepebpa Ha mapamMeTphbl KPUBBIX 3aTyXaHUS
¢uryopeclieHIIMH B MUKO- U HAHOCEKYHAHOM JUarna3oHe B CYCIIEH3UH KIETOK

KYJBTYPbl MUKPOBOAOPOCIH S. quadricauda.........ccccvvveiiniiiiniiniencceee, 193



4.3.10. O60011eHHEe Pe3yJIBTATOB IO ACHCTBUIO cepedpa Ha IEPBUYHBIE
(OTOCHHTETUYECKHE MPOIECCHI Y TPECHOBOIHBIX MUKPOBOIOPOCIIEH
Scenedesmus quadricauda ¢ moMoIbI0 METOAOB PETUCTPALINN
duryopecuieHru Xja0poduiuia Mpu KyJIbTUBAILIMN BOJOPOCIEH ¢ MOHAMU

cepeOpa B TEMHOBBIX U CBETOBBIX YCITOBHUSIX. «.veeuvveersreessresssressssessssneessessnsenss 195

4.4. 3yuenue BIUSHHUS MOHOB MEIU U cepebpa Ha KieTku Scenedesmus

quadricauda ¢ mTOMOIIBI0 CIIEKTPOCKOTIHH KOMOMHAITMOHHOTO PACCEsTHUS CBETa

4.5. Uccnenosanue BIMSHAS HOHOB MEM U cepedpa Ha MOP(OJIOTHIO
KJICTOYHOH CTEHKH MHKpoBojopociei Scenedesmus quadricauda ¢ moMoIpro

METO/1a CKAHUPYIOIIEH AMEKTPOHHON MUKPOCKOIIHH ...vvvvvvveessirreessvneesssnenssssnes 200

4.6. BnusiHue HOHOB MeIM U cepedpa Ha UHIYKIUIO OBICTPOI

(ITyopecICHIIMK B KJIETKaX KYJIBTYPHhI IInaHoOakTepuii Synechocystis sp.

PCCB803. OJIP-KPHUBBIC........ceeiuiieiiiiaiieesiieesiiiesieesteessseeesiseesise et e b nneeesneas 202
5. BAKTMIOUCHUE ... s 206
B. BBLBOODL .................c.vvveeiiiee et 207
7. CRUCOK COKPaW{eHUIl U YCI06HBIX OOOZHAUECHUIL.............c.ccoveeeeaeaanennn 210

8. Crucok uumupyemou TUMEPAMYPDL ...................ccuerceerieeaieeasineesieeesineens 211



1. BBenenne

3arpsi3HEHNE BOIHBIX 3KOCHUCTEM TOKETBIMHA METANIAMH, B YACTHOCTH MENIBIO U
cepeOpoM, MPECTABISET CEPhE3HYI0 AKOJIOTUUECKYI0 MpolieMy. DT METajulbl B
pa3nMyHBIX (opMax IMONaAaloT B BOAHYIO CpeAy B pe3yibrare pa3InyHOU
AHTPOIIOTCHHON NIEATETLHOCTH W MOTYT OKa3bIBaTh TOKCHYECKOE BO3JICHCTBHUE HA
BoaHbIe opranusmbl (Olivia Spain, et al, 2021; Hao Li, et al. 2022; ®unenko, 2007).
@DOTOCUHTE3UPYIONTUE MHUKPOBOJIOPOCTH SIBISIIOTCA OMHMMH W3 HambOoJjee
YYBCTBUTEIHHBIX KOMIIOHCHTOB BOJHBIX JKOCHUCTEM K JEHCTBHIO TSDKEIBIX
merauioB (Elena Cavalletti, et al. 2022). MOHUTOPUHT COCTOSHUSI TOMYJISITUI
MHUKpPOBOIOPOCIICd HMeEeT OOoNbIIoe 3HAYeHWE IS OICHKH HSKOJIOTHYCCKOTO
Onmaromonayuust BoaHbIX 00bekToB (Maropun J.H. u ap. 2010; Mengyuan Gu,
2022).

Jnst >QQPeKTUBHOTO HKOJOTMYECKOIO0 MOHMTOPUHIA BAXKHO NPHUMEHSITh
AKCITPECC-METO/IbI, CIIOCOOHBIC BBISIBUTH TOKCUUECKOE BIUSHUE HA PAHHUX CTAJIUAX,
JI0 TIOSIBJICHHSI BHJIMMBIX MPU3HAKOB HapylIeHWH B skocucTemax (Mengyuan Gu,
2022; Tingting Gan, et al. 2023). Kmaccuueckue MeTONbI, Kak MpaBUIoO,
GUKCUPYIOT YK€ TPOU3OUIEANINEe W3MEHEHHS M HE BCerga IMO3BOJISIOT
MIPEIOTBPATUTh HETaTUBHBIE TMOCJCACTBHUSA. B 3TOM OTHOIICHUH TMEPCIEKTUBHBIM
SBIIIETCSI UCTIOJIb30BaHKME OMO(PU3NIECKUX METOIOB, OCHOBAHHBIX Ha PETUCTpallUU
dbnyopecuennuu xynopoduia (Maropun J[.H. u ap. 2012; Tingting Gan, et al.
2023; Hanwant Singh, et al. 2022). 3T MeTOoABI TO3BOJISIOT OBICTPO U C BHICOKOM
YYBCTBUTEIBHOCTBIO  OIIEHUTh COCTOSIHME (DOTOCHMHTETHYECKOTO  ammapara
MHUKPOBOZOPOCIEN, KOTOPBIM SBJISIETCS ONHOM W3 IEPBUYHBIX MMIICHEU
TOKCUYECKOTO AeiicTBus Tskenbix MetamwioB (3asgan b.K. u ap. 2020; Giseli S.
Rocha, et al. 2021; Li-Li Dong, et al. 2020).

JlaGopaTopHbIe HCCIEAOBAaHWS TOKCMYHOCTH HAa MOJCIBHBIX CHCTEMax C
WCITOJIb30BAHMEM UYYBCTBHUTEIIBHBIX MAapKEPHBIX OPTaHU3MOB SIBIISIFOTCS Ba)KHBIM
MOJIXOIOM I MU3YYEHHUST MEXaHU3MOB JEHCTBUSA 3arps3HSIONIMX BEUIECTB U
nporHo3a ux BiausgHUs Ha d3KkocucteMbl (Elyssa G. Fawaz, et al. 2019).

MuxkpoBomopocib Scenedesmus quadricauda 3apekomenioBana ce0s Kak yaoOHbIN
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MOJIETIbHBIN OOBEKT [JIsi TaKUX HCCIeNOoBaHUN Onarofapst OBICTpOMY pPOCTY,
YYBCTBUTCIBHOCTH K Pa3IMIHBIM TOKCHKAHTaM M Xopolneid m3ydeHHoctd (Li-Li
Dong, et al. 2020, Ruchi Acharya and Tayyab Saify 2012). Taxxe, cinemyer
OTMETUTbh, UTO KyJabTypa Scenedesmus quadricauda sBisieTcsi MOJIEIBHBIM TECT-
OpraHU3MOM, IIMHPOKO WCIOIL3YEeMbIM B OHOTECTUPOBAHMHM ¥ BKJIIOYCHA B
METOJMKH  OMNpEACNICHUS TOKCUYHOCTH BOJ, JIOMYIIEHHBIX JJIs  Lenei
TrOCYIapCTBEHHOTO 3Kojoruueckoro koHTpoisi (Denepanvubiii peectp (DP)
®P.1.39.2007.03223, https://files.stroyinf.ru/Data2/1/4293842/4293842245 .htm).

Tokcuyeckoe AeMCTBHE MEOUM HAa MHMKPOBOAOPOCIH CBS3aHO C HapyHICHUEM
CTPYKTYpbl ¥ (YHKUUWA KIETOUYHBIX MEMOpaH, WMHTUOMpPOBaHHWEM (PEPMEHTOB,
re’epanuein aktuBHbIX GopM kuciopoza (Liudmila V. Stelmakh, et al. 2022, Elena
Cavalletti, et al. 2022, Wai-Kuan Yong, et al. 2018, Hui Wang, et al, 2017). Ha
MOJICKYJIIPHOM YPOBHE MEIb B3aWMOACUCTBYET C O€IKamMu, HYKJICHHOBBIMU
KHUCIIOTaMH, TIIYyTaTUOHOM, JAPYTMMH KJIETOYHBIMU KOMIIOHEHTAMH, Hapylias HX
bynkuun (Jozef Kovacik, et al. 2010). doTocuHTETHYECKUI ammapar TaKkKe
YYBCTBUTEJICH K JCHCTBUIO MEIH, YTO TPOSBISETCS B M3MEHEHUSX CONEPIKAHUA
MUTMEHTOB,  CHWXEHUH  A(P(OEKTUBHOCTH  (POTOCHMHTE3a,  MOBPEKICHUIX
peakimonHbiX 1eHTpoB (Liudmila V. Stelmakh, et al. 2022; Giseli S. Rocha, et al.
2021; Tingting Gan, et al. 2023).

CepebOpo o00sanass M3BECTHBIMM aHTUOAKTEPHUATbHBIMU CBOMCTBAMM TaKXe
OKa3bIBAET HETAaTUBHOE BO3JICHCTBHE W HA Pa3JIMYHBIC OPTAaHU3MBI, B TOM YUCJIC H
Ha BOJHBIE (DOTOCHHTE3UPYIOIIME OpPraHWU3Mbl. B YacTHOCTH, W3BECTHO, YTO
cepeOpo MOKET CBS3BIBATh BOJOPOJ B CEpPOCOACPXAIIUX TPyMIax OelKoB
(OTOCUHTE3UPYIOIIUX OPTaHU3MOB, U3MEHSISI MX KOH(OPMAIIMIO M THAKTUBUPOBATH
ux (Ouzounidou, Constantinidou, 1999). Takxke OTMEUEHO B3aMMOJCHCTBHE C
OMOMOJIEKYJIaMH M MOJEKYISIpHbIMH Komiuiekcamu (Salisbury, Ross, 1991).
N3BecTHO CBOWMCTBO cepedpa MHAKTUBUPOBATH AHTUOKCHUIAHTHBIE (PEPMEHTHI, B
YacTHOCTH B pe3ysbTare noBbilieHHON reHepanuun A®DK. Takke MOHBI 3TOTrO
MeTajula CIOCOOHBI CHIJKATh CONEpKaHWe XJopoduuila U HUHTUOMPOBATH

¢dorocuntetnueckue memopansl (Pell, Dann, 1991).
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Jpyrum Ba)KHBIM (POTOCHUHTE3UPYIONIMMHU OPraHu3MaMHu BOJHBIX JKOCHUCTEM
ABIIAIOTCSL LIMAHOOAKTEPUM WM CHUHE-3€JIEHbIE BOJOPOCIH, OCOOECHHOCTSIMH
KOTOPBIX SIBJISIETCS OoJblliasi aJaNTUBHOCTh K CTPECCOPHBIM YCJIOBUSIM U B
JaCTHOCTHU K TspKeNbIM MeTamiaM (Angela Mehta, et al. 2014; Luis Lopez-Maury,
et al. 2003), a Takke K CIOCOOHOCTH aJalTHPOBATh COCTaB (POTOCHHTETUUECKUX
MUTMEHTOB K M3MEHEHHUIO CIEKTPAIbHOTO COCTaBa cBeToBoro m3iydeHus (David
Fuente, et al. 2021). Xopoiio H3y4eHHBIM TaKUM MAapKEPHBIM OPraHU3MOM
apisieTcss Synechocystis sp. PCC 6803.

CpaBHUTENBbHBIE HWCCJICNOBAHUS BIUSHUS TOKCUKAHTOB HAa pa3lIMYHbIC II0
YCTOWYUMBOCTH K TaKOMy JEUCTBUIO (POTOCHHTE3UPYIOLUIUME AaKBAaTHUYECKHE
MUKPOOPTaHU3MBI SIBJISIFOTCSI TIOJIE3HBIMU C TOYKH 3PEHUS OLIEHKU JEHCTBUS ITUX
3arpsi3HUTENICH Ha BOJHBIE 3KOCUCTEMBI.

HccnenoBanuss ¢ TPUMEHEHWEM METOAOB perucTpanuu  (GiayopecleHIun
xjiopouiia ToKazand, YTO MapaMeTphl 3TOM (IIyOpecleHIMH, Takue Kak
MakcuMaJibHbI KBaHTOBbIM Bbixon PCII (Fv/Fm), uHIEeKC MPOU3BOAMTEILHOCTH
(PIABS), otnomenus norokoB noromieHus: (ABS/CSM), 3axBara (TRo/CSM) u
nepenoca 23ekTpoHOB (ETo/CSM), OTHOCHTENBHOW CKOPOCTH JIMHEHWHOTO
aneKTpoHHOro TpaHcnopra (rETR) 4yyBcTBUTENBHO pearupyroT Ha MPUCYTCTBHE
Menu u cepedpa (Maropun I.H. u ap. 2012; Tingting Gan, et al. 2023; Hanwant
Singh, et al. 2023; Li-Li Dong, et al. 2020; Liudmila V. Stelmakh, et al. 2022).
Xapakrepuctuku OJIP kpuBbIX (QuiyopecleHIIMM TMO3BOJIAIOT aHAJIU3UPOBATh
COCTOSIHME OTJICIbHBIX KOMIIOHEHTOB (DOTOCHHTETHYECKOIO arrmapara U MOTOKH
sHeprumt B Hem (Mengyuan Gu, 2022). Ilpu OTHOCHUTENBHO BBICOKUX
KOHIICHTPALUSIX MEAH U cepedpa HaOMomaeTcs CHUKEHNE (POTOXUMUYIECKOTO U HE
(GOTOXMMHYECKOTO TYIICHUS (PIyOpecIeHIIMd, 4YTO MOXET YyKa3blBaTh Ha
MOBPEXJICHUE MEXaHU3MOB (OTO3alUThl M Ha WHAKTUBALMIO PEAKLUHMOHHBIX
nentpoB OCII (Giseli S. Rocha, et al. 2021), a Taxke k Mopdojgorudeckum
n3MeHenusiM kietok (Ruchi Acharya and Tayyab Saify 2012; R. Acharya, et al.
2014). Huzkue e KOHILEHTpAllMM MeIu M cepedpa OKa3bIBAlOT HEKOTOpOe

CTUMYJIUpYIOLIee eHCTBUE Ha KJIETKH Mo pasHbiM mapamerpaMm (Ruchi Acharya
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and Tayyab Saify 2012, Xiao-Ping Xu, et al. 2021), 4To MOXXET MOKa3bIBaTh Ha
aJanTauio KICTOK K JCHCTBUIO, HO HE BBISBISATH HAIMYUE PAHHUX CKPBITHIX
TOKCUYECKUX MposiBeHuM. [1o Bcell BUIMMOCTU XapaKTep U MEXaHWU3Mbl BIUSHUS
ATUX  METAJIOB Ha  mapamMeTpbl  (IyopecleHIMM y  pa3HbIX  BUJOB
mukpoBogopocieit orauuarores (Li-Li Dong, et al. 2020; Tingting Gan, et al.
2023). OOBIYHO KOHIICHTpAIUsI MEIU B MPHUPOAHBIX BOJAX COCTaBIACT MeHee 32
HM (BumnsikoB A.H. u n1p. 2016), mpu 3TOM IIpH 3arpsA3HEHUSX 3Ta KOHLEHTpaUus
MOXKET JIOCTUTaTh 3HAYCHHUS 32 MKM, 9TO SBIAETCS TOKCHUYHBIM JJII BOJHBIX
dotocunresupyromux  opraHuzmMoB  (Moore and Ramamoorthy, 1984).
3HAUUTENIBHOE KOJIMYECTBO UCCIEAOBAaHUN MO TOKcHMYeckomy aeictBuio Cu ObLIO
poBeJIeHO Npu OoJiee BhICOKUX KoHeHTpanusx (10 500 mkm) (Baryla et al., 2000),
KOTOpbIE  3HAUUTEJIHHO TMPEBBINIAIOT  KOHIEHTPAIMU  Jaxe JUIsl  CHUJIBHO
3arpsisHeHHbIX cpen, (Moore and Ramamoorthy, 1984). VYcranosnennsie I1JIK
cepeOpa B BOJEC BOAHBIX OOBEKTOB XO3SMCTBEHHO-NIUTHEBOTO W KYJIBTYPHO-
OBITOBOTO BOOMOJIBL30BaHus coctapisitor 0,05 mr/im ('H 2.5.1.1315-03).

BONMBIIMHCTBO HCCAEAOBAHUM C MCIIOIB30BAHUEM HW3MEPEHUN MapaMeTpoB
(diyopecleHIIMM Ha MUKPOBOJIOPOCIISX MPOBEJAEHBI Ha CYCIEH3UAX KJIETOK. B To
K€ BpEMSI U3BECTHO, YTO UHAUBUYAIbHBIE KIIETKH B CYCIIEH3UU OTJIMYAIOTCS APYT
OT Jpyra. OTU OTJIWYHUS, B YACTHOCTH, TMOKa3aHbI JJi1 MapaMeTPOB MEPBUYHBIX
peakiuii potocuntesa (Riznichenko G. Y., et al. 1996). [IpeanonoxurenbHO, YTO
KJIETKM B CYCIEH3UM OTJIMYAThCS APYr OT JIpyra WU MO YYBCTBUTEIBHOCTH K
TOKCUKaHTaM. B cuiy Toro, 4ro neWicTBue Meau U cepedpa MPUBOIUT K TYIICHUIO
diyopecuiennini  xjaopoguiUia, TPU  aHATU3E JaHHBIX (IIYOPECICHIIMH B
CYCIICH3USX MOXKET MPOSIBISITHCS «OIMIMOKA BBDKUBIIIETO», KOTAA MOBPEXKICHHAS
Y4acTh KJIETOK MPAKTUYECKUA HE BHJIHA B CUTHaJaX (hIyOPECICHIIMN U MAaCKUPYETCS
CUTHAJIOM (PITyOpECIEHIIMU OT KJIETOK C HOPMAJIbHBIMHU TapamMeTpamH, KOTOPHIE
MIPOSIBUITN OOJIBIITYIO0 YCTOMYMBOCTD K TOKCKAHTaM.

[Tosromy st ganbHEWIIEro  M3y4EHUS  MEXaHU3MOB  MOBPEXKIIECHUS
(OTOCHHTETUYECKOTO arnapara KJIeTOK HOHAMH MeIH U cepedpa HeOOXOANMBI KaKk
KOMIUIEKCHBIN MOIXO/ C UCIOJIb30BAHNUEM PA3JIMUYHBIX YYBCTBUTEIBHBIX KCIIPECC

MCTOHOB B CYCIICH3UAX KJICTOK, TaAK U UCCIICAOBAHNA HA OTACIBbHBIX KJICTKAX.
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Leab 1 327241 MccJIeI0BAHUS

Llenpro uccmeqoBaHus OBLIO ONPENEIUTh XapaKTep M3MEHEHUS! COCTOSHHS
(OTOCUHTETUYECKOTO amnmapara IIPECHOBOAHBIX (OTOCHUHTE3UPYIOLTUX
MHUKPOOPraHU3MOB mnoj AeiictBueM HOHOB Cu2+ m Ag+ ¢ HUCIOIB30BaHUEM
HEUHBA3UBHBIX CHEKTPATbHBIX METOJI0B pErucTpaluu napameTpoB
duyopecuieHiiy  XJopoduiuia TUIAKOMIHBIX MEMOpaH B CYCIEH3USIX M Ha
OJMHOYHBIX KJIETKAX.

B 3agaum uccnenoBaHusi BXOAUIIO:

1. WccnenoBarh BAMSHUS MOHOB MEIU M cepedpa HA pa3MHOKEHHUE KIIETOK
Scenedesmus quadricauda u ux HOTOCUHTETUUECKYIO aKTUBHOCT.

2. N3yuurs BinusHue noHOB Cu** m Ag' Ha COCTOSSHUE NUTMEHTHOIO
arnmnapara MUKPOBOZOPOCIIEH C TOMOIIbI0 HEMHBA3UBHBIX CIIEKTPAJIBHBIX METO/IOB.

3. U3yunuts Biugaue Cu** u Ag" Ha xapakTep MHAYKUUHU (IIyopeCLEHINH
xjiopouiizia a B CYCHEH3USX KIETOYHBIX KYIbTYp M B OJMHOYHBIX KJIETKAX
BOJIOPOCIIEH U IUAHOOAKTEPHIA.

4. WccnenoBaTh XapakTep JUHEWHOTO ekTpoHHOro TpaHcnopra (rfETR) u
Heoroxumuyeckoro tymenuss (NPQ) monm nevictBuem Cu®** u Ag' Ha KJIETKU
MHKPOBOJOPOCIIEN.

5. M3yuuts Biusane Cu** u Ag' Ha 3aryxaHue ¢IyopecleHIINN B KJIETKaxX B
MUKOCEKYHHOM JTMana3oHe.

Ios105keHNsl, BLIHOCUMbIE HA 3ALUTY

Hcnonp3oBanue OHOPU3NYECKOTO MOJX0[a, OCHOBAHHOTO HAa KOMILIEKCE
CIIEKTPAIBHBIX METO/OB, MO3BOJISIET U3YYUTh MEXaHU3MbI BIUSHHUS MOHOB MEIU U
cepeOpa Ha paHHHUX CTAAMSIX MX BO3ACHCTBUS HAa (DOTOCHHTETHUECKHU armapar
MUKPOOPTaHU3MOB.

JI7 BCECTOPOHHEN OLIEHKH MMOTEHUMAJIBHOTO TOKCHUYECKOTO BO3JACHCTBUS
Meau M cepebpa HEOOXOIUMO HCIOJIb30BaTh MHUKPOMOJISIPHBIA WHTEPBAT HX
KOHLEHTpALNii, HAYMHAsl OT ECTECTBEHHOTO YPOBHS 10 YPOBHS, XapaKTEPHOTO IS
CUJIBHO 3arpsi3HEHHBIX BOJHBIX SKOCHCTEM.

I'eTeporeHHbIli XapakTep 4YyBCTBUTEJNBHOCTH KJIETOK MHUKPOBOIAOPOCIEH K
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JENUCTBUIO TOKCUKAHTOB Ha UX ()OTOCUHTETUYECKUI anmapar BO3MOXHO BBISIBUTH C
NOMOIIbI0  MHUKPO(DIYOPUMETPHUUECKOTO  aHalh3a  OAMHOYHBIX  KIIETOK,
MpUHAAICKAIINX MO0 OJTHOM, TMOO Pa3TUYHBIM TAKOCOHOMHUYECKUM TpyTIaMm.

OTtnenbHbIE TaKCOHOMHYECKHE TPYNIbl BOJHBIX (DOTOCMHTE3UPYIOMIMX
MUKpPOOPraHU3MOB, OOJIaJAIOIIME PA3JIMYHON YYBCTBUTEIBHOCTBIO K JIEHCTBHIO
TOKCUKAHTOB, JIal0T COOTBETCTBYIOIIUI BKJIAJ B 00II€€ COCTOSHUE DKOIOTMUECKON
BOJHOW CHCTEMBI B Pa3JIMYHBIX YCIOBUSAX.

Hayuynasi HoBU3HA padoThbI

[IpoBeneHHBIN CpaBHUTENBHBIN aHAIW3 ACUCTBHUS MOHOB MEIHU U cepedpa Ha
MHKPOOPTraHU3MbI PAa3HBIX TAKCOHOMUYECKUX TPy — 3€JIEHYI0 MUKPOBOJAOPOCIIb
U 1UaHOOAaKTEpHUI0 — C MHCIOJb30BAHUEM CIEKTPOCKOIIMM U  aHajau3a
¢uiyopeclieHIIMM Ha TMOMY/ISIMOHHOM YpPOBHE M OJMHOYHBIX KJIETKaxX MoKa3ail
HapyLICHUE JUHENHOTO TPAHCIIOPTA MIEKTPOHOB MEKY KOMIIOHEHTAMH JIEKTPOH-
tpancnoptHoil nienu (OCII, XMHOHBI, TNIACTOXWUHHOHBIN KOMIUIEKC, IIMTOXPOMHBIN
komiuieke, @PCI), ycuieHue 3auUTHBIX MEXaHU3MOB (HEPOTOXMMHUYECKOE
TYIIICHUE).

N3yuenne MHAYKIUU (QIyopeclieHInU XJI0po(uia Ha OIMHOYHBIX KIIETKax
BBISIBUJIIO TE€TEPOTEHHOCTh WX YYBCTBUTEIBHOCTH K JIEMCTBUIO TOKCUKAaHTOB, a
TaK)K€ TIO3BOJMJIO OOHApYKUTh CKPBITOE TOKCHUECKOE BO3JEUCTBUE, HE
MIPOSIBJISIFOIIEECS MTPU UCCIIEAOBAHNN CYCIIEH3UU KIIETOK.

Teopernyeckas U MPAKTHYECKASA 3HAYUMOCTH PadOThI

Teopernyeckasi 3HAYUMOCTb:

PaGora BHOCMT BKJIaJ B TIOHMMAaHHE MOJEKYJISPHBIX U KIETOYHBIX
MEXaHU3MOB  JEUCTBUA  TSKENBIX  METANIOB  Ha  (POTOCHMHTETUYECKHE
MHUKPOOPTaHU3MBI.

Y TO4YHEHBI IPUHIUIIBI B3aUMOJIEUCTBUS MOHOB Cu*" 1 Ag" ¢ KOMIIOHEHTaMU
@OCII 1 hoTo3amUTHEIMA MEXaHU3MaMH.

HccnenoBanne mNpeaoCTaBiIs€T HOBBIE JaHHBIE O B3aUMOCBSI3H MEXKIY
YCIIOBUSIMU OCBEIICHHUSI U TOKCHYECKUMHU 3P (EeKTaMu METaIOB, YTO BAXKHO IS

IIOHMMAaHHA agallITalluOHHbIX MCXaHHU3MOB Cl)OTOCI/IHTC3I/Ipy}0H_II/IX OpTraHU3MOB.
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Pa3BuThl npencTaBieHUs O POJU KIETOYHOM TETEPOreHHOCTH B OLIEHKE
TOKCUYHOCTH B MOMYJISALMIX MUKPOOPTaHU3MOB.

IIpakTH4eckas 3HAYNMOCTb:

[Tony4yeHHbie pe3ynbTaThl U METOAOJOTUYECKHUE MOIX0AbI, AMPOOUPOBAHHBIC
B paboTe, MOTYT OBITh HCIOJB30BAHBI MPH Pa3padOTKE BBHICOKOUYBCTBUTEIbHBIX
HKCIIPECC METOOB IKOJIOTMYECKOr0 MOHUTOPUHTA 3arps3HEHUN BOJHBIX 0OBEKTOB
TSOKENBIMU METAJUTAMU U APYTUMU KCEHOOMOTHUKAMHU.

MeTononorus CneKTpalbHOTO aHaIn3a (PIyopecleHIIU OMUHOYHBIX KIETOK
MOKET OBITh aJaNTHUPOBAHA JIJII PAHHEH NTUAarHOCTUKUA TOKCHUKAHTOB B MPUPOTHBIX
Y IICKYCCTBEHHBIX IKOCHUCTEMAX.

BoisBrieHHbIE pa3iuyus B YCTOWYMBOCTH MHUKPOOPTAaHM3MOB K HOHAM
METaJUIOB TO3BOJISIFOT MCHOJb30BaTh Synechocystis sp. PCC 6803 kak momeb
ycroitunBocTH, a Scenedesmus quadricauda — kak MHIUKATOP YYBCTBHTEILHOCTH
B OMOTECTUPOBAHUH.

CreneHb 10CTOBEPHOCTH U anIpodanus pe3yibTaToB

JIOCTOBEpHOCTh TMOJIyY€HHBIX B pabOoTe pe3ylbTaToB IOATBEPKIAETCS
UCIIOJIb30BAaHUEM COBPEMEHHBIX OOOpYIOBaHUS M METOAMK, OTHOCAIIUXCA K
HaMpaBJICHUIO YKOJOTHYECKON OMO(U3NKH, a TaKKe UCIIOIb30BAaHUSI COBPEMEHHBIX
IpOrpaMM M MOAXOA0B CTATUCTUYECKONW 00paOOTKH MOTYYEHHBIX JaHHBIX.

[lomyuennsie  pe3ynpTaThl OBUTM  JOJNOXKEHBI HAa  MEXKIYHApPOIHBIX
KOH(pEepeHIMsIX ¥ OMyOJMKOBaHbI B PELEH3UPYEMBIX MEXKIYHAPOAHBIX U
OTEUECTBEHHBIX KypHaIax, BXOJAIIMX B MOMCKOBbIe 0a3bl qanHbix: PUHLI, Scopus
u Web of Science.

Amnpobanust  cocrosuiach  Ha  3acemaHu  Kadeapbl  Omodu3MKH
ounonorudeckoro ¢gakyiasrera MI'Y umenn M.B. JlomonocoBa (9 centsops 2024 r.;
npotokos Ne 11).

Cnmcok myOuKanumii:

OcHoBHble nyOaukanuu [[3s Illynpuao no Teme jguccepranuu B
pELEH3UPYEMbIX HAayYHBIX HM3JaHMSIX, UHJEKCHUpYyeMbIX B 0azax maHHbix Web of

Science, Scopus, RSCI, pexomeHZOBaHHBIX [JIsi 3alIUTHI B JAHCCEPTAIMOHHOM
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coere MI'Y mno cneumanpHoctd 1.5.2. buodmsuka u 1.5.15 Dxonorus
(Onomornyeckue Hayku) (B CKOOKax WpHUBEIEHBI KBApTHIIb, WMIAKT-(HAKTOP
JKYpHaJia, 00BEM Hy6J'II/IKaHHH B II€YATHBIX J'II/ICTaX/BKJIaI[ dBTOpa B IICYATHBIX
JIUCTAXx).

1. Pirutin, S. K., Jia, S., Yusipovich, A. ., Shank, M. A., Parshina, E. Y., &
Rubin, A. B. Vibrational spectroscopy as a tool for bioanalytical and biomonitoring
studies. International Journal of Molecular Sciences. 2023. 24(8), 6947. P. 1-35.
DOI: https://doi.org/10.3390/ijms24086947. (Q1, IF- JIF -4,9, 4,04/0,81 ).

2. Sergey Pirutin; Dmitrii Chaikovskii; Mikhail Shank; Mikhail Chivarzin;
Shunchao Jia; Alexander Yusipovich; Oleg Suvorov; Yuehong Zhao; Dmitry
Bezryadnov; Andrey Rubin. Investigation of cell damage induced by silver
nanoparticles in a model cell system. // Pharmaceutics. 2025, 17, 398. pp. 1-29.
https://doi.org/10.3390/pharmaceutics17040398. (Q1, JIF - SJR -4,9, 3,35/0,37
ILJL).

3. C. K. Ilupytun, M. A. lllank, L. 31, 1. B. Kontoxos, /. A. TonopeHko,
P. H. Yepsumos, I1. B. ®ypcosa, JI. ®. Kabamnuukosa, T. 10. [Imtocauna, C. C.
Xpymes, I. 1O. Puzanuenko, A. b. Pyoun. KommiekcHbiii aHanu3 BO3ACHCTBUS
MOHOB MEOM Ha TMEpBUYHBIE Tpolecchl  (OTOCHHTE3a IMPECHOBOIHOMN
MukpoBonopocin  Scenedesmus quadricauda 1o pesyabraram  U3MepeHUi
dbnyopecueHniun  xjgopodusiia B CYCHEH3MM U HA OJAMHOYHBIX KJeTKax. //
Komnrerotepusie uccnenoBanuss u moaenupoanue. 2025. T. 17 Ne2. C.293-321.
(Q4, IF-0,22, 3,35/0,33 1m.11.).

JonosHurtenbubie nyoaukanuu L34 LllyHsuao mo Tteme auccepraunu B
PCUCH3UPYCMbBIX HAYYHbBIX U3JIAHUAX.

1. Shank M., Jia S., Turovetsky V., Pirutin S. Damaging effect of carbon
nanoparticles on the cell membranes of peritoneal macrophages of mice //
Biophysical Reviews, Springer Verlag (Germany), 2023. Vol. 15, pp. 1425-1861. P.
1721. DOI: https://doi.org/10.1007/s12551-023-01150-w. (Q1, IF Jci 0,77;
0,12/0,04 m.11.).

2. O3a ., Ilank M.A., [Tupytun C.K., Koagpatses I1.A., CyBopos O.A.
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MOJICIIbHOE HCClIeoBaHNe HaHodacThll 1 noHoB // M3Bectus larlAY. — 2024. — T.
2(22). C.354-64. DOI: 10.52671/26867591_2024 2. (1,27/0,32 m.11.).

3. auk M.A., I3a L., ITupytun C.K., Kongparees I1.A., CyBopos O.A.
OneHka BO3MOXHOCTH MCIHOJB30BaHUM HAHOTEXHOJOTMYECKOW MPOIYKLUHUUA B
nuieBbIX U onorexHomnorusx // U3sectus Jdar['AY. — 2024. — T. 2(22). C.364-373.
DOI: 10.52671/26867591 2024 2. (1,16/0,29 m.11.).
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JIMYHBIA BKJIAJ aBTOpPa

Cowuckarenem moj pyKOBOJACTBOM HAy4HOTO PYKOBOAHUTENS ObLT pazpaboTaH
mwiad paboThl, CPOPMYIUPOBAHBI 1EIb W 3aJa4d HUCCJICNOBAaHUSA, a TaKXKe
CaMOCTOATENILHO OCYIIIECTBIEH TTOUCK U 00pabOoTKa HAy4YHOMU JIMTEpaTyphl 1O TEME
nuccepraii. CIUIaHUPOBaHbl M MPOBEJAEHBI SKCIIEPUMEHTHI, COOTBETCTBYIOILKE
MIOCTABJIICHHBIM 3a/ladyaM, BBINOJHEHBl CHCTEMATU3ALMSA, CTPYKTYpPUPOBAHUE U
aHaJIU3 TMOJIYYEHHBIX pe3yapTaroB. (CaMOCTOSATEIbHO M3JI0XKEHBl TMOJIOXKEHUS,
BBIHOCUMBIE Ha 3aIIUTY, 3aKJIF0YEHUE U BHIBOBI.

OCHOBHBIE TIOJIOKEHHSI U PE3YNIbTAThl UCCIICTOBAHUS U3JI0KEHBI B HAYUHBIX
CTaThsX, OMYOJMKOBAHHBIX COMCKATelieM B coaBTOpcTBe. B crarhe [1] aBTOpOM
OpoBeAEH aHalIu3 METOAOB CHEKTPOCKONMMM KOMOMHAIIMOHHOTO —paccesHus,
MPUMEHSIEMBIX B DKOJOTMYECKOM MOHUTOPHUHIE PA3JIMYHBIX 3arps3HEHUMU.
Couckaremo npuHamiexar paszpensl: 3.4.4, 3.4.9, 4.1.1, 4.1.4. B craree [2]
COMCKATENII0 TMPUHAJJIeKAT: THUIOTe3a O BIUSHUUM HOHOB cepedpa mpH
MOBPEXJICHUN KJIETOUYHBIX MEMOpaH HaHOYacTHIAMHU cepedpa; HccieqoBaHUe
CHEKTpPaJbHBIX CBOWCTB HAHOYACTHUI[ cepedpa; aHanu3 BIUSHUA TpPO- U
AHTUOKCUIAHTHBIX ()aKTOPOB Ha MOBPEXKICHHUE KICTOYHBIX MeMOpaH. Couckareto
B OTOM crarbe npuHajiexar pasgensl: 3.1.1, 3.4. B craree [3] couckaremnto
NpUHAAJICKAT: TOCTAaHOBKA IENM M 3a7ad MCCIeNoBaHus, pa3paboTka U
IUIAHUPOBAHUE CXEMbl S3KCIEPUMEHTA, TMOIYYEHUE PE3YJAbTaTOB IO KUHETHKE
(duyopeclieHIIMM CYCNeH3Ul KJIETOK MHUKPOBOIOPOCIEH M KHHETHKE WX POCTa.

Cowuckarento B 3TOH cTaThe NMpUHaIexKar pazaensr: 2.1, 2.3.1, 3.2, 3.5.
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2. O0630p suTEpPATYPHI
2.1. MuxkpoBoaopocu

MuKpoBOIOpPOCTH, KaK KJIIOUEBBIE TMEPBUYHBIC MPOAYIICHTHI B BOTHBIX
IKOCHUCTEMaX, WIrpalT (QyHIAMEHTAIBHYIO POJb B MOIIACPXKAHUH TIOOATBHBIX
OMOTCOXMMUYECKHUX ITUKIIOB, BKJIIOUas yriepoanbiidi n a3otHbid (Falkowski, 2012;
Field et al., 1998). Mx BbicOKass 4yBCTBUTEIBHOCTh K M3MEHEHUSIM OKpYKarolen
Cpelbl, TAaKUM KaK 3arps3HEHUE TOKEIBIMA METaJUIaMH, JCIaeT WX BaKHBIMU
OMOMHAMKATOPAMH SKOJIOTHYECKOro cocTtossHus BojoeMoB (Torres et al., 2008;
Kumar et al., 2015). B 3KOTOKCHKOJIOTHUECKUX HCCIETOBAHUSX MUKPOBOIOPOCITHU
CIIy>)KaT MapKEepHBIMH OpTaHW3MaMH JJI OIEHKH SKOJIOTHYECKUX PHCKOB, UYTO
MOTYEPKUBAET 3HAYUMOCTh M3YUYEHUS UX (DOTOXUMHUYECKHX PEaAKIIUi B KOHTEKCTE
3arpsi3HeHHs BOJAHBIX dKocucTeM (Wang et al., 2021).

2.1.1 Kparkuii 0030p mMuKpoBoaopocieii. Mopdosoruyeckue,

¢pusnonornyeckue 1 GMOXUMHYECKUE XaPAKTEPUCTHKH

MuKpoBOIOpPOCIN MPEACTABIAIOT CO00M MOAUPUIETUYECKYIO TpYyHILy
(OTOCUHTE3UPYIOIIMX  OPraHU3MOB,  BKJIIOYAIOIIYIO  OJHOKJIETOYHBIE U
KOJIOHHAJIbHBIE (POPMBI, OOMTAIOIINE B MPECHOBOJHBIX M MOPCKUX IKOCHCTEMAaX
(Raven & Giordano, 2014). Mopdosorudecku OHU BapbUPYIOTCS OT OJMHOYHBIX
kieTok, Takux kak Chlorella vulgaris, 710 HUTYATBIX WK KOJIOHUATIBHBIX CTPYKTYD,
Takux kKak Anabaena unu Pediastrum (Graham et al., 2009). ABropamu Hessen et
al., 2002 noka3aHo, 4To MOpPQOJOrvyecKas IIACTUYHOCTb MHUKPOBOJOPOCIEH
MO3BOJISIET UM aJIalITUPOBATHCS K M3MEHEHHUSM OCBEIICHHOCTU U TEMIIEPATYPhl, UTO
00yCITOBJIICHO BapraOeIbHOCTHIO KJIECTOYHBIX CTCHOK M IMUTMEHTHBIX KOMILICKCOB.
B uccnenoanuu Liirling & Van Donk, 1997 ycranoBieHO, 4TO HEKOTOPBIC BHJIbI
U3MEHSIOT (opMy U pa3Mmep KIETOK B OTBET Ha OMOTHYECKHE (DAKTOPBI, YTO
OTpa)kaeT MX PKOJIOTUYECKYIO aJalTUBHOCTb.

dusznonornyeckue  OCOOEHHOCTH  MHKPOBOJOPOCIEH  OMPENENSIOTCS
BBICOKOM  3(dekTuBHOCThIO  (OTOCHMHTE3a,  OOYCJIOBJIEHHOW  HaJu4YueM
XJIOPOILJIACTOB C MUTMEHTAMH, BKIIIOYas XJIOPOPWIUIBI & U D M KapOTHHOWIBI

(Falkowski & Raven, 2007). 3T murMeHTsl 00€CTICUMBAIOT TMOTJIONIEHNE CBETA B
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HIMPOKOM CIIEKTPAJIbHOM JIMafa3oHe, 4YTO JelaeT CIEKTPAJIbHbIE 3KCIPECC
onodu3nyeckre METObl, Takue Kak aHaiau3 yopecteHuu xjaopodumia (OJIP-
KpuBbI€), 3O (DEKTUBHBIMU 711 U3y4YeHUs1 GOTOXUMHUUYECKUX TpolieccoB (Strasser et
al., 2004). Asropamu Kalaji et al., 2014 npoapemonctpupoBano, uro OJIP-kpubie
MO3BOJISIIOT KOJIMYECTBEHHO oleHuBaTh dddextuBHOCTh dortocuctemsl 11 (OCII),
BBISIBIISISE HAPYIICHUS B 3JICKTPOHHOM TPAHCIIOPTE MOJT BO3ACHCTBUEM CTPECCOPOB,
TaKUX KaK TSHKEITbIC METaJLTbI.

buoxumuueckn MUKPOBOIOPOCIH XapaKTEPU3YIOTCS CI0XKHOM CHUCTEMOM
AHTUOKCUJIAHTHOM  3allUThl,  BKIIOYaromiell  (epMeHTh,  Takhe  Kak
CYNEpOKCHUANCMYyTa3a M Karaja3a, a TakKe HHU3KOMOJEKYJISPHBIE METaOOIUTHI,
BKJIIOUas TIyTaTHoH U ackopOar (Pinto et al., 2003). ABropamu Torres et al., 2008
COOOIIAeTCs, YTO TH MEXAaHU3Mbl HEUTPATU3YIOT aKTHBHBIE (HOPMBI KUCIOPOJA
(ADK), oOpasyroumecs Mpu OKUCIUTEIBHOM CTPECCE, BBI3BAHHOM TSKEIBIMU
Metaimiamu. B uccnenoBanuu Navarro et al., 2008 moka3zaHo, 4To WOHBI Ag', He
UMeroIne (PU3NOIIOTHUCCKON POJIH, MPOSIBISIIOT BBHICOKYIO TOKCHYHOCTD, HapyIas
dbepMeHTaTUBHBIE TIPOLIECCH U CTPYKTYPY XJoporuiactoB. ABropamu Kumar et al.,
2015 momyepkuBaeTcs, UYTO OMOXMMHUYECKHE OTBETHl MHKPOBOAOPOCIECH Ha
TSKEIJIBIE METaJUTBl BAPBUPYIOTCS B 3aBUCHUMOCTH OT BHA M YCIIOBHH BO3ICHCTBUS.

@OTOCUHTETUYECKUM  anmapar  MUKPOBOIOPOCIEH  JIOKAJIW30BaH B
MeMOpaHax XJOPOIIACTOB, NPEUMYIIECTBEHHO B THJIAKOWAAX, M BKJIIOYAET
dotocuctembl [ (OCI) u OCII, uutoxpomuslii komiuieke bgf, ATd-cunrazy u
nurMeHTHo-0enkoBbie  Komruiekchl  (Falkowski &  Raven, 2007). Hwxke

Mpe/ICTaBlIeHa CXeMa CTPOeHUs! (POTOCUHTETUYECKOTO anrmnapara (pucyHok 2.1.1).
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I Calvin-Benson Cycle I
" & nH
T T )

H,0 <= H,0, < O, 0, NADPH NADP* AT

stroma

H lumen
ApH + AW nH*
pmf

Photosystem I Cytochrome bg/f Photosystem | ATP synthase

Pucynox  2.1.1. Cxema cmpoenuss  gomocunmemuuecko2o  annapamad,
npeocmasnawas cooou uemovipe Kiouesvbix 0eIKo8blX KOMNIEKcd, 6CIMPOEHHbIX 8
MULAKOUOHYIO MeMOPpaHy homocunHmesupyouux opeanumos: gomocucmema 11
(hauunaem npoyecc omocuHmesa, NO2IOWAsL C8eM U UHUYUUPYS pAcujenieHue
8000bl C 8blOENIeHUEeM KUCI0p0oOa), yumoxpom be/f komniexc (nepedaém 31ekmpomsl
om @CII k DCI u cnocobcmseyem 006pazosanud NPOMOHHO2O 2PAOUEHMA);
gdomocucmema I (ucnonvzyem ceéem 0151 OanvHeliuie2o 8030yHcOeHUsl IIeKMPOHO8,
Komopuvle 3amem ucnonvsyromes 01 eoccmanosienusi NADP* 0o NADPH),; AT®-
cunmasa (ucnoavzyem npomoHHull epaduenm 0 cunmesa AT® uz AHD u
Heopeanuueckoeo ocgama). Bce Komniexcvt pabomarom — cO2NACOBAHHO,
obecneyugas npeooOpas06aHue C6emoBou SHEPeSUU 8 XUMUUECKYIO, HeoOX0OUMYIO

ons uxcayuu yenexucioeo 2asa 6 yuxie Kanvsuna (pucynox moouguyuposarn no

Stirbet & Govindjee, 2012).

Asropom Blankenship, 2002 mnoxka3zano, yto ®CII orBeuaer 3a (oToaus
BOJIbI, TEHEPUPYS AIEKTPOHBI, TPOTOHBI U KHcIopo, Toraa kak dOCI karanuzupyer
nepeHoc anektpoHoB Ha HAJID*, o6pazys HAJI®H. B uccnenoBannu Nelson &
Ben-Shem, 2004 ycranoBneHo, uto cBeTtocoouparomue komruiekcel (LHC)

YCUJIMBAIOT IIOIJIOIICHUEC CBCTa, nepcaaBas 9HCPIUro B036Y)KI[€HI/I$[ K
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peakimonHbM 1ieHTpam OCII (P680) u ®CI (P700). Apropamu Croce & van
Amerongen, 2014 npogeMoHCTpUpoBaHO, 4TO KapoTtuHouabl B LHC BhIMOAHSIOT
3alUTHYI0 (YHKIMIO, paccenBas W30BITOYHYIO DHEPTUI0 W TpeAoTBpalas
doToOKHCTUTENbHOE TIOBpexkaAeHNE. [luToXpoMHbIil KomIuieke b6f obecneunBaeT
aeKkTpoHHbI  TpancnopT Mexay OCII u ®OCI, nogaepxuBas HNPOTOHHBIN
rpagueHt st pabotel AT®-cuntaser (Cramer et al., 2011). B uccnenoBanuu
Kalaji et al., 2014 mnomuepkuBaercsa, uto Hapymenus B DCII, BbrI3BaHHBIC
TSOKENBIMA  MeTaJulaMu, TakuMu kKak Cu** m Ag', MOTyT OBITb KOJUYECTBEHHO
oueHeHbl ¢ nomoubto  OJIP-KpuBBIX, YTO MOATBEP)KIAET 3HAYUMOCTH
CHEKTPATBLHBIX METOMOB AJIs U3yUeHUsI (POTOXUMUIECKUX MPOIIECCOB.

2.1.2. Muxposogopociab Scenedesmus quadricauda. MopdoJiornueckue,
¢pu3HosoruvecKkue H OHOXUMHUYECKHE XapAKTePUCTUKH

Scenedesmus quadricauda — mpecHoBomHAs 3elieHas MUKPOBOJIOPOCIH U3
kiacca Chlorophyceae, mupoko pacnpocTpaHeHHass B 3BTPO(HBIX BOJOEMax M
UCToJb3yeMass B OWOTEXHOJOTMM M  DKOTOKCHMKOJIOTHMH Onmaromapsi CBOeH
aIanTUBHOCTH ¥ BhICOKOM mponyktuBHOCcTH (Hegewald, 1997; Korozi et al., 2023).
Mopdonornuecku S. quadricauda xapakTepusyeTcsi KOJOHHAIBHOW OpraHu3alue,
oOpa3zysi 1leHOOMM M3 2—8 KJETOK, 4Yamle Bcero 4, pacrojOXEHHBIX JIMHEHHO
(Trainor, 1996). Knetku nuianHAPUYECKON WM BEPETEHOBUIHON (hOPMBI, NITUHOM
10-22 MKM, MMEIOT JKECTKYIO KJICTOYHYIO CTEHKY, COCTOSIIYIO W3 IIEJUTIONIO3HI,
TeMHUIICTUTIONO3bl M TIEKTUHOBBIX CIIOEB, OOECIIEYMBAIONIMX YCTOMYMBOCTh K
BHemHUM ctpeccopam (Trainor, 1996). B wuccnemoBanuu Wong et al., 2015
YCTaHOBJICHO, 4YTO TIOJ BO3ICHCTBHMEM MHUTATEIILHOTO CTpecca, Halpumep,
nedunmTa azora, IJMHA KJIETOK yBEJIMYMUBACTCS M0 22,5 MKM, a 1IEHOOMH MOTYT
pacmagaTbCsi Ha OJHOKJIETOYHBbIE (OPMBI, CBUAECTEIBCTBYS O MOP(HOIOTHYECKOM
miactuuHoctu (Liirling & Van Donk, 1997). Ha pucynke 2.1.2 npeacrtaBieHbl

HEKOTOpbIE BapHaHThI IIeHOOMI Scenedesmus quadricauda.
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20 pm 20 pm
Pucynox 2.1.2. Ilenobuu Scenedesmus quadricauda u3z o0eyx xnemox (A) u

yemvipex (B) (pucynok moouguyuposan no (Nikiforov-Nikishin et al., 2021).

Scenedesmus quadricauda JIeMOHCTpHUPYET BBICOKYIO  CIIOCOOHOCTH
aJanTUPOBATHCS K U3MEHSIOMIMMCS YCIOBUAM Cpelibl. Ee ClIOKHbBIE XJIOPOILIACTHI
COJIEp’KaT MHOTOCJIOWHBIE THJIAKOMJHBbIE MEMOpaHbl, KOTOpPbIE  SIBISIOTCS
OCHOBHBIMHM y4YaCTKaMH CBETOBOM (a3bl QorocuHTe3a. B  xyopormacrax
COCPEIOTOYEHO MHOXECTBO (OTOCHUHTETUYECKMX IUIMEHTOB, TaKUX Kak
xJI0pouiI a ¥ b, KOTOpbIE HE TOJBKO MOIIOIIAIOT CBET, HO U MEPEAat0T SHEPTUIO U
SJIEKTPOHBI B peaklMOHHBIE HEeHTPHI (hoTocuHTe3a (Johnson, 2016). Scenedesmus
quadricauda cmocoOHa peryaupoBarh COJACpXKaHHWE XJIOpOo(HIa U aAKTHBHOCTH
OCII, yToOBI aMaNTUPOBATHCS K W3MEHEHUSIM UHTEHCUBHOCTH CBETa, TEM CaMbIM
MOJAJIepKUBasi  BBICOKYIO 3(h(EKTUBHOCTL (POTOCHHTE3a B  HM3MEHSIOIIUXCS
CBETOBBIX yCIIOBUSIX.

dusnonornyecku S. quadricauda oTudaeTcsi BBICOKOH (POTOCHHTETUIECKOM
aKTMBHOCTBIO, 00ycioBiaeHHOH 3¢ dhextuBHoi padotoit ®CI u ®CII (Ouyang et al.,
2012). Asropamu Korozi et al., 2023 npoaeMOHCTPUPOBAHO, YTO B YCIOBHUSX
MHUKCOTPO(PHOTO pocTa C MCHOJIB30BAHUEM KpPACHOIO CBETa MaKCHUMalbHas
ckopocTh pocta pocruraer 0,89 menp ', a Omomacca — 1,86 1/11, 9TO MPEBOCXOIUT
rereporpodHbiec ycnoBus. B uccnenopannu Napiorkowska-Krzebietke & Stawecki,
2019 ycranommeno, urto mapamerp Fv/Fm (MakcumaibHass —KBaHTOBAs
apdextuBHocTs DCII) ocraercs cTaOWIBHBIM NpPU YMEPEHHBIX CTpeccax, HO
CHW)KAETCSl MPHU BO3JECHUCTBUM BBICOKMX KOHILIEHTpauui Hukens (10 mr/m), urto

yKa3blBaeT Ha WHTHOMpoBaHME (oToxuMHUECKHX mporeccoB. S. quadricauda
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crocoOHa K MUKCOTPO(PHOMY MeTabOIM3MYy, UCIIONIb3Ysl OPraHUYeCKUE UCTOYHUKH
yriepoa, Takue Kak III0K03a MM KCHJI03a, YTO MOBBIIIAET HAKOIIJICHUE JTUMHIOB
10 33,1% ot cyxoit maccel (Song & Pei, 2018).

Scenedesmus quadricauda oOmagaeT MOIIHBIMH AHTHOKCHIAAHTHBIMH U
METa0OMYECKUMH  QaNTallMOHHBIMU  criocoOHOCcTsMu.  OCOOCHHO — TIpHU
BO3JICHCTBUM TaKWX 3arpsi3HUTENCH, Kak TshKenble MeTauibl (Hampumep, Cu*t u
Ag'), BOAOpOCHH AaKTUBHPYET AHTHOKCHUAAHTHbIE (EpPMEHThl i1 OOpBHOBI C
OKHUCJTUTEIIBHBIM CTPECCOM, YMEHBIAas HAKOTUICHHE aKTUBHBIX (OpPM KHCIOPOIa
(ADK) (Foyer & Shigeoka, 2011). DOTu aHTUOKCHUIAHTHBIE (DEPMEHTHI
HedTpanu3yor u30biTok  ADK, mnpemorBpamas [IOJI u  okuciurenbHoe
MOBPEXJIeHHUE OCJIKOB, OJICPKUBast pEAOKC-0aIaHC KIETKU.

buoxumuuecku S. quadricauda 6orara 6enkamu (8—56%), yresomamu (10—
18%) u munupamu (12—-14%), 4To AenaeT ee NepCHeKTUBHOMN NI OMOTEXHOIOTUU
(Wong et al., 2015). Asropamu Pancha et al., 2015 moka3aHo, 9TO IpHU a30THOM
TOJIOIAHUYN COAEPHKAHME JIMIUIOB Bo3pactaeT 10 27-34%, a ymieBoioB — 110 46-
50%, dYro CBsI3aHO C AaKTUBAIMEW MyTeW CHHTE3a HEUTPaJbHBIX JIMIUIOB H
yreBoaoB. B nccnenosanuu Kafil et al., 2021 ycTtanoBiaeHo, 4TO TIpH BO3ICHCTBUN
Cr(VI) (5-10 mr/m) yBenuumBaeTCsl MPOAYKIIMS MOHOHEHACHIIIEHHBIX JKUPHBIX
kucinor (MUFA), takux xak C16:1 m CI18:1, Torma kak comepkaHue OEIKOB
camkaercs (Maeng et al., 2018). AHTHOKCHIAHTHas CUCTEMa, BKJIIOYArOIIAs
CYIIEPOKCUAIUCMYTa3y H Karajasy, aKTHBUPYETCS IpPU CTPecce, BBI3BAHHOM
TSOKEJIBIMUA METaJlJIaMH, HeUTpanu3ysi akTuBHbIE (opmbl kuciopona ADK (Maeng
et al.,, 2018). B wuccinenoBanuu Korozi et al.,, 2023 nomuepkuBaeTcs, 4YTO
HAKOTUICHUE KapOTHHOMJIOB, TAKWX KaK JIIOTEHMH, BO3PACTAET MPU MUKCOTPODHHOM
KyAbTUBUPOBAHUM TOJ JKEIATBIM CBETOM, 4YTO CBSI3aHO C 3alUTOM  OT
(hOTOOKUCIICHUS.

Cymmupyss  uHpOpMaIuio  BbIMIE,  OOJBIIMHCTBO  HCCIEAOBAHUMA
dbokycupyroTcs Ha o00mmx (U3MOIOTUYECKUX U OMOXMMHUYECKHUX MapKepax
CTpecca, TakKMX Kak pocT U nmurMeHTHwIM coctaB (Pinto et al., 2003). Onnako

JAHHBIX O BO3JEHCTBUHU TSKEJBIX METAJUIOB, TakuX Kak Cu®" u Ag*, Ha IepBUYHbIE



24

q)OTOXHMH‘{CCKI/IC pCaKnnu, U3y4YCHHBIC C ITOMOIIbIO 6I/IO(I)I/I?>I/I‘{€CKI/IX METOAOB, U

YUUTBHIBAIOIINX MHOKECTBO MapaMeTpoB, He Tak MHoro (Kalaji et al., 2014).

2.1.3. Scenedesmus quadricauda xak MoOJEJbHBIIi O00BEKT JIA

HCCJIeJOBAHUS TOKCHYECKOI0 /1efiCTBUS PAa3JIHYHbIX KCEHOOMOTHKOB

Scenedesmus quadricauda siBiseTcst MPU3HAHHBIM MOZEIBHBIM OOBEKTOM B
HKOTOKCHUKOJIOTUYECKUX  HCCIEIOBAHMUAX  Oynarogapss CBOEH  SKOJIOTUYECKOU
3HAYUMOCTH, BBICOKOM YYBCTBUTEIBHOCTH K KCEHOOMOTMKAM M MPOCTOTE
kyneTuBupoBanus (Hegewald, 1997; Korozi et al., 2023). S. quadricauda
BKJIFOUEHA B MEXIYHAPOAHbIE MPOTOKOJIbI TECTUPOBAHUS TOKCUYHOCTHU (HaIpUMeEp,
OECD Test No. 201), tak xak ee (uU3HOIOTHYECKHE U OMOXMMHYECKHUE OTBETHI,
BKJIIOYass pocT, (OTOCUHTE3 U AHTHOKCHJAHTHYIO aKTUBHOCTb, OTPAXKAIOT
BO3JICHCTBUE IIMPOKOIO CIEKTpa 3arpsA3HUTENCH, TAKUX KaK TsDKEJbIe METasulbl,
necTUlubl U HaHoyacTuipl. B uccinemoBanum Lirling & Van Donk, 2003
MOKa3aHo, 4TO Mop¢oJioruueckas IUIACTUYHOCTh BHJIA, BKJIOYash oOpa3oBaHUE
IIMIIOB Ha IEHOOMSIX TMOJA CTPEecCOM, JEeJaeT €ro YAOOHBIM Uil HU3y4YeHUs
HKOJIOTUYECKUX B3aMMOJCHCTBUN. BbICOKas pempomyKkTHBHAs CIOCOOHOCTh U
KOPOTKHUM KU3HEHHBbIN 1UKI (24-48 4dacoB) oOecrneunBarOT BOCIPOU3BOAUMOCTD
skcriepumenToB (Trainor, 1996).

Bricokas 4yBCTBUTENBHOCTh K CTPECCOBBIM (PAKTOPAM OKPYXAIOLIEH CPeJIbl
U CHOCOOHOCTH K OBICTPON peakluu AENaloT €€ UAealbHbIM MHCTPYMEHTOM JIJIst
onomonuTOpuHTa. SCenedesmus quadricauda akTHBHO HMCITOJIB3YETCS Ui OLICHKH
TOKCUYHOCTH TSKEJBIX METAJJIOB, KOTOPBIE MPEACTABIAIOT CEPbE3HYI0 YIpPO3y
BOJIHBIM DKOCHCTEMaM U3-3a UX OMOIOCTYITHOCTH U CTIOCOOHOCTH HAKAIIMBAThCS B
ouore (Kumar et al., 2015). IIpu Bo3nelicTBUM TSKETBIX METAJUIOB, TakuX Kak Cu?t
u Ag', UHTUOUPYIOTCS (POTOCHMHTE3, B YACTHOCTU 3a CYET HapylIeHHs (YHKIUN
dotocuctemsl II, yTo mpuBOAMT K OJOKMPOBKE IIENMU TEPEHOCA DJIEKTPOHOB H
CHIKeHHUIo oOiei apdexkruBHocTu Porocuntesa (Kalaji et al., 2017).

Kpome Toro, Bo3aeiicTBrE TSHKENbIX METAIIIOB YBEJIMYMBAET TPOHUIIAEMOCTD

KJIeTOUHBIX MeMmOpan Scenedesmus quadricauda, BeI3bIBasi aucOajaHC HOHOB
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BHYTPHU U CHapyku KJeTku. OcoOeHHO Mnpu BbIcOKOM KoHIeHTpanuu Cu*t uim Ag*
3HAYUTEHHO TOBHIIIACTCS YPOBEHb HOHOB KaJNbIMS B KJIETKE, MOCKOJIBKY ATH
MeTaJuIbl HApYIIAOT padOTy KaJIbIIMEBBIX KaHAJIOB Ha KJIETOUYHBIX MEMOpaHax, 4yTo
OPUBOJIUT K OOJNBIIOMY MPUTOKY Kalbliug BHYTph kieTku (Foyer & Shigeoka,
2011). B orBer Ha 3tm cTpeccel Scenedesmus quadricauda yBenuumBaeT
aKTUBHOCTh AQHTHUOKCHJIAHTHBIX ()EPMEHTOB, TaKUX KaK CYNEPOKCHIIUCMYyTa3za U
Karajiaza, Koropsle HelTpanu3ytoT AOK 1 yMEHbIIAIOT MOBPEKICHUE KIETOYHBIX
MeMmOpan u ¢otocuctemsbl, 3ammiias ¢Qynkuuu kietku (Park et al, 2020). B
uccienoBanun Wang et al, 2019 ycraHoBieHo, 4to HOHBI cepebpa (Ag"),
BBICBOOOXK/Ta€MBIC W3 HAHOUYACTHUII, MPOSBISIOT BBICOKYID TOKCHYHOCTH IS
onm3koro Buaa Scenedesmus obliquus, cHrkas TMrMeHTHBIH cocTaB (Xopoduiut a
u b) ma 20-30% wu Hapymas MeMOpaHHYIO IEJIOCTHOCTb, YTO MpEAINoiaraet
cxokue 3hdekrer g S. quadricauda. B wuccnemoBanmu Yong et al. (2019)
U3y4aIuCh (PU3MONIOTHYECKHE U METAa0OJMYECKUE pPEaKIUu MPECHOBOIHOMN
MUKpoBogopocin Scenedesmus quadricauda Ha TOKCHYHOCTh HHKENS IIPH
temneparypax 25 °C u 35 °C,

TokCMYHOCTH TSXKENBIX MeTaIoB il S. quadricauda cBsizaHa ¢ uX
criocoOHOCThI0 TeHepupoBaTh ADK, BbI3bIBAIONINE OKHUCIUTEIBHBIM CTpecc U
noBpexaeHue kieTounbix cTpyktyp (Pinto et al.,, 2003). Aropamu Dao &
Beardall, 2020 noka3ano, yto Cu*" uHruOupyer 3nekrpoHHbid Tpancnopt B OCII,
cHmkasg 3¢hPexkTuBHOCTh (HOTONM3a BOABI, YTO MOJATBEP)KIACTCS YMEHBIICHUEM
napamerpa O®CIl (kBanToBast »ddexruBHocts DOCI) wHa 15-20% mnpu
xkoHueHtpauuu 0,5 mr/n. Asropamu Leong & Chang, 2020 noguepkuBaeTcsi, 4To
Ag" B xonnentpanusax 0,01-0,1 Mr/a BeI3bIBaCT aronTo30MoA00HbIE H3MEHEHHUS B
S. quadricauda, Bkmtouast ¢parmenTanuio JJHK u morepro MUTOXOHAPHAIBHOIO
MeMOpaHHOTO MOTEHIIHAIA.

[Tomumo TsKenBIX MeTauioB, S. quadricauda ucmonb3yeTcss IS OIEHKH
TOKCUYHOCTH OpraHudeckux kceHooOmorukoB. Amtopamu Chen et al.,, 2019
MOKa3aHO, 4YTO TepOuLua aTpa3uH B KoHIeHTpauuu 0,1 Mr/a cHMXKAaeT CKOPOCTb

pocta S. quadricauda wa 40% 3a 96 dacoB, Hapymas CcHHTE3 XJopodwuia u
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akTuBHOCTb  (pepmenta RuBisCO. Apropamu Song &  Pei, 2018
IPOJEMOHCTpUPOBaHO, dYto S. (uadricauda cmocobHa OwWomerpaaupoBaTh
HEKOTOpbIE OpraHWYECKHE 3arpsA3HUTENM, Takue Kak ¢eHoubl, Onaromaps
aKTUBallMM (EPMEHTOB JIETOKCHKAIlMU, YTO IMOJYEPKUBAET €€ IOTEHIMal B
Onopemenanuu.

Scenedesmus quadricauda Ttak:ke MPUMEHSICTCS IS U3yUEHUS TOKCHIHOCTH
HAHOYACTHUI[, KOTOPHIE  CTAHOBATCA Bce  Oolee  pacmpoCTpaHEHHBIMU
3arpsizautensiMu (Wang et al., 2019). Asropamu Li et al., 2020 moka3aHo, 4To
HaHOYaCTHUIIbI okcuaa IuHKa (ZnO NPs, 50 Mr/i) BeI3bIBAIOT arperauio KJIeTok S.
quadricauda, caukas 6uomaccy Ha 25% u Hapy1as MEMOPaHHYIO TPOHUIIAEMOCTb.
B uccnenoBanuu Zhang et al., 2023 ycTaHOBJIEHO, YTO HAHOYACTHIIBI cepedpa
(AgNPs, 0,1 ™Mr/m) UHAYUUPYIOT OKHCIHUTENBHBIA CTPECC, MOBBIIAS YPOBEHb
manonauanpaerunaa (MDA) Ha 50%, 4To yKa3bpIBaeT Ha MOBPEXKIACHHUE JTUIUTHBIX
MeMmOpaH. DOTH 3h(EKTh YaCTHYHO OOYCJIOBICHBI BBICBOOOXKICHHEM HOHOB Ag*,
YTO MEPEKIMKAETCs C HuccienoBaHusIMU Tsokenbix MmerauioB (Leong & Chang,
2020). B uccnemoBanuu Shrivastava et al. (2022) Obuta oreHEHAa TOKCHUYHOCTh
XUMUYECKH CHUHTE3MPOBAHHBIX HAHOYACTUIl OKCHJIA IIMHKA HAa MHUKPOBOIOPOCIH
Scenedesmus quadricauda, BBISIBUB 3HAYMTEIBHOE WHTHOMPOBAHHE POCTA TIPU
koHreHTpamuu 100 mr/n mocne 120 4YacoB BO3IEWUCTBHS, UYTO MOAYEPKUBACT
MOTEHIIMAJT 3TOTO BHUJIa B Ka4e€CTBE OMOWHINKATOPA JJISI OIICHKH HAHOTOKCHUYHOCTH
B BOJIHBIX 9KOCHCTEMaX.

S. quadricauda sBiseTCS YHUBEpPCAJILHOW MOJCIBIO JUIA  HM3YyUCHHS
TOKCUYHOCTH KCEHOOHMOTHKOB, OJTHAKO OOJILIIIMHCTBO HUCCJIEIOBAHUH
COCPEIOTOUYCHO Ha OOIIUX MapKepax, TaKWX KaK pPOCT, MUTMEHTHBIA COCTaB H
aHTHOKcHAaHTHas akTuBHOCTE (Napidrkowska-Krzebietke et al., 2019; Chen et al.,
2019). Jlanuble 0 BO3JMEHUCTBUU TSDKEIBIX METaLioB, Takux kak Cu** u Ag', Ha
NEepBUYHBIC (POTOXUMUUYECKUE PEAKIUU, U3YUCHHBIE C TIOMOIIBI0 OMO(MU3UIECKUX
MetonoB (Hanpumep, OJIP-ananuz), ocratorcsa orpanndeHHbiMu (Dao & Beardall,
2020; Kalaji et al., 2014). Asropamu Korozi et al., 2023 mnomuepkuBaeTcs

HGO6XOI[I/IMOCTB HHTCTpAMU CIICKTPAJIbHBIX MCETOAOB JII OLCHKU HapymeHI/HZ B
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®OCII, yTo 0COOEHHO aKTyaJdbHO JUIsl Pa3padOTKU OMOMHAMKATOPOB 3arps3HEHUS.
[IpoGenbl B M3YyYEHHM MOJICKYISPHBIX MEXaHU3MOB TOKCHYHOCTH, BKJIIOUast
arorTo3 U FreHOTOKCUYHOCTh, TaKXKe TpeOyloT AanbHemux uccneaopanuii (Leong
& Chang, 2020). Hacrosiiiee uccneaoBaHue HapaBiIe€HO Ha BOCIOJHEHUE ATHUX
npobenoB, npumensas OJIP-ananu3 ans uzydeHus: GOTOXUMUYECKUX HAPYIICHUH,
Bb3BaHHBIX Cu?" u Ag' B S. quadricauda, 4yTo TO3BOJUT YIIIyOHTh MOHUMaHHE
MEXaHU3MOB TOKCHYHOCTH U pa3paboTaTh HAACKHbIE HHCTPYMEHTHI ISt
HKOJIOTMYECKOTO MOHUTOPHHTA.

PackpeiTiie MexaHu3MOB oTBeTa Scenedesmus quadricauda va pas3iudHbIC
3arpsi3HUTENIM M CTpaTeruil ajanTaluyd MOXET MOMOYb B pa3paboTke Oojee
Pa3HOOOpPA3HBIX TEXHOJOTUH MOHHUTOPUHIA M BOCCTAHOBJIEHUS OKpY)KaroIIen
cpensl. TakuM o6paszom, Mopdosiornyeckue, (pu3noIornueckue 1 OMOXMMHUECKHE
xapakrtepucTuku Scenedesmus quadricauda menmarorT €€ yaoOHBIM MOJEILHBIM
OpPTraHKU3MOM JJIsl UCCIIEOBAHUM BO3JECHCTBUS 3arpsi3HUTENIEH OKPYKaroIle cpesibl,

0COOEHHO TSKEJIBIX METAIOB.

2.2. [InanodaxkTepun

[Muanobakrepuu (Cyanobacteria) mpencTaBisitor co0oil ApeBHelne GopMbl
KU3HH W B COBPEMEHHOW KJacCU(UKAIIMK PacCMaTpUBAIOTCS B paHre oOTaena
BHYTpHU JoMeHa bakrepun. K HUM OTHOCATCS CpaBHUTEILHO KPYIHBIE U CIIOXHO
OpraHU30BaHHbIE TPaMOTpHUIIATEIbHbIE OaKTEepUH, CIOCOOHBIE B OTIMYHE OT
OCTaJIbHBIX K OKCUTEHHOMY (poTocuHTE3y. B crily maHHBIX 0COOCHHOCTEW IHaHen
paHee NPUYHUCIUINCh K PACTEHUSIM TMOJ OOIMM Ha3BaHWEM CHHE-3€JICHBIC
Bonopocnu (Cyanophyta). B pamkax ycrapeBmiero TaKCOHOMHYECKOTO TOIXO0a
ob10 omucano okono 1000 BumoB, oObenMHEHHBIX B 175 pomoB, Torma Kak
COBPEMEHHBIC METOABbl HUCCIEIOBaHUSA NO3BOMIMIIM cBecTH uX K 400 Bugam,
nonpazaensiemMbiM Ha S5 mopsinkoB (Boone et al.,, 2012). BosnukHOBeHUHE
MAaHOOAKTEpU B paHHEM JIOKEeMOpPUHM SIBUJIOCH OJIHOM M3 BaXXHEWIIUX BeEX
somoniu  (Schopf, 1996). buocdhepHoe 3HaueHHE LMAHOOAKTEPHUI OTPOMHO.

Bynyun Ha TOT MOMEHT €IWHCTBEHHBIMU (POTOABTOTPOPHBIMU OpTaHU3MaMH,
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OKoJI0 2,4 MIpA. JET Ha3aj OHU CTAlU TBOPLAMM KHCIOPOJHOM aTMocdepsl
aHeTsl. CoBpeMeHHbIe TnaHen npou3BoAaT oT 20 1o 40% kucnopoaa no pa3HbIM

OLICHKaM.

2.2.1 Kparkuii 0030p. Mopdosornyeckue, (u3noIOru4ecKue u
OMOXUMHYECKHE XapAKTePUCTHKH

[uanoOakrepuu o0namaroT MaKCHUMAJIbHBIM MOp(}OIOTHYECKUM
pa3HoOOpa3ueM Cpeau NPOKAPUOTOB. DBBIBAIOT OAMHOYHBIE, KOJOHHUAJBHBIE H
MHOTOKJICTOUHbIE (HUTYAThle) (HOPMBI, YHCIO KIETOK B KOTOPHIX MOXKET
KoJie0arbCsl B IUPOKUX mpenenax. Pasmep u ¢popma caMux KIETOK TakKe KpanHe
BapuatuBHel — OT 0,5 mo 100 mkm ([luneBuu, 2006), OT HIAPOBHIHON [0
cepaueBunHo u rpymeBuaHon (lomnepbax u  np., 1953). Ilomumopdusm
[IMAaHOOAKTEpUl TaKoOB, 4YTO HX OOBEAUHSET, IJIaBHBIM OO0pa3oM, Haluuue
IJIMKOKAJIMKCa U OTCYTCTBHUE KI'yTHKA. JKECTKHE KJIETOYHBIE CTEHKH, COCTOSIIUE
U3 CJI0Sl NENTUAOITIMKaHAa MyperHa ToMKuHON 2 — 200 HM 1 Hapy>KHOH MeMOpaHbl,
BBITIOJTHSIOT OMOPHYIO U 3aIIUTHYIO (DYHKITHH.

HurteBunHble 1MaHenW CYIIECTBYIOT B BHJE H30JUPOBAHHBIX HUTEH ITHOO
coeIMHEHbI cnu3blo. KosoHus mpeacTaBisieT coOoi cTabuiabHOE OoOpa3oBaHME,
oechopmenHoe MO0 B TOM WM HHOM Mepe ynopsgodeHHoe. H3BecTHBI
HIApPOBUJIHBIE, IUIACTUHYATHIC, [IUIMHIPUYECKHUE, SIUTMIICOUAHBIE U JIp. KOJIOHHH,
KOTOpPbIE MOTYT pa3pacTarbcs 10 HecKonbkux caHTumeTpoB (Konapartsesa, 1996).
Crnusucteie 00BEPTKH, pa3IMUAIOIIAECS IO COCTaBY M CBOMCTBaM, MOTYT OBITh Kak
aMOphHBIMHA, TaK W C YETKUMU KOHTYpaMH, CJIOUCTOM WM TOMOTEHHOMN
CTPYKTYpOH W TOApasfeistoTcs Ha 4exibl, Karcyiasl u ciusu (De Philippis,
Vincenzini, 1998, 2003). Cnusb COAEPKUT SK30MOIUCAXAPUIBI, COCTOSIINAE W3
HECKOJIbKUX HEUTPAJIbHBIX CaXxapoB, YaCTO CBS3AHHBIX C aMUHOCAXapaMHu, OeKaMu
u xupHbiMuA kuciotamu (Chug, Mathur, 2013). C momomipl0 CIHU3U ITHAHEU
nepeasuratorcs (Li et al., 2002).

CormacHO  psly  MOJIEKYJISIPHO-(DUIOTEHETUYECKUX  MCCIIEIOBAHMM,

MHOT'OKJICTOYHOCTb HHaHO6aKTepHﬁ BO3HHUKJIa TIPUMCPHO TOoraa XK€, 4YTO U
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KkucnoponHbiid porocuntes (Schirrmeister et al., 2013). MHorue ninano0akTepuu, B
OCOOCHHOCTH, JKHMBYIIME B TIOYBE, BEIYT Aa30T(PUKCHPYIOMIYI0 aKTUBHOCTH
nocpencTBoM ¢GepMeHTa HUTPOreHa3bl. Y HUTYATBIX IIMaHOOAKTEpUM IMpoliecc
a30T(PUKCALUUA OCYLIECTBISAETCS B CIEIUATU3UPOBAHHBIX TOJICTOCTEHHBIX KIETKaX
— rerepoructax. CBS3aHHBIN a30T CKIAAMPYETCS B TpaHylIax ITUAaHO(PHUIIMHA WA
BBIICJISIETCS] B BUJI€ INIyTAMUHOBOM KUCNOTHI. byayun obnuraraeiMu otorpodamu,
MaHOOAaKTepUu, TEM HE MEHee, IMpPU OTCYyTCTBUM CBe€Ta MpUOEraroT K
pPaCUIEIIJICHUIO TJIMKOT€HA B OKUCIHUTEIHHOM MEHT030(h0CchaTHOM IIUKIIE U B XOJIE
IJIMKOJIN3A.

2.2.2. Oco0eHHOCTH CTPOCHUA U PadOThI POTOCMHTETHYECKOI0 anmapara
HMaHoO0aKTepui

dorocuHTETHYECKAass AKTUBHOCTb, MPHUCYIIas IHAHOOAKTEpHUSIM, CXOJHA C
TaKOBOW Yy pacTeHUM, HO MMeEeT psii ocoOeHHocTed. B paMkax cHMOUOHTHOM
TEOpUH BO3HUKHOBEHHUS (POTOCHMHTE3a PBOJTIONHUOHHBIMHU MPEIKaMU XJIOPOIIACTOB
pacTeHMil MojiaraloT OJHOKJIETOYHBIX LHMAHOOAKTEPUM, KOTOPhIE OTACIWINCH OT
cBoero Ommskoro poxacreeHHuka (Gloeomargarita) mopsinka 2,1 Mapad. jeT Haszan
(Sanchez-Baracaldo et al., 2017; Ishikawa, Kawai-Yamada, 2019).

DOTOCHUHTETHYCSCKUI armapar HHaHOOAKTEpUH XapakTepuzyeTcs ocoboi
IIPOCTPAHCTBEHHOM Opra"u3anuen AJIEKTPOH-TPAHCIIOPTHBIX LeTEH,
CBOE0OOpa3HBIM CBETOCOOHPAIOIIIM KOMILJICKCOM, BO3MOYKHOCTBIO
OECKUCIOPOIHOTO (POTOCUHTE3a, a TaKXKE HAJIUYMEM «OHOJOTHYECKHX YaCOBY.
Knerka 1uumanem cHaOXeHa 3aMKHYTOM, XOpOIIO pPa3BUTOM  CHUCTEMOM
BHYTPUIUIa3MaTHUE€CKUX MeMOpaH (THJIAKOMIOB), Ha KOTOPBIX 3allyCKarOTCs
WCIIOJIB3YIOIINE COTHEYHYIO SHEPTHIO AJIEKTPOH-TPAHCIIOPTHBIE 1IeNu (POTOCUHTE3A,
Bkmovaromue (ortocucremy Il, bef-iutoxpomusiii komrieke u dortocucremy |
(PSI) (Kauny, Sétif, 2014). KoHeuHbIii akienTop 3JIEKTPOHOB — (EpPEIOKCHH,
JIOHOP DJIEKTPOHOB — Boja, kak u y pacteHuit (O@C Il). Tlpu HeOGmaronpusaTHBIX
YCJOBUSIX 3JIEKTPOHBI MOTYT IMOCTyNaTh U OT JPYTUX, MEHEE SHEPreTUYECKU
BBITOJIHBIX, ICTOYHUKOB, TAKUX KaK BOCCTAHOBJIEHHBIE COECMHEHHUS CEPBI, BOIOPO/I,
HEKoTOphIe caxapa, opranmdeckue kuciorel (PCI) (Wang et al., 2012). Bropas

(oTocucTema B 3TO BpeMs OTKIHOYAETCH.
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CeTocobuparonme KOMILIEKCHl 00pa30BaHbl MUTMEHTaMHU (PUKOOUIMHAMY,
Jokan3oBaHHBIMA B (pukoOmmucomax (Blankenship, 2002). Takx Ha3piBaeMbIe
«OMOJIOTUIECKUE YachDy COCTOST M3 TPEX OCJIKOB, yUACTBYIOIIUX B IUKINYCCKUX
OMOXMMHUYECKUX peakiusax. B TemHOByl0 a3y QoTocuHTe3a HAKOIJICHHAS
DHEpPrusl HUCHOJB3YeTCs JUIs TPOU3BOJACTBA OPraHMYECKUX  BEIIECTB W3
arMoc(epHOro yIIIeKHCIoro raza. Bo3aMOKHOCTH MEpPEKITIOYaThCS C OJHOW CXEMBI
¢doTtocuHTE3a Ha IPYTYyI0 OOECIeUrnBaeT IMaHOOAKTEPUSIM THOKOCTh MeTa00In3Ma,

MIO3BOJIAIONIYIO BBDKUBATh B CAMBIX XeCTKUX yciioBusax (Yoon et al., 2004).

ML OOr - CH COOTH,

Puc. 2.2.1. Cmpoenue aumeHHo2o KOMHIEKCA U PEAKYUOHHO20 YEHMPA
Gpomocunmemuuecko2o annapama yuarnodaxmepui Synechocystis sp. PCC6803
(Dl] — uxodbununpomeurn  puxoyuanun;, ADI] —  dukodburunpomeun
amnogurxoyuarnun, TO — mepuunanrvuvie smummepsvl;, OCP — opandicessiii
KapomuHououwlii 6enox, FRP — 6enox, eoccmanasnusarowuii ¢gnyopecyenyuio,
DBC — uxobunucoma, cocmoawasn uz guxodourunpomeunos, PL] (11680, 11700) —

gomocunmemuueckue peakyuonusie yeumpoi) (no Knemenmuoes, 2019, uzmernero).
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2.2.3. llmanob6akrepust Synechocystis sp. PCC 6803. Mopdonornyeckue,
(¢pu3noIOTHYEeCKUEe U OHOXUMUYECKHE XapaAKTePUCTUKH

Synechocystis sp. PCC 6803 mpencraiser co0oil mTaMM MPECHOBOIHBIX
OJHOKJICTOYHBIX IMaHOOakTepuit poma Synechocystis.  Ero ommuunTenbHOM
OCOOCHHOCTBIO  SIBJISICTCS  IMUPOKAas  DKOJIOTMYECKas  IUIACTUYHOCTh U
BapHATUBHOCTh MeTabommM3Ma. MHUKpOOpraHu3M crocobeH kKak K (oToTrpodHOMY
MUTAHUIO TIPU OCYIIECTBIEHUN KUCIOPOTHOTO (DOTOCHHTE3a B CBETOBYIO (hasy, Tak
U K TeTepoTpopHOMY pOCTy TMyTeM [IUKOIHM3a H  OKHCIUTEIBHOTO
dochopunupoBanus B TeMHOBYH a3y (Heidorn et al., 2011). Onmnako s
HOPMAJIbHOM  JKU3HENEATENIbHOCTH 3TOM Oakrtepum Tpedyerca S5-15 MHHYT
KOPOTKOBOJTHOBOTO OCBEILEHHUS B CYTKH. MeEXaHH3M JAaHHOTO SIBJICHHUsS TOKa 0
koHia He siceH (Anderson, Mcintosh, 1991). Cwmena (oToCHHTETHYECKOM
AKTHBHOCTH DETYIIMPYETCS C TOMOIIbI0 TaK HAa3bIBACMBIX MHUPKAJHBIX PHTMOB
(Dong et al., 2008).

[tamm Synechocystis sp. PCC 6803 Brepsoie Obl1 BbIIEACH B 1968 1. 3
BOJBI OJHOTO M3 KanmudopHuiickux o3ep (Stanier et al., 1971) u ¢ Tex mop
u3ydyaercs B Jjabopatopusx mo Bcemy wMupy. [locmemyromme nabopaTopHbie
IMITaMMBl ~ MOTYT ~ OTJIMYaThCs OT  HMCXOJHOTO  CTENCHBIO  IMOJBUKHOCTH,
qyBCTBUTEIBHOCTBIO K TIIIOKO3€ U T.1. B menom, repmonpedepeHayMm 3Toro Buaa
HaxoguTca B auanazoHe 32 — 38°C. KynpTMBHpYIOT €ro Ha arap-arape Wid B
XKUIKOM cyOcTpaTe, B KaueCTBE KOTOPOTO OObIUEH CONSIHOM pacTBop ¢ pH 7 — 8.5, a

o -2
OIITUMAJIbBHOM MHTCHCHUBHOCTBIO CBCTA IIPU3HAHO 3HAYCHUC 50 MKMOJIb (I)OTOH M

¢ 7 (Heidorn et al., 2011).
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Puc. 2.2.2. Bnewnuui euo Synechocystis sp. (https://plantlet.org/lab-gallery-

- ,‘_‘}/

biodiversity).

Synechocystis sp. PCC 6803 cram mepBbIM  (OTOCHHTE3UPYIOIINM
OpPTaHMU3MOM C TIOJTHOCTHIO pacimdpoBaHHBIM reHOMOM. 1o paHHHM paboTam ero
TE€HOM COACPKUT 10 12 KOmuil OJHOM XPOMOCOMBI, TpEX HEOONBIINX TJIa3MHI U
yereipex Oonpmux rmrasmuy (Kaneko et al., 2003). IToxe Obuto HaWaeHO, YTO
yuciao kommii MokeT mocturath 218 (Griese et al., 2011). CuemoBarennbHo,
MOJIUTUIOMTHOCTh BapualOeabHa U 3a4acTyi0 3aBHUCHT OT KOHKPETHBIX YCJIOBHiA. B
IICJIOM, HCCJICMOBAHMS PA3JIMYHBIX IITaMMOB SYnechocystiS aeMOHCTpUpPYIOT
NpU3HAKK HelaBHel mukpolsoronuu (Trautmann et al., 2012).

2.2.4. Synechocystis sp. PCC 6803 kak MoaedbHbIii O00BEKT sl
HCCJIeI0BAHUSI TOKCHYECKOT0 JeHCTBHSI PA3JIMYHBIX KCEHOOHMOTHKOB

[{uanoOakrepur poxa SynechocystiS HalIM DIUPOKOE IPUMEHEHHE B
KaueCTBE MOJCIBLHOTO OOBEKTAa B HCCIICIOBAHMIX Pa3IMYHBIX META0OIMUSCKIX
nporieccoB (3unueHko u np., 2008). [Ipu atom mramm PCC 6803 cran ogum u3
HanOosiee BOCTPEOOBAHHBIX, YTO OOYCJIOBJICHO KaK BBICOKOM CTEMEHBIO €ro
W3yYEHHOCTH, TaK M MPOCTOTON KYJBTHBHPOBAaHHs. B JIMTEpaTypHBIX MCTOYHHUKAX
OCBEINAJUCH CTpeccoycTounBocTh Synechocystis sp. PCC 6803, B3anmoneticTre
C TSDKEIBIMH MeTajllaMu, JIMMUIHBI ooMeH u mip. (Jlock, 2010; Sinetova, Los,
2016; Lai et al., 2018).

CxonHbli ¢ pacTeHUIMH (POTOCUHTETUYECKUN amnmapar u CTpOeHHe MeMOpaH
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JIeNaroT 3TOT BUJ YAOOHON MOJEINbIO MPU MCCIEN0BAaHUU MPOLIECCOB (POTOCHMHTERA
u ¢ororakcuca (Yu et al., 2013). B wacTtHOCTH, 1A W3yYEHUS KHUCIOPOIHOTO
dboTocHUHTE3a MOIYYUSIM PACTIPOCTPAHEHUE MUKCOTPO(HO BBIPAIIEHHBIE MYTaHTHI
Synechocystis sp. PCC 6803, y xotopeix otcyrctByer PSI (APSI). Kak
BBISICHIJIOCH, OHM CIIOCOOHBI K YUCTOMY BBIICTICHHIO KHCIOpPOJa IO JECHCTBUEM
CBeTa M NPU HAJIMYUHU TIIIOKO3bI B TeueHue moiydaca (Wang et al., 2012). Ilyn
1acTOXMHOHOB BoccTaHaBiuBaercss @CIl u ganee okucisieTcs: HEONPEAEICHHBIM
aKLIETITOPOM DJIEKTPOHOB, KOTOPBI HE BKJIIOYAET CANT IJIACTOXMHOJIOKCH]IA3bI
ruToxpoma bef.

OTtnenbHOE HaANpPABIEHHE COCTABWIIM HCCIEIOBAaHUS CTPECCOBBIX pPEaKUUl
Synechocystis Ha TOKCHYEeCKOEe BO3JCHCTBHE MOHOB TSDKEIIBIX METAIUIOB U APYTHX
KCEHOOMOTUKOB. Tskenble MeTauibl, MPUCYTCTBYIOIIUE IOYTH TOBCEMECTHO,
BBI3BIBAIOT Yy OPraHU3MOB OTBETHYIO pEaKIMI0 B BHUIEC HW3MECHEHUH
NPOCTPAaHCTBCHHOM opraHu3aiuu BHyTpu kietok (Jurado et al., 1987; Rai et al.,
1990). Ilpu sTOoM pa3Hble IITAMMBbI OJHOIO BHAA MOTYT MPOSBISATH Pa3HYIO
YYBCTBUTEJIBHOCTh, YTO BAXKHO YYUTHIBATh NP MPOBUACHUH TaKUX JCHCTBUH, KaK
DKOJIOTUYECKUM MOHHUTOPHUHI. [l0Ka3aHO, 4TO OCHOBHYI pOJIb HPU OTBETHOU
ajanTaliid MUKPOOPTaHU3MOB UTPAIOT creruduueckue MeMOpaHHbIE JUIMUILI U
crpeccoBbie npoternbl (Glatz et al., 1999).

BrpisicHeHO, 4TO yCTOMYMBOCTH IIMAHEW K HOHAM METAUIOB BO MHOTOM
00yCIIOBJIEHA CTPYKTYPOU MPOTEMHOBBIX M IMOJHMCAXaPUAHBIX CJIOEB B KJIETOUHOMN
CTEHKE, KOTOpBIE CBS3BIBAIOT MOHBI MeTaIoB. HakorieHue KCeHOOMOTHMKOB Ha
MOBEPXHOCTHU KJIETKH U3MEHSIET €€ MIPOHUIIAEMOCTh U MUHEPATU3UPYET HAPY>KHBIN
yexou, momamisis poct nonymsuuu (Foster et al.,, 1988; Voloshko et al., 2001;
Laube et al, 1980). Illramm PCC 6803 mnposBIseT 3HAYUTECIHHYIO
YyBCTBUTEJIBHOCTh K KCEHOOMOHTAM, HO MEHBIIYI0, Ye€M OTHEJIbHBIC IITaMMBbI
CALU (ITonozosa u ap., 2017). [To naaHBIM aBTOPOB, CTEMEHb TOKCUYHOCTH COJICH
MetaioB s PCC 6803 Oosbiie 3aBucena OT TeMIEpaTypbl, HEXEIH OT

OCBCIICHHOCTH.
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2.3. CnekTpajibHble METOAbI B IKOJOTHYEeCKUX UCCJIeI0BAHUNAX

B sKkonornueckux HCCIENOBAHUSX CHEKTPAJIbHBIE METONbI  SIBJISIIOTCS
KJIIOYEBBIMU ~ MHCTPYMEHTaMU JUIsl  aHaliv3a OWOJIOTMYECKUX O0pasloB U
napamMeTpoB OKpykawliel cpensl. M3mepsisi momionieHue, (QIyopecleHIno U
paccestHue CBeTa pa3IMYHBIX JJIMH BOJIH B 00pasIe, CleKTPaIbHbIE METOJbI MOTYT
MPEIOCTaBUTh MH(OPMAIIMIO O COCTaBe, CTPYKTYpe U (YHKIHUAX OUOJIOTHYECKUX
BeriecTB ([Torocsu C.U. u ap.,2017; 3asman b.K. u mp., 2020; Pirutin S.K. et al.,
2023). Ilpum w3yyenmnm peakuu (HOTOCHHTE3WPYIOUNIMX OpPraHW3MOB Ha
3arpsi3HEHHUE TSOKEJIBIMA METaUlaMu U Jpyrue (akTopbl OKPYXKAIOIIEH Cpenbl
CIEKTPAJIbHBIE METOAbl IMIUPOKO TMPUMEHSIOTCS JJIsi MOHUTOPUHTA U OIEHKH
COCTOSIHUS 37I0POBBSI BOJHBIX pACTEHUM, OCOOCHHO 3€JIeHBIX BOIOPOCIEH W
nuaHobakrepuif, wux (QoTocMHTETHYECKOM (YHKIMM U aJanTalluOHHBIX
CIIOCOOHOCTEH.

2.3.1. CnekTpsl noriomeHus u ¢guryopecueHun

CrekTpbl TOrJIomEeHusT U (UIyOPECUEHIUU SIBIISIOTCS PAaCcpOCTPAHCHHBIMU
CHEKTPaJIbHBIMH METOJAMU JUIsl UCCIeNOBaHUA (POTOCHHTETUYECKUX IMHUTMEHTOB,
cOCTOSIHUSA (DOTOCUHTETUUECKUX MEMOpaH U WX PEAKIMH Ha CTPECCOBBIC (haKTOPbI
okpyxaromieit cpenbl (Maropun II.H. u np., 2012; Maropun I.H. u ap., 2010).
AHanu3upys TMOIVIOIIEHUE W HW3JIYyYEHHE CBETa OMPEAEICHHBIX JJIMH BOJH
OMOJIOTUYECKUM 00pa3IloM, STHU CIEKTPaJbHbIE METOMAbl TO3BOJISIOT BBISIBUTH
U3MEHEHUsI B (POTOCHHTETHYECKUX (YHKIUAX ¢ CTPYKTYPHOM COCTOSTHUU
opranusma (Auntan T.K. u gp., 2009).

2.3.1.1. OcHOBHBbIC NPUHUMIIBI CIIEKTPOB MOIJIOIICHUSI U X IPMMEHEHHE
B IKOJIOTMYECKHUX HCCJIeI0BAHUIX

CrexTppl TOIJIONIEHUSI OCHOBAaHbI Ha CIOCOOHOCTH (POTOCHHTETUYECKHUX
MUTMEHTOB (TaKuX Kak XJOpPOopUUIBl W KApPOTHHOW[BI) TMOMIONIaTh CBET
OTpesIeICHHbIX JuH BOMH. Korma cBer mamaer Ha Ouonorumdeckuid obOpasertl,
MOJIEKYJIbI Pa3JIMYHbIX MUTMEHTOB MOIVIOUIAIOT CBET Pa3HbIX JJIMH BOJIH, CO3/1aBast
YHUKAJbHBI CHEKTp momomeHus opranusMa. s dorocuHTe3npyrommx

OpPraHMW3MOB, OCOOCHHO 3€JIEHBIX BOJOPOCIEH U LHMAHOOAKTEPH, CHEKTpPbI
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MOTJIONICHUS SIBJISIIOTCS BaXXHBIMHM TOKa3aTeNsiMU JUIsl OUEHKH 3((HEKTUBHOCTU
dorocunTe3a 1 pyHKIIMOHAIBEHOTO cocTostHus oprann3MoB (Elena Cavalletti, et al.
2022).

Xmopopwiiel @ W b SABIAIOTCA  OCHOBHBIMH  (POTOCHHTETUYCCKUMHU
INUTMEHTaMH, KOTOPbIE UMEIOT BBIPAXKCHHBIEC MUKW IMOIVIOLIEHUs B KpacHOU (650-
680 M) m cuHed (430-460 HM) oOnacTsax cmnekTpa. AHalu3 H3MCHCHHH B
WHTCHCUBHOCTU W TIOJIOKEHHH 3TUX MHKOB MOMIOIICHUS MO3BOJSET ONPEACTUThH
U3MEHEHUS! COCTOSHUS W (PYHKIHOHAIBHOCTH (DOTOCHHTETHUECKON CHCTEMBI.
Hampumep, rmos Bo3ieicTBUEM 3arps3HUTENCH TSKEIBIMUA METAJIJIaMU (TaKUMHU KaK
Cu** u AgQ") cTpykTypa (OTOCHHTETHIECKAX MEMOpPAH MOXKET TTOBPEKIATHCS, UTO
OPUBOJUT K CHIDKCHUIO MHTEHCUBHOCTH IHMKOB TIOTJIOMICHHS XJIOpOQuILIa,
yKa3biBas Ha cHIbkeHHe 3 dexktuBHocTH poTocuHTe3a (Kalaji et al., 2017). Kpome
TOTO, MOHUTOPUHT MUKOB MOMIONIEHUS KapoTUHOUIOB (B nuamazone 400-500 awm)
NO3BOJISIET OLEHUTh AHTHOKCUJIAHTHYIO CIOCOOHOCTH BOJOPOCIENH B YCIOBHUSAX
cTpecca OKpYXarolle cpefpl, MTOCKOIbKY KapOTHHOUABI UTPAIOT BAXKHYIO POJIb B
3allMTe OT OKUCIMTENBHOTO cTpecca (Ziveak et al., 2014).

N3meHeHust B CIIEKTpax MOMIOMIEHUS! TAaK)KE€ MOTYT OBITh MCIOJIb30BaHbI JIJIS
U3yUeHHUs BO3JCHCTBHUS JAPYTrUX 3arps3HUTENCH, TakuX Kak OpraHu4YecKue
BEIIECTBA M HAKOIUICHWE TMHUTATEIbHBIX 53JeMEHTOB. CHEKTpPhl MOTIONICHUS
BOJIOPOCIICH OYEHb YYBCTBUTEIBHBI K M3MEHEHUSM OKPY>KAIOIIEH Cpelbl, TOITOMY
OHH SIBJITFOTCS BAXKHBIM HHCTPYMEHTOM JISI OIICHKH COCTOSTHUS 37IOPOBbSI U YPOBHSI
sarpsisaeHus  BomoemoB (Govindjee & Papageorgiou, 2004). MmuorokpartHoe
U3MEPEHHE CIEKTPOB TMOMIOMICHUS TIO3BOJSET OTCICKHUBATH JOJITOCPOYHOE
BIMSIHME  HAKOIUIGHWs  3arps3HuTeNel Ha  (OTOCHMHTE3  BOAOpOCHed U
MPEIOCTABIISET JaHHBIC JJISl IPUHSTHS MEP M0 OXPaHe OKPYKAIOIIEH CPEIbI.

2.3.1.2. OcHOBHbIC NPUHHUUNBI CHEKTPOB GuiyopecueHIUM M HX
IKOJIOTHYecKoe 3HAYEHUe

CrnexTpbl (payopeclieHIMu — 3TO €€ OAWH IIMPOKO HCHOJIb3YeMbIid
CHEKTPaIbHBIA METOJ B KOJIOTMUECKUX HcclieoBaHUsAX. OH OLIEHUBAET COCTOSIHHE

3M0pOBbST  (DOTOCHMHTE3UPYIOMIUX OPTaHU3MOB IyTEM HM3MEPEHUS CIOCOOHOCTH
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Ononornueckux 0oOpasIoB MOBTOPHO HCIYCKaTh (POTOHBI MOCIHE WX MOIVIOMICHUS.
Kornma monexynsl xnopoduiuia a noriomaroT (GOTOHBI, OHU MEPEXoJsIT Ha Oonee
BBICOKUI DHEPIreTHYECKUN YPOBEHb U 3aT€M HCIYCKAIOT M30BITOUHYIO SHEPTHUIO B
Buae (uyopecueHiuy. VHTEHCHBHOCTb U CIEKTpaJIbHBIE XapaKTEPUCTUKU
¢yopectieHInA (HapuUMep, MOJOKEHUE MaKCHMyma (IyopeCHeHIIN) MOTYT
NPEAOCTaBUTh JACTaJbHYI0 HH(MOPMAIIMIO O COCTOSHUU (HOTOCHHTETHYECKON
cucteMbl ¥ 3 pekTHBHOCTH TIepeHoca ekTpoHoB (Stirbet & Govindjee, 2012).

W3menenuss B (uyopecleHnny XJopouiia 8 MOTYT HCIOIb30BATHCS IS
OLIEHKH IIEIOCTHOCTH U ()YHKIIMOHATBHOCTH (POTOCHUHTETHYECKUX MeMOpaH. Korna
pacTeHus MOIBEPTAIOTCS BO3ACUCTBHUIO TSHKEIIBIX METAIUIOB (Takux kak Cu?* u Ag*)
WIM Jpyrux (QakTOpoB OKPYKAIOLIEH cpeapl, mapamerpsl (IyopecleHIINN
xnopoduiia (Hanpumep, Fv/Fm, ®CII) moryTt 3HaunTebHO M3MEHAThCsA. FV/Fm
IpencTaBisieT co0oil MakcuMalnbHylO (Qoroxumuyeckyro 3pdexkruBHocTh DCII,
CHIDKEHHE KOTOPOH OOBIYHO YKa3bIBae€T HA MOBPEXKICHHE PEAKIIMOHHOTO ILEHTpa
@®CIll (Wang et al, 2017). Kpome TOro, aHanu3 ramieHus QGIyopecleHIIHN
(manmpumep, NPQ, HEKOHKYpPEHTHOE TaiieHue) MO3BOJISIET BBISIBUTH MEXaHU3MBI
3alIATHl (POTOCUCTEMBI OT CBETOBBIX MOBPEXKICHUI MMyTEM paccessHUs N30BITOUHOM
DHEPTHUH.

B sKkonOrmYeckoM MOHUTOPUHTE CHEKTPhI (IYyOpPECHEHIIMH TaKkKe MOTYT
UCTIOJIB30BAThCS ISl pAaHHETO OOHApYKCHUsS U3MCHCHUH B COCTaBE U CTPYKTYype
coo011ecTB Boopociei. PaznuuHbie BUIBI BOAOPOCIEH UMEIOT pa3IuYHbBIN COCTaB
(OTOCHHTETHUYECKUX TMHUIMEHTOB, YTO OTPaXaeTcs B WX XapaKTEPHUCTHKaX
¢dnyopecuenumu. Hanpumep, 1iuaHoOaKTeprun XapaKkTepu3yroTcs (uryopecleHIen
¢duKonmanrHa U PUKOIPUTPUHA, B TO BPEMs Kak 3eJIeHbIE BOIOPOCIH B OCHOBHOM
u3aydaor ¢uyopecueniuio xjaopopummioB @ u b (Govindjee & Papageorgiou,
2004). C mnomompbio pa3IMyHBIX METOAOB aHaidu3a (IIyOPECUEHUUA MOMKHO
OTCJICKMBATh U3MEHEHUSI CTPYKTYPHI COOOIIECTB BOAOPOCIEH WM MX PEaKIWH Ha
cTpeccoBble  (haKTOPbl OKpYXKAaloIIeW Cpelapl, YTO SBISAETCS BaXHBIM IS

YHpaBJICHUA KaUC€CTBOM BOJbI U OLICHKH 3KOJOTIHYCCKUX PHUCKOB.
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2.3.1.3. KommjekcHblii aHaJUW3 ¢ HCHOJb30BAHHEM  CIEKTPOB
MOIVIOLEHHUS U (MJIyOpeCUeH MU

Jls1 GoJiee MOJTHOM OIEHKHU BO3JICUCTBUS 3arps3HUTENICH OKpYKaOIIeH cpepl
Ha (POTOCHUHTE3UPYIONIME OPraHW3Mbl HCCIEAOBATEIN YacTO HCHOJIb3YIOT
KOMOWHAIIMIO CIEKTPOB MoryomeHus u duryopecueHnnn. CHeKTphl MOTIOMEHUS
MPEIOCTABISAIOT HMHPOPMAILMIO O KOJIMYECTBE M THMAaX (POTOCHHTETUYECKUX
MUTMEHTOB, B TO BpeMsl KaK CHEKTPHl (IyOpPEeCHEHIIUA  PaCKPHIBAIOT
(GYHKIMOHAIBHOE COCTOSIHUE (POTOCMHTETUYECKOM cHUCTEMbl M 3(PPEKTUBHOCTD
nepeHoca sHepruu (Strasser et al., 2004). OqHOBpeMEHHOE M3MEPEHHE CIIEKTPOB
MOIJIOMICHUST U (UIYOPECHEHIMH TO3BOJSIET TOYHEE OMPEACIIUTh KOMIUIEKCHOE
BO3JICHCTBUE 3arpsi3HUTEINICH OKPYXAIoIel cpelibl Ha (POTOCUHTES.

Hampumep, npu wuccrnegoBanuu Tokcuueckoro neicteus Cu** u AgH Ha
3€JICHBIE BOJOPOCIU CIEKTPhI MOMIOMIEHUS MOKA3bIBAIOT CHUXKEHHUE COJIEPKAHUS
XJopoduiia, a CeKTpbl (IyopeclueHIud — yMeHblIeHue oTHomeHus FV/IFm u
yBenuuenre 3HadeHuss NPQ. DTm M3MEHEHUs yKa3bIBalOT Ha TO, YTO TSDKEIBIC
METauTbl HE TOJBKO HEMOCPEJACTBEHHO BIUSIOT HAa CHUHTE3 U CTAOMIBHOCTh
(OTOCUHTETUYECKMX TMHUITMEHTOB, HO ¥, BBI3bIBAS OKUCIUTENIBbHBIA CTpECC,
JOTIOJTHATEIBHO MOBPEKIAIOT CTPYKTYpy ¢orocuctem (Kalaji et al., 2017). Dror
KOMOWHUPOBAHHBIM METOJl aHaIM3a MPEJOCTABISIET HHPOPMAIMIO HA Pa3HBIX
YPOBHSIX, YTO TIOMOTraeT IyOXke MOHSATh MEXaHWU3Mbl TOKCUYHOCTH TSKEIbIX
METAaJIJIOB.

Kpome Toro, koMOMHaIusa aHaIN3a CIIEKTPOB MOTIOIICHUS U (IIyOpPECIICHITNH
MO3BOJIACT Pa3inyaTh Pa3INYHBIC THUIIBI IKOJOTHUECKUX CTpeccoB. CreKTpalbHbIN
aHaJIN3 MOXKET MOMOYb OTJIWYUTH BIUSHUE 3arpsS3HEHUS TSKEIBIMU METallJIaMH,
IBTPO(PUKAIIMY W3-32 HAKOIUICHUS MHUTATEIhHBIX BEIIECTB M TEIJIOBOTO CTpecca,
MOCKOJIBKY 3TH CTPECCOBBIE (DAKTOpPHI pa3IWyHBIM 00pa30oM BO3JCHCTBYIOT Ha
dborocunTeTnueckne nurMentel u (otocuctemel (Govindjee & Papageorgiou,
2004). Takum o0Opa3oM, KOMIUICKCHBIM aHalU3 CIEKTPOB TOMIOUIEHUS U
duyopecueniuu odecrnedyuBaeT 0oJiee MOJTHOE MPEACTABICHNUE JJI DKOJIOTHYECKUX

N TOKCHUKOJIOI'MYCCKHUX I/ICCJ'ICI[OBaHI/II\/'I .



38

B menom crnekrpaibHble METOABI MOIIOUIEHUS W (PIyOpecleHIMH HUTParoT
KIIOYEBYI0 pOJIb B OKOJOTMYECKUX HccienoBaHusx. OHU MPedoCTaBIsSIOT
JeTadbHyl0 HMHGOPMALMI0 O COCTOSHUM  370pOBbS  (DOTOCHMHTE3UPYIOMIMX
OpPraHM3MOB M HMX aJlalTallMOHHBIX CIOCOOHOCTAX, SBISAACH  BaKHBIMU
WHCTPYMEHTAMM JUISl OLIEHKM BO3ACHCTBHS 3arpsA3HECHHM OKPYKAIOLIEH CpEIbl U
HKOJIOTUYECKUX PHUCKOB. B Oynylmmx ucCieoBaHUSAX 3TU CIEKTPAJbHbIE METOJbI
IPOAOIDKAT WrpaTh BaXXHYIO pPOJIb B MOHHMTOPUHIE KayecTBa BOJbI, OIEHKE
HKOJIOTMYECKUX PUCKOB M pa3pabOTKe CTpaTeruii OXpaHbl OKPYKAOIIEH CPEIbI.

2.3.2. @uayopecueHuus XJopopu/uia KaK MOKa3arejb COCTOSTHHUS
(oToCHHTETHYECKHUX MeMOpaH (oTOCHUHTE3MPYIOIHX OpraHu3MoB.
Mexanu3mbl revepaunu guyopecueHuuun xJaopoduiia

OnyopecueHus XJjJopopuisia — 3TO BaKHOE CIHEKTPAJIBHOE SIBIICHUE,
HIMPOKO UCTIOIB3YyEeMOE JIJIsl OLIEHKH (POTOCMHTETUYECKON aKTUBHOCTH U COCTOSTHUS
¢dorocucteM (HOTOCUHTEZUPYIOUIMX OpraHu3MoB. W3mepenue ¢uyopecueHImu
xJopouiia MO3BOJSET MONYYUTh BaXKHYI0 HHPOpMalUi0 O (YyHKIHOHATBHOM
coctosinun (otocuctemsl Il (OCIIl) u porocucremsr | (PCI), a Takke OIECHUTH
[EJIOCTHOCTh (DOTOCMHTETHYECKUX MeMOpaH U d3(PPEeKTUBHOCTH TMepeHoca
anekTpoHoB (Maropun, Pyoun, 2012). B ycioBHsSX 3arps3HEHHS TSKEIBIMU
METaJUlaMH WJIUM TIPU JPYTUX CTPECCOBBIX BO3JEHCTBUAX OKPYXKAIOIIEH Cpenbl
dbnyopecueHuss  xjgopoduisia  SBISIETCA  MACATBHBIM ~ MHCTPYMEHTOM ISt
MOHHUTOPUHTA COCTOSIHUS PACTCHUN W OLIEHKHU YPOBHS 3arpsi3HEHHS OKPYXKaIOIIeH
cpenst (Antal, Rubin, 2008).

2.3.2.1. OcHOBHbIE NPUHIHUIILI (MIyOpecHeHINH XJI0poduiiia

Korma ¢doTtocuaTe3MpYytOmunii OpraHu3M TOMIOIIAET CBETOBYIO JHEPTHIO,
MOJIEKYJIbI  XJiopoduiiia BO30yXKIaloTcs Ha OoJiee BBICOKMN DHEPreTHUUECKUi
ypoBeHb. B wmeanpHBIX YCIOBHSIX OOJbIlasg dYacTh MOMIOIMICHHON SHEpPTUn
UCTIONIB3YETC Uil  (POTOXMMHUYECKUX peakiuii (T.e. KBAHTOBOTO BBIXOJA
dboToxuMun B POTOCUHTE3E), a HEOOJbIIAS YaCTh TEPSAETCS B BUJE U3TydeHUS (T.C.
dnyopecuenuun) win Teria. dmyopecueHnus XxJjgopoduiia 8 BO3HUKAET B

npoiiecce GOTOCHHTE3a U TJIABHBIM 00pPa30M HMCXOAWT U3 AaHTCHH M PEAKITMOHHBIX
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nentpoB OCII. Korga peakimonnsie 1ieHTpbl @CII moBpekaeHbI MIIH AJIEKTPOHHO-
TPAHCIIOpPTHAsl IEMb HapylleHa, WHTCHCUBHOCTh (IIYOPECHEHIIMH OOBIYHO
YBEJIIMYUBACTCS, TIOCKOJIbKY TIOTJIOIICHHAS DJHEPrus HE MOXeT 3(PPeKTHBHO
UCIOIB30BAThCA W IepeusaydacTcss B Buae ¢uyopecuennun (Govindjee &
Papageorgiou, 2004).

['eneparus quryopecrieHIH XJI0po(ULIa MOKET OBITh TIOHATA Yepe3 MPOIIeCC
NOTJIONIEHUsT cBeTa B xoAe ¢orocuHTe3a. (CBeroBas HSHEpPrus CHavaia
3aXBaTBHIBAETCS  MOJEKYJIaMH  XJOpOoHIa, HaxXONAIIUMHUCS B  aHTEHHaX
doTocucTembl, W 3areM IiepenaeTcss B peakIMOHHbIA 1eHTp. Eciam mepemava
SHEPTUH MPOXOJUT TJIAJIKO, CBETOBAs DHEPIHs MCIOIB3YeTCs IS pPacIICTUICHUS
BOJIbI Ha KHCIOPOJ, MPOTOHBI U 3JEKTPOHBL. OIHAKO B YCIOBUSX CTPECCOB
OKpY>Karoleh cpeapl WIM 3arps3HEHHs, HalpuMep, TMPHU BO3IECUCTBUM TSIKEIBIX
METAJUIOB, IIeperadya »JHEPrud MOXKET OBITh HapylleHa, YTO TPUBOAUT K
yBenuueHuto quryopectienimu (Stirbet & Govindjee, 2012).

2.3.2.2. doToxumMHnUecKoe U He(OTOXUMHYECKOe TylIeHue
(ayopecuenuuu xjgopoduiia

NHTeHCcUBHOCTh cHUTHala (IyOpecleHIMH  XJopoduiuia peryiupyercs
MHOXECTBOM (DAaKTOPOB, Cpeau KOTOPHIX OCHOBHBIMH SIBISIFOTCSI (POTOXUMHUYECKOE
TymeHue #u HedoToxuMmuyeckoe TymeHue. Poroxumuueckoe Ttyienue (QP)
OTHOCUTCS K mpoueccy, npu koropoMm ¢(orocuctema |l (DCIl) ucnons3yer
MOTJIONIEHHYIO CBETOBYIO SHEPTHUIO JJIsT (POTOXMMHUECKUX PEaKIIHid, YTO TPUBOIUT
K CHIDKEHUI0O MHTEHCUBHOCTH (yopecueHimu. Hedoroxumuueckoe TyiieHue
(NPQ) — 310 MexaHu3M, ¢ MOMOIIBIO KOTOPOTO (POTOCHCTEMA 3aIUINACT ceOsT OT
CBETOBOTO MOBPEKIACHUSI, paccerBas N30BITOYHYIO CBETOBYIO SHEPTHUIO, UTO TaK¥Ke
NPUBOIUT K CHWKEHHWIO MHTeHcHBHOCTH ¢uyopectieHimu (Miller et al., 2001).
Veenuuenne NPQ 0OBIYHO yKa3bIBaeT Ha BO3JIEUCTBUE CTPECCOBBIX (PAKTOPOB
OKpY>Kalolllel cpeibl WM OKHUCIUTEIBHOTO cTpecca Ha (POTOCHMHTETHYECKYIO
MeMOpaHy, HallpuMep, TPU BHICOKON OCBEIIEHHOCTH, TEMIIEPATypPHOM CTPECCEe WUITH
3arpsiI3HEHUH TSKEIIBIMA METaJUTAMH.

Korna peaknuonnsie nentpbl @CIl HaxoasTes B "oTKphITOM" COCTOSSHUM, OHU
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3G (HEKTUBHO HCTIONB3YIOT CBETOBYIO SHEPIHIO i (DOTOXMMUYECKUX pEeaKIui, U
MHTCHCUBHOCTH ()IIyOpECICHIINM MHHUMalbHA. B "3akpbITOM" MM HACHIIICHHOM
COCTOSIHWH, KOTJia CBETOBAsi SHEPTHsl HE MOXKET ObITh d(H(PEKTUBHO HCIIOIb30BaAHA
Ui OTOXMMUYECKUX PEaKIMi, HWHTEHCHUBHOCTb (PIyOpECHEHIIMU JIOCTUTAET
MakcuMmyMa. M3MepeHne 3TUX W3MEHEHU B (PIIyOpeCUEHUNH MO3BOJSET OLUEHUTH
doroxumudeckyro 3¢ dpexkruBHocTh PCII u cocrosnue dporocunresa (Govindjee &
Papageorgiou, 2004).

2.3.2.3. CnekrpajibHble XapaKTePUCTUKH (IyopecHeHIMH XJI0poduiiia
U AJANTUBHOCTH K OKPY KAaIOLIeH cpeae

CrexTpallbHble  XapaKTEPUCTHKU  (PIyopecueHUMr XJIOopopuiia MOTYT
OTpaxaTh aJaNTUBHBIC CIIOCOOHOCTH PACTEHUW K WU3MEHEHMSIM B OKPYXKaIOIICH
cpene. B uueanbHbIX yClI0BUSX MakcuMalbHas Goroxumudeckas 3QGEeKTUBHOCTD
®CIl (Fv/Fm) o0bruno Haxomutcs B auamazonHe ot 0,78 mo 0,85, urto sBiusercs
CTaHJAPTHBIM  3HAYEHUEM JUIsl  37M0poBbIX pacteHuid. Korma pacrenus
MOJIBEPTalOTCs  BO3JICUCTBUIO CTPECCOB  OKpYXalolieil cpeapl  (Hampumep,
3arpsA3HEHUIO TSKEJIBIMU METaJIaMH, 3aCyXe, COJEBOMY CTPECCY WM BBICOKOW
Temmeparype), 3HadeHue FV/FM o0OBIYHO CHMXKAETCs, YTO YyKa3blBaeT Ha
NOBPEXJIEHUE (POTOCMHTETUUYECKUX MEMOpaH W CHUXEHUE (POTOXUMHYECKON
saddexruBrocTH (Strasser et al., 2004). D10 U3MEHEHHE CITY)KUT YYBCTBUTCILHBIM
WHJIUKATOPOM JIJI1 MOHUTOPUHTA COCTOSIHUS 3/I0POBBSI PACTEHUM.

Kpome Ttoro, yBenuuenue 3HaueHus Hedoroxummueckoro tymeHus (NPQ)
ABJISIETCS 3alUTHBIM MEXAHU3MOM PACTEHUIl MPOTHUB CBETOBOTO MOBPEKICHUS.
VBenuuuBas MyTH TEIJIOBOIO pPACCEMBAHUS, PACTEHUSI CIIOCOOHBI YMEHbINAThH
(bOTONMHAMUYECKOE MOBPEKIACHUE MPH BHICOKOM OCBEIIEHWUU. DTOT 3alUTHBIN
MEXaHH3M OCOOEHHO Ba)XCH IMPU BO3JACHCTBUU TSDKEIBIX METALIOB (HAmpumep,
Cu** um Ag'), KOTOpble BBI3BIBAIOT OKHCIUTEIbHBIA CTPECC, MPUBOMAAIIUNA K
nerpanaru 6enka D1 u moBpexnenuto Gpyrkiun @CII (Togopenko u ap. 2014).

2.3.2.4. IlpumeHenne (pryopecueHUnN XJOPopUIJIa U ee IKOJIOTHIeCKOe
3HAYeHHe

Meton peructparuu GIIyopecleHINN XJI0poPuiia UMEeT BaKHOE 3HAYCHHE B
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HKOJIOTUYECKUX UCCIIEIOBAHUSIX U MOHUTOPUHTE OKpY»Karollen cpebl. Bo-nepBbix,
napameTpsl (HIyOpeCICHITUN MOTYT OBITh UCIIOIb30BAHbI ISl pAHHEH JTUATHOCTHKHU
(U3HOIOTUYECKOTO COCTOSIHUSI PACTEHMM U OIEHKU TOKCHYECKOTO BO3JEHCTBUS
sarpsizauteneir (I'omapreB u ap., 2016). Hampumep, korga BoJHBIE pacTeHUS
MIOJIBEPTAIOTCSl BO3JACHCTBUIO 3arpsA3HEHUS TSKEIBIMU METaJIaMU, 3HAaYUTEIbHbIC
U3MeHeHus B mapamerpax Quayopecuenuuu (takux kak FV/Fm u NPQ) moryt ObITh
UCIIOJIB30BaHbI JIs1 OOHAPY>KEHUSI HAYAJIbHOM CTaJUH 3arpsi3HEHUs, MPEI0CTaBIssA
CBOEBPEMEHHYIO HH(pOpMAIHIO A1 OOpHOBI C 3arpsS3HEHWEM M BOCCTAHOBJICHHS
okpyxarotei cpenbl (Kalaji et al., 2017).

Bo-BTopbix, n3mepenne ¢iryopecieHnny XIopoduiia mo3BOIsSET pa3IudaTh
pa3iMyHble HCTOYHUKH HKOJOTHYECKOTO cTpecca. Hampumep, MexaHU3MBbI
BO3JICHCTBUS 3arps3HEHUS TOKEIbIMM MeTalUlaMu M Jeuimra NUTaTeIbHBIX
BeIlIECTB (TakuX Kak a30T u pocdop) Ha uyopecieHInI0 XIopoduiia pa3InyHbL:
nepBbie OOBIYHO CHIDKAKOT 3HaueHue FV/FM 3a cueT mpsMoro BIHMSHUS Ha
¢bynakuuo OCII, Torna kak BTopble MOTYT OCJIA0NATh 3JIEKTPOHHO-TPAHCIOPTHYIO
nenb (orocucremnr (Stirbet et al.,, 2020). AHanu3 W3MEHEHHUH CIEKTpa
GuryopeclieHIIMM MOXKET BBISIBUTh MEXaHU3MbI aJanTallii pacTeHUN K Pa3InIHbIM
CTpecCOBbIM (haKTOpaM OKPYKAIOIIEH Cpeabl, YTO MO3BOJIAET ONTHMH3UPOBATH
CTpaTeruy IKOJIOTHIECKOTO MOHUTOPUHTA.

Haxkonern, texHonorust (ayopecueHInN XJIopoduiuia Takke MMEET BaKHOE
3HAYCHUE IS M3YYCHHUS POCTa M aJalTHBHOCTH pacTeHuil. I[lyreM MoHWUTOpMHTA
U3MEHECHHI TapamMeTpoB (IyOpeCICHIIMM MOXXHO OLICHUTHh (DOTOCHHTETHUUYECKYIO
aJIaNTUBHOCTh PACTEHU B PA3JIMYHBIX YCIOBHIX OKPYXKAIOMIEH CPEIbl, TAKUX KaK
W3MEHEHHS OCBEIIEHHOCTH, KOJIEOaHUs TeMIEepaTypbl WU CTpecc OT aeduimTa
MUTATEbHBIX BeMIECTB. 3MepeHus QuyopecieHuu Takke MOTYT BBISBHUTH
BHYTPUBHIOBOE U MEKBHIOBOE pazHOOOpaszne (POTOCHHTETHUECKHUX PEAKIIH, 4TO
MIPEIOCTABIISCT JaHHBIC JUISl UCCIICOBAHUM aIallTUBHOCTH U ABOJIIOIIMU PACTEHUN
B 9Kostoruueckom koHrekcre (Govindjee & Papageorgiou, 2004).

2.3.3. beicTpas ¢uayopecueHuus xyopodpusuia a

breictpas ¢uyopecuenmus ximopodmnia a (OJIP-tect) npeacrasnser codoi
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BAXXHBIM CIEKTPaJbHBI METOH AJI UCCIEeNOBaHUSA AUHAMUKHA (HOTOXMMHUYECKHUX
nporeccoB ¢otocunre3a. Kpupas OJIP cocTOMT M3 HECKOIBKUX XapaKTEPHBIX
touek (O, J, |, P) unnyknuonHoit kpuBoil ¢uyopeciieHnuu Xjopoduiia a, u
U3MEpPEHUE ATUX TOUEK MO3BOJISIET aHAJIU3UPOBATh CTPYKTYPY U (PYHKIIMOHAIBLHOE
COCTOSIHHE (DOTOCHHTETHUECKIX MEMOpaH.

2.3.3.1. OcHoBHbI¢ NpuHIUNBI KpuBoit OJIP

Kpusast naaykiun OsicTpoit (hmyopectieHiuu xiaopodumia a (kpubas OJIP)
IpencTaBisier coOOM JMHAMHYECKOE OTpaKeHHE OBICTPOro (POTOXMMUYECKOTO
OTKJIMKA PACTEHUH MPHU MEPEXOJE OT TEMHOBBIX K CBETOBBIM yclioBHSAM. Touka O
o0o3HauaeT HauanbHyl (¢uiyopecuenunio (F,), korga Bce peaklMOHHbBIE LEHTPbI
OCII momHOCThIO OTKPBITHL, Touku J U [ mpeacTaBisioT coOoil JBa MEPEXOAHBIX
ATana HAKOIUICHHS aKIEMTOPOB 3JIEKTPOHOB B LIEMH MEPEHOCA IIEKTPOHOB OT Qa K
Qg m gainee; Touka P oOo3HauaeT MakcumalibHyio ¢uryopecteHnmo (Fp),
COOTBETCTBYIOLIYIO IOJTHOMY 3aKpBITHIO BCEX peakUUOHHbIX MeHTpoB @OCII
(Strasser et al., 2004).

Kpupas OJIP mnpepocraBisier BaxkHylo uHopmaiuioo o kodhduimeHTe
nepenoca 35ekTpoHoB OCII u cocrostHuu 370poBbs PoTocucTemMbl. B HOpMaIbHBIX
ycnoBusix kpuasi OJIP nmemoncTpupyer TunmuHoe uetbipexdasznoe (O-J-1-P)
TOBBILIEHUE, OTPAXKAIONIEE MPOLECC MEPEHOCca AMEKTPOHOB OT Boasl kK NADP™,
OpnHaxko, KOT/a pacTeHus NOABEPratoTCsl CTPECCOBBIM BO3ACHCTBUSAM OKPYKaOIIEH
cpelbl (HanpumMep, 3arps3HEHUIO TSHKETbIMU METaUIaMH UJIM CBETOBOMY CTpeccy),
dbopma kpuBoit OJIP MoxeT 3HAYMTENbHO H3MEHAThCS. Hampumep, yBenudeHue
aMIIUTYyapl B ToukaX J u | yka3plBaeT Ha HAKOIUJICHHWE JJICKTPOHOB B IIEMH
MEepEeHOca, TOTAa KaK CHIXKEHHE TOYKU P oTpaxaeT yMEHbIIEHHE MaKCUMaJbHOU
dotoxumuueckoit rddextuBHoct OCII (Ziveak et al., 2014).

2.3.3.2. Ilpumenenune ObIcTpOi duiyopecueHIUH XJopopuwiia a B
IKOJIOTHYECKUX UCCIeI0BAHUAX

2.3.3.2.1. OuneHka peaknud PpacTeHHMd HA CTpeccoBble (PAKTOPbI
OKPYsKaweH cpeabl

brictpas ¢myopecnennus xmopoduuia a (OJIP-Tect) mmpoko ucnonb3yercs
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JUISL OUEHKM peakIMd pacTeHUWH Ha pa3IU4YHbIE CTPECCOBbIC BO3IEHCTBUSA
OKpY)KaroIel cpeapl, TaKMe KakK 3arps3HCHHE TSKEIBIMH METaJUlaMH, 3acyxa,
CoJIeBOM cTpecc U Bbicokas Temmeparypa (Ciscato et al., 1999). Ilpu Bo3neticTBun
TSDKEIBIX METaJUIOB, Takux kak Cu** u Ag*, dopma kpuBoii OJIP usmensiercs, 4to
MPOSIBISICTCS. B YBEJIMUCHUM aMIUIUTYAbl ToueK J u | U cHmxkeHuu Touku P. OtH
U3MEHEHHSI  OTpakaroT OJOKHUPOBKY  AJIEKTPOHHO-TPAHCHOPTHOM 1LeNmu U
NOBpEXJEeHUE peakunoHHbIX IHeHTpoB @PCIl, 4ro MNpPUBOAUT K CHUKEHUIO
dorocunTeTnueckoii a3¢pexruBroctu (Kalaji et al., 2017).

2.3.3.2.2. AHanm3 H3MEHEeHHM I CTPYKTYPbI U pyHKuMH
dporocuHTeTHYCCKUX MeMOpaH

OJIP-Tect Takke MOXET BBISIBUTh HM3MEHEHHUS CTPYKTYpbl U (YHKIIUU
(bOTOCUHTETUYECKMX MEMOpaH TP Pa3IUYHBIX YCIOBUSX OKPYKAIOMICH Cpenbl.
Hampumep, npu cBeToBoM cTpecce jaerpaganus Oenka D1 u  3akpbitue
peakionubix 1eHTpoB PCII npuBogsT k yBenuuenuto FO u cHuxeHutro Fm Ha
kpuBorr OJIP (Lazar, 1999). DTu wu3MeHEHHWs MOTYT WCIOJNB30BaThCs IS
MOHUTOpPUHTA  (DOTOAMHAMUYECKUX  TOBPEKICHUH U  BOCCTAHOBUTEIHHBIX
MPOIIECCOB PACTEHH, YTO CIIOCOOCTBYET MCCIEAOBAHUIO MEXaHU3MOB PETYJISIIUN
dorocuntesa (Kate Maxwell, Giles N. Johnson, 2000).

2.3.3.2.3. IndpdepeHunanus pa3jn4HbIX HCTOYHUKOB 3arpsi3HEHMSI

Kpuas OJIP moxer wucmonb3oBathecs s AuddEepeHInanuy  pa3IndHbIX
TUIOB dKonoruueckux 3arps3uenuit (Mallick, N., & Mohn, F. H., 2003).
Hampumep, wusmenenusi kpuBodi OJIP, BbI3BaHHBIC 3arpsS3HECHUEM TSHKEIBIMU
MeTaJJlaMH, OOBIYHO TMPOSBISAIOTCS B yBeduueHuH Todek J u |, Torma kak
OpraHUYECKHE 3arPSA3HUTENN UM TEMIIEPaTypPHBIN CTPECC MOTYT BBI3BIBATH JPYTHE
Mozienu u3MeHeHui KpuBoi (Strasser et al., 2004). Takoit aHamu3 moMoraer
UJACHTU(DUITIPOBATh UCTOYHUKH 3arPSI3HEHUS U OTICHUBATH SKOJIOTMYECKHAE PUCKH.

2.34. Meron KOMOMHAIMOHHOTO paccesiHusi cBera. (OCHOBHBIE
(pu3nyecKue NPUHIUIBI U MEXaHU3MbI

PamaHOBCKasi CIIEKTPOCKOIHUSI, OCHOBaHHAs Ha HEYNPYroM PaccesiHUU CBETAa,

IIUPOKO IMPUMCHACTCA JJJIA aHaJIM3a OMOJIOrNYECKUX O6’B€KTOB, BKJIIO4as
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MOJICKYJIbI, KJICTKH, TKAHH M OPTaHMU3MBbI, KaK JKHUBbIC, TaK ¥ (PUKCHPOBAHHBIC
(Rygula et al., 2013; Pacia et al., 2015; Vlasov et al., 2020; Baranska et al., 2014).
Metoa TO3BOJSET ONPEACTATh KAYSCTBCHHBIM W KOJUYECTBCHHBIH COCTaB
OMOMOJIEKYJI, TAKMX KaK JIMIUBI U IIUTMEHTHI, a Takxke uX KoHpopMmarwu (Pirutin
et al., 2023). Cpenu npenMyInecTB - HCHHBA3UBHOCTH, BO3MOXHOCTh U3MEPECHHI IN
Situ m In VIVO, a Takke HAaKOIUICHHBIA ONBIT HWHTEPIPETAIIMA CIIEKTPOB
(Allakhverdiev et al., 2022; Wei et al., 2015).

PaMaHOBCKast CIIEKTPOCKOIHS HCIIOJIB3YET AJICKTPOMArHUTHOE H3JIyYCHUE,
XapaKkTepu3yeMoe JUIMHOM BOJHBI (A, CM MM HM) B 9acToToi (v, ['11), cBsI3aHHBIMHA
ypaBHeHHEeM: v = C/A, Tie C — ckopocTh cBeTa (3 % 10'° cm/c) [Hof et al., 2014;
Pirutin et al.,, 2023]. DHeprus u3ay4YeHHs KBAaHTOBaHA, W ODHEPrUs KBaHTa
paccumnTbiBaeTcs kak: E =h - v =h - ¢/A, rne h— nmocrosinnas [Tnanka (6.6 x 10734
IIx-c) (Allakhverdiev et al., 2022). BoanoBoe uwmcio (v = 1/A, cM™') oTpaxkaer
KOJIMYECTBO BOJH Ha 1 CM M MPUMEHSETCS JIJIsl aHAJIM3a BUOPAITMOHHBIX ITEPEX0/I0B
B quanasone 100—40,000 cm ! (Wei et al., 2015).

XUMUYECKUE CBSA3H B MOJICKYJIE TIOJBEP>KEHBI Pa3IMUHOTO Pojia KOJICOaHUSIM
— WM3MEHEHUSM JUIMHBI WU YIJIOB MEXIY CBS3SIMH. DTH KOJeOaHUs BHOCST CBOU
BKJIaJ] B OOIIYIO SHEPrUi0 MOJIeKyiIbl. [I0CKOIBKY SHEPTHsS MOJICKY/IbI KBAHTYETCS,
MOJIEKyJIa ~ XapaKTepU3yeTCs  ONpEACIICHHBIM  Ha0OpOM  DHEPTeTHYECKHX
IIOJTyPOBHEH, KOTOPHIE MOTYT OBITh BBIYUCIICHBI B COOTBETCTBHHM C TPaBHJIAMHU
KBaHTOBOM MEXaHUKH C HCIOJb30BaHUEM ypaBHeHus: E=(n+1/2) - h - v,toe n —
kBantoBoe umciao (Hof et al., 2014; Pirutin et al., 2023). Ilpunmun otdopa
JIONyCKaeT Mepexojibl Ha cocenuuil ypoBeHb (AE = hv), HO 00epTOHHBIE MOJIOCHI

(2hv, 3hv) ¢ MeHbIIIEeH HHTEHCUBHOCTBIO Takke HaOmonatorcs (Pirutin et al., 2023)

(2.3.1).
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Puc.2.3.1. Ouepecemuueckue nepexoovi, munuunvie O UIMEPEHUN C
NOMOWbIO UHPPAKPACHOU CHEKMPOCKONUU U CHeKMPOCKONUU KOMOUHAYUOHHO2O
paccesanus ceema. (a) noenowenue 6 UK-ouanaszone (snepeemuueckue nepexoowt,
coomgemcmeyouue 00epmoHy Ul OCHOBHOMY nepexody, HOKA3aHbl OJid
cnekmpockonuu onudcneco u cpeoneco HK-ouanasona coomeemcmeenuo), (06)
Gdomontomunecyenyus, KOmMopas — 4acmo — B03HUKAem  NpU  UCCIe008aHUU
Ouono2UYeCKUX 00bEeKMo8 ¢ NOMOWBIO CHEKMPOCKONUU  KOMOUHAYUOHHO20

paccesnus céema (Pirutin et al., 2023).

PaMaHOBCKHE CIICKTPHI BO3HUKAIOT MIPH HEYIIPYTOM PACCESTHMH BHIUMOTO KA
yABTPa(PHUOJIETOBOTO CBETA, M3MEHSIONMIECTO BHUOPAIIMOHHOE COCTOSHUE MOJICKYJIBI
(Allakhverdiev et al., 2022). THTEeHCMBHOCTh CHEKTPAIBHBIX IOJOC 3aBHCHUT OT
U3MEHEHUS MOJIIPU3yEeMOCTH MOJICKYJIBI B dieKTpoMarauTHoM moste (Langer et al.,
2020). XapakTepHCTHYECKHE 4YacTOTBI, CBS3aHHbIE C (DYHKIMOHAIBHBIMU

rpynmnamMu, TO3BOJISIIOT HACHTU(PHUIIMPOBATE OMOMOJEKYIBI ¢ TOYHOCTBIO 70 ~5%

(Rygula et al., 2013; Pacia et al., 2015).

KomnebarenpHas CIICKTPOCKOIIUSA - 3TO pa3acii MOH@KYHHPHOﬁ CIICKTPOCKOIINH,
KOTOpBIﬁ HN3y4acT CICKTPbI IOITIOMICHUA W OTPAXCHUS, BO3ZHHUKAIOIIUC IIPU

KBAaHTOBBIX IICPCXOAaX MCKAY SHCPICTUUICCKUMU YPOBHAMH KoJieOaHui MOJICKYJI

S = N W b
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[Pirutin et al., 2023]. /Inama3oH 4acToT Koje0aTeIbHBIX MIEPEX0I0B, BhIPAKECHHBIH
B BOJHOBBIX 4mclax, komebmercss or 100 mo ~40 000 cm ' (BOum3u
yinpTpaduoneToBoro, BuauMmoro u MK-mmanazonoB). KomebarenbHbIE CIEKTPHI
COCTMHCHHI BO3HHUKAIOT TUOO B PE3yNbTaTe MPSIMOTO MOTTIONICHUS HH(PpaKpacHOTO
U3JTy4eHUS, TPEOOPa30BaHHOTO 3aTeM JIJIi H3MCHECHHS KOJICOATEIIBHOTO COCTOSTHUS
monekyn (MK-cnextpockonwsi), TMOO BO BpeMs HEYIpPYroro B3aWMMOJACHUCTBUS
BUJUMOTO W/WIIM yABTPa(UOIIETOBOTO M3IIyYCHHUS C MOJIEKYJOW, KOTJa 4YacTb
CBCTOBOM SHEPTUH TMOMIIOIIASTCS MU UCITyCKAeTCS MOJICKYJION, KOTOpast IIPUBOIUAT
K U3MEHEHUIO KOJICOATEThHOTO COCTOSHUSI MOJICKYIT (paMaHOBCKasi CIIEKTPOCKOTIS )
(Born & Bradburn, 1947).

Bo Bpems sToro mpoiecca WHTEHCHUBHOCTH IIOJIOCHI YacTOT CIIEKTPOB
KOMOMHAIIMOHHOTO ~ PACCESIHUS ~ ONpENCNIeTCs  BEJIMYMHONM  M3MECHCHHU
NOJISIPU3YEeMOCTH  MOJEKYl  (CIOCOOHOCTH  COCIMHEHUN  TMpUoOpeTarh
ONMIEKTPUYECKUI  WJIM  MarHWTHBIM  JIUIOJIBHBIA ~ MOMEHT BO  BHEIIIHEM
SJIEKTPOMArHUTHOM IT0JIC), KOTJIa 3Ta MOJICKyJa KOJIOJIeTCsS Ha JaHHOW YacToTe.
VHTCHCUBHOCTh JIMHHM B CIEKTPE 3aBHCHT OT CIIOCOOHOCTH BO30YyXKIaTh
KOJICOAHUST MOJICKYJT CBETOM COOTBETCTBYIOIIEH YacTOTHI, @ TAKXKE OT CIOCOOHOCTH
U3JYYCHUSI W3MEHATH JUIOJBHBIA MOMEHT MOJeKylbl. CIIOCOOHOCTh H3MEHSTH
JTUTIONBHBIA MOMEHT U TIOJIIPU3YEMOCTh MOTYT OBITH MO-Pa3HOMY BBIPAKEHBI IS
pasHbIX (PYHKIIMOHAIBHBIX TPYII, W, CJICIOBATEIBHO, UX XapaKTEPHBIC MOJOCH! B
NK- wu  pamMaHOBCKOM  CHEKTpax OyayT  XapaKTepu3oBaThCi  pa3HOU
uHTeHcuBHOCTHIO (Landsberg & Mandelstam, 1928; Pirutin et al., 2023).

Hcnone3ys  KosneOaTelbHbIE  CICKTPHI, MOXHO OILEHUTh HaJIWYde U
KOH(OPMAIIMIO ONPEIEICHHBIX TPyl B Mojiekyie. Kpome Toro, KoieOareinbHbIC
CHIEKTPBI MOTYT OBITh WCIIOJB30BAHBI I OICHKH KPUCTALUTHICCKUX CTPYKTYP,
HAJIMYUE M CTPOCHUE KOTOPHIX BJIMSIOT Ha SHEPIHIO KOJIeOaTeIbHBIX MEPEXOI0B H,
clieioBaTesIbHO, Ha KosebarenbHbli crekTp [Pirutin et al., 2023]. MaTeHCHBHOCTD
CTIEKTPa MO3BOJISIET CYUTh O KOJIMYECTBE MOJICKYJT JaHHOTO THIIAa B 00pasile u/mim
0 KOoJHM4YeCTBe CBs3el ompenencHHoro tuma [Pirutin et al.,, 2023]. Paccesnue

MOKHO pacCMAaTpuUBaTh KaK O4YCHb GBICTpBIﬁ MMpoucCC MOITIOMCHUS N UCITYCKAHUA
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¢doronor. Ilornomiast cBeToBOW (OTOH, MOJIEKYJa MEPEXOJUT B HECTAOMIBHOE
BO30Y)KJICHHOE 3JICKTPOHHOE COCTOSIHUE, M3 KOTOPOTO OHa UciyckaeT GoToH (puc.
2.3.1) (Prado et al., 2014). B ciydae paaeeBCKOro pacCcestHysl MOJIEKYIIa MOTIOIIaeT
(OTOH Ha HYJCBOM KoJIcOATEILHOM YPOBHE M BO3BpAIA€TCsA Ha TOT )K€ YPOBCHB
nociae u3NydeHus (M3MEHEHUs SHEPruuM He Ipoucxoaut). B ciaydae crokcosa
paccesiHUs MOJIEKyJa moriomaet (poToH Ha HyJCBOM KojeOaTeIbHOM YPOBHE, a
3aTeM HCITYCKAeT TOJBKO YacTh SHEPIHHU MOIVIOIIEHHOTO (hOTOHA, MEPEXOIT TAKHM
00pa3oM Ha TIEPBBIM KojebaTeabHbIH YPOBEHb C OAHOBPEMEHHBIM YMCHBIICHHEM
yacToThl paccesHHoro cBera (Pirutin et al., 2023). B cinyuae aHTHCTOKCOBa
paccesHus MOJIEKyla MoriomaeT (OTOH, HAXOMAIIMUCA Ha BO30YKICHHOM
(HEeHyJIeBOM) KoJieOaTeIbHOM ypPOBHE, a TOCJEe H3JIY4YCHHs TEpsSeT 4YacTh CBOCH
SHEPIUM U TICPEXOAMT HA HYJICBOW KOJICOATCIIbHBIA YPOBCHb C OJHOBPEMCHHBIM
YBEIIMYCHUEM YaCTOTHI pacCestHHOTO cBeTa (BostHOBoro umcia) (Pirutin et al., 2023).

VHTEeHCUBHOCTD JIMHUH KOMOWHAIIMOHHOTO PAacCEsHUs CBETa YPE3BBIYAHO
HHU3Ka; OHA 3HAYMUTECIILHO MEHBIIE MHTCHCHBHOCTHM JHHHM, BO3HHKAIOIINX KaK B
pe3yibTaTe MPOILECCOB PIJEEBCKOIO pAcCesHUS, TaK M TOIVIONICHHS CBETa
(Swierczewska et al., 2012). Korga mosekyna moromaet (GOTOH M MEPEXOANUT B
BO30YKJIEHHOE DICKTPOHHOE, OHAa H3JIydaeT (DOTOH M TMEPEXOAUT B OCHOBHOE
cocTosiHue. DTOT Hpoliece HasbiBaeTcs Goroaromunecteniuei (Prado et al., 2014);
B 3aBHCHMOCTH OT KOH(QUTYPALUU BO30YXKIEHHOTO 3JCKTPOHHOTO COCTOSHHS OHO
nenutes Ha guryopectieHTHoe U dochopecuupyromiee (Prado et al., 2014; Pirutin et
al., 2023).

CriexTpaiabHBIi JHana3oH IpHOOPOB KOMOMHAIIMOHHOTO PacCesHUsl CBETa B
OCHOBHOM OITPEICIIACTCS HMCIOJb3yeMbIM HCTOYHHUKOM CBETA; B 3aBHCHUMOCTH OT
JUTHHBI BOJTHBI MCCJIEYEMBIH Thara3oH MoKeT BapbupoBarbest oT 250 10 4000 oM
(ynerpaduosieToBbIN, BUAMMBIN, OmmkHuid u cpeauuii MK-auamnasonsr) (Pirutin et
al., 2023; Fang & Wu., 2007).

Ha npakTuke cyuiecTByeT OoJibllias BEPOSTHOCTh MOJYYCHHS PE30HAHCHOTO
CIIEKTpa KOMOWHAIIMOHHOTO PAaCCEsHUS COCAMHEHUS (eCIM OHO TEOPETUYCCKH

HMCCT CIICKTP KOM6I/IHaHI/IOHHOFO paCCCHHI/Iﬂ), €ClIn BBI6paHa JJINHa BOJIHBI,
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OnM3Kkass K MaKCUMyMY CIIEKTpa TMOIJIOMIEHHUS 3Toro coequHeHus. Cpeaw 9acto
BCTPEYAIONIUXCS OHOJIOTMUSCKUX COCIWHEHUH, MAloMUX TaKyl0 BO3MOXKHOCTD,
MOYKHO YIIOMSHYTh Pa3IUYHbIE KAPOTUHOWBI WM TOJUEHBI, XpOMO(OPHI, TeMBI,
XJIOPOUILTBI U T.JI.

2.3.5. Oco0eHHOCTH HCNOJIB30BAHUSA CIIEKTPOCKONMU KOMOWHAIIMOHHOIO
paccesiHUsI B IKOOHO(PH3MUECKUX HCCTETOBAHUSX

JIJIs 9KOJIOTUYEeCKUX M3MEPEHHUH TaK)Ke aKTyaJbHO TO, YTO B IMOCIIEIHEE BPEMS
AKTUBHO WCIIOJIB3YIOTCS TOPTAaTUBHBIC PAaMAaHOBCKUE CICKTPOMETPHI, KOTOpBIC,
XOTS W HE O0JIaJaloT TaKUMU XOPOITUMH XapaKTePUCTUKAMH, KaK CTAI[MOHAPHBIC
CIICKTPOMETPHI, HO oueHb MoOMIbHBI (Sablinskas., 2014).

OnHuM 13 HanboJsIee MEePCIICKTUBHBIX CII0COO0B UCTIOIH30BAHMS PAMaHOBCKOM
CIICKTPOCKOIIMM  JIJIi  WM3YYCHHS  OHMOJIOTMYECKHX  OOBEKTOB  SIBISICTCS
KOJIMYECTBCHHAS 1 KaueCTBEHHAas olleHKa kaporunouaos (Pirutin et al., 2023).

KaporuHowmbl  WrparoT  O4YeHb  BaXHYHO pOJIb B OOJBIIUHCTBE
NPOKAPUOTUYECKUX M JdyKapUOTHYECKHX MHKpoopraHu3mos (Jaeger et al., 2016;
Samek et al., 2010). SIBnssch aHTHOKCHAAHTAMHU, OHM 3aIMINAIOT OPraHU3MbI OT
TIOBPEKICHUM, BHI3bIBAEMBIX YABTPA(UOICTOBHIM U JAPYTUMHU BUIAMH H3ITyUCHUS,
U CIOCOOCTBYIOT pemnapanuy IMOBPSKICHHBIX KIETOK, B Cjly4dae pacTeHUH
KapOTHHOM/IBI TAKXKE SBIISIOTCS KoMImoHeHTamu (otocuctemsl (Frank et al., 1999;
Krinsky et al., 2004). KapoTtuHoHIbl - 3TO pacHpOCTPAHECHHBIC MPHPOTHBIC
MUTMEHTBI, KOTOPbIE O0OBIYHO UMEIOT KPACHOBATO-KEITHIN I[BET U HEPACTBOPUMBI B
some (Pirutin et al., 2023). brarogapst cBoeli aHTHOKCHIAHTHOW aKTHBHOCTH OHHU
IIMPOKO HCIOJB3YIOTCS B OMO(PU3NYCCKUX HCCIICAOBAHUAX, a TAKXKEe MEIUIIMHE U
MUIIEBON MTPOMBINIICHHOCTH; HEKOTOPBIC W3 HUX SIBISIOTCS TPEAIICCTBEHHUKAMU
sutamunaa A (Krinsky et al., 2004).

B caydae ucrounuka cBeta ¢ auanazoHoM wusnydeHus 460-540 HM oOHHM
JEMOHCTPHUPYIOT OYCHb HHTCHCHUBHBIN Pe30HAHCHBIA CUTHAI ¢ MAKCHMYMOM OKOJIO
470 am (wim 515 am ais mukonmHa) (Darvin., 2022). CriekTpbl KOMOMHAIIMOHHOTO
paccessHUS KapOTHHOUIOB OOBIYHO OUYEHb TIOXOXKH Jpyr Ha Jpyra u

-1
XapaKTePU3YIOTCS TPEeMs YETKO pasiuvaromuMucs auHusMu: vy (~1530 cm ),
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WHTEHCUBHOCTb U TOJIOXKEHHUE KOTOPBIX OINPEACNIAIOTCS PEKUMaMH PACTSKEHUS
comnpsokeHHbIX C=C cBs3eit; v, (~1120-1200 CM '), HHTCHCHBHOCTD M IOJIOKCHHE
KOTOPBIX OMpPENEeNsIoTCs coueTanneM pexxumoB pactsikeHus csizeit C=C u C-C ¢
pexumamu u3ruda C-H; i v (<1000 cM '), HHTEHCHBHOCTD U TIOJIOKEHHE KOTOPBIX
OTIPENETISIOTCS PeXUMAMH PACTSKEHUS CBSI3eH MEXITy OCHOBHAsI LIeTlb U OOKOBBIE
MeTHIIbHBIC aToMbl yriiepoaa (Frank et al., 1999; Krinsky et al., 2004; Pirutin et al.,
2023). B HEKOTOpBIX CiTydasx TakKe MPUHUMAETCS BO BHUMaHWe JuHUS V4 (~950
cM V), cs3aHHas ¢ BHemIockocTHeIME C-H Momamu. OCHOBBIBasCh Ha 9THX Tpex
OCHOBHBIX TIOJIOCAX M OIEHWBAs TMOJIOKEHHS (PACCTOSHHSI MEXKIY MUKAMH) U
WHTEHCUBHOCTH (IUIONIa/b) MX IHUKOB, MOXHO OLEHHUTh Psii TpeOyeMbIx
napameTpoB (Jehlicka et al., 2014(1)).

[IpucyTcTBHE MHKPOOPTraHU3MOB B HCCIEAYEMOM 00paslle MOXKET ObITh
OOHApPY)KEHO MO0 HATHYUIO KAPOTUHOHUIOB B CIIEKTPE KOMOMHAIIMOHHOTO PACCESTHUS
oOpaslia; Hampumep, HaJIUuue KapOTHHOMJOB MOXKET OBITh HCIOIB30BAHO IS
BoIsIBIICHHS SKcTpemodmao (Osterrothova et al., 2019; Jehlicka et al., 2014(1)).

KapotuHouasl B MUKPOBOJOPOCHSX NENSATCA Ha TEPBUYHBIE U BTOPUYHBIC
(Osterrothova et al., 2019). [lepBuuHble KapOTHHOMIbI (TaKWe Kak [-KapOTHH,
JIOTEWH ¥ JIMKONHMH) YYacTBYIOT B Mpoiieccax (OTOCHHTE3a, B TO BpeMs Kak
BTOPUYHBIC (HAPUMEP, ACTAKCAHTHH) CHHTE3UPYIOTCSI B PA3JIMUHBIX CTPECCOBBIX
YCIIOBUSIX W OOBIYHO HAKAILJIMBAIOTCS B JIMMMIHBIX KaIlISAX, KOTOPBIC MO3BOJISIOT
oTciiexuBarh passuthe crpecca (Kaczor & Baranska., 2011). Takum o0pasom,
JaKe KaueCTBEHHAsI PETHCTPALNs YBEIUUYEHUS COACPIKAHUS KApOTUHOWIOB W/WIIN
UX TepepachpeiesiecHuss B OTHCIBbHON KIETKE MOXET CBHJIETEIbCTBOBATh O
pa3BUTHH CTpecca.

Paznuunbie KapOTUHOUIBI XapaKTepU3YIOTCS HE3HAYUTEIHHO
OTIIMYAOIIMMHUCS MaKCUMyMaMH JIMHHH HW COOTHONICHUSMHU WX aMIUTHTY/I.
Hampumep, MakcMMyM TMOJOCHI Vi JUIsl aCTaKCAaHTHHA W HEOKCAHTHHA CIIeTKa
CMEIIEH B JJMHHOBOJHOBYIO 00JacTh, B TO BpeMs KaK COOTBETCTBYIOIIMMA
MaKCUMYM JIMKOIIMHA U OaKTEepHOpyOepHHA CMEIIEH B KOPOTKOBOJIHOBYIO 00JIACTh

(Jehlicka et al., 2014(2)). OpuruHambHBI METOA OMPEACICHUS COACPKAHHS
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JMKOIIKMHA B KapOTHHOMIHOW cMecu ObuT mpemioxen B padore (Darvin et al.,
2005(2)). CrekTtp MOMIONIEHHS JIMKOIIMHA XapaKTEPHU3YeTCs TOMOIHUTEIHHBIM
MaKCMMyMOM Ha JUIMHE BOJHBI 514,5 HM, YTO MO3BOJIAET OLICHUTh HAJIUYUC H
COJICP)KaHUE OSTOr0 COCAMHEHHUS C TOMOIIBIO Jla3epa, M3JIyYalolero Ha
COOTBETCTBYIOIIECH JUIMHE BOJHBL. Ha oOCHOBe cIBMra MOJOCHI Vi,
3apETUCTPUPOBAHHOTO METOJIOM PaMaHOBCKOW CIIEKTPOCKOINHNH, OBLI MPEIJIOKCH
METOJI M3MEPEHUS YPOBHS THpaTaliy apkTudeckux JmmaiaukoB (Mishra et al.,
2019; Mishra et al.,, 2020). Drtor mapameTp Ba)XeH, MOCKOJbKY THIpaTAIHs
aKTHBHUPYET MPOIECChl (POTOCHHTE3a B JINIIAWHUKAX.

OCHOBBIBasICh Ha NMHUKOBBIX COOTHOIICHHSX V1/Vy, Vi/Va B Vo/v3, a TakKe Ha
JPYyrUX METojax, ObUIO TMOKa3aHo, YTo M3MeHeHus pH B kieTkax Bopopocied He
BBI3BIBAIOT M3MCHEHHI B coiepaHuu xjopodmia a u ¢ (Shutova et al., 2016), B
TO BpeMs Kak CoOJAepKaHWe W KOHGOpMAIMsS KapOTHHOH/IOB, IO-BUIMMOMY,
u3MeHstoTCs. MccaenoBanus, HampaBlieHHbIC HA OICHKY BIMSHHS HHCEKTHIUIA
THAMETOKCaMa Ha JIUCThs KyKypy3bl, MOKa3ajid, YTO 3TO COCIAWHECHHE BBI3BIBACT
u3MeHeHus1 B (DOTOCHHTETHYECKON akTuBHOCTH pacteHuit (Todorenko et al., 2021;
Todorenko et al., 2020). OcHoBBIBasiCh Ha aHAIW3€ COOTHOLICHHH Vi/V,, Vi/V3 U
V4/V3, @BTOPBI MPUILINA K BBIBOAY, YTO 3TOT 3(P(PEKT COMPOBOKIAAETCS M3MEHEHHEM
KOH(pOpMaIMK KapOTHHOM/IOB, HO HE MX COIEPIKAHUS.

Hcronb3yst MOMyKOJMYECTBCHHYO OICHKY HHTEHCHUBHOCTHU MTUKOB B CIICKTPax
KOMOWHAIIMOHHOTO ~ pacCesiHWs  CBeTa  KapOTHHOWIOB,  aBTOPhI  JIPYIUX
UCCIICIOBAHUI OMPECIsIn CTeneHb 3peioctu apOy3oB (Dhanani et al., 2022) u
KpenocTh (3penoctsb) octporo nepua (Legner et al., 2021).

PamaHOBCKast CIIEKTPOCKOIUS MOXKET OBITh UCIOBb30BaHa Il HEMHBA3UBHOM
OIICHKH OOIIETO COMepPKAaHUsSI KApOTUHOUIOB B o0pasiie (kietkax). Jlis 3Toit menu
UCTIONIBb3YETCs TUIOIAAh (MHTEHCUBHOCTD) mosiockl Vi (Darvin et all., 2022) (unorna
HOpMaJM30BaHHas K MHTeHCHBHOCTH apyrux mosoc (Pilat et al., 2012)).

Takum 00pa3oM, UCIOIB30BAHUE PAMAHOBCKOM CIIEKTPOCKOIUU 00CCIICYMBACT
ObicTpoe, HewHBasuBHOE (IN VIVO) ompeaesieHue KapOTHHOWIOB, a TaKXkKe

HpI/I6HI/I31/ITCJ'IBHYIO OIICHKY HMX COCTaBa M COJACPIKAHHA B OTACJIBHBLIX KIICTKAX H
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KJIETOYHBIX KyIbTypax. OmHako Takas 1efb TpeOyeT ompeaeneHHOro Moaxonaa M
Habopa TpeOOoBaHM K 000PYTOBAaHUIO U METOJIMKE U3MEPEHH, 0COOCHHO yUNUTHIBAS
TOT (DaKT, YTO CUTHAJBI, MMOJYUYEHHBIC OT XKHUBBIX KYJIBTYP, HMCIOT 3HAUYUTEIBHYIO
IIYMOBYIO COCTABIISIOIY0, 00yCIOBICHHYIO ITIaBHBIM 00pa3oM (IyopeCICHITHEH.
CHmwkeHHWe YpOBHS IIIyMa WHOTIA CTAHOBUTCA HETPUBUAILHOW 3amadei,
TpeOyroleii 0codoro moaxoaa Kak Kk 00opyaoBanmio, Tak u Kk merogam (Weli et al.,
2015). OpHako HACTOSATENBHO HEOOXOMMMO O0ECHEeUnTh NPABUIBHYIO OICHKY
WHTEHCUBHOCTH TIMKA, €r0 TOJIOKEHUS W Jake MakcHMyMoB. Kpome Ttoro, B
ommune ot BOXKX, pazHuiia Mexay MUKaMH Pa3IUIHBIX KAPOTUHOWIOB OOBIYHO
HE CIIMIIIKOM BEJIMKA, YTOOBI CYIIECTBEHHO 3aTPYIHHUTHh TOYHYIO UIACHTHU(DUKAIIHIO
TUIIOB KapoTUHOUA0B B obOpasie (Osterrothova et al., 2019). C npyroit cTopoHsl,
UCITOJIb30BAHUE PAMaHOBCKON MHUKPOCKOIMU MO3BOJISIET MPOBOJUTH U3MEPEHUS Ha
OTACBHBIX KJIETKAX, YTO MOXET OBITh IMOJIE3HO B CIIy4ac T€TEPOTECHHBIX KYIBTYP.
B 1ienom, Takoil BBIBOJ SIBIISIETCS JOCTATOYHO YHUBEPCAIBHBIM U MOXET OBITh
NPUMEHEH HE TOJBKO JIJISI M3yYeHUsS KapOTHHOWIOB, HO W JUISl M3YUYCHUS APYTHUX
IIUTMEHTOB U COCTMHEHUN METOJ0M PAMAHOBCKOM CIIEKTPOCKOIIHH.

buonornyeckre TUTMEHTBHI MPEACTABISAIOT CO00M  OOJBIIYI0  TPYMILY
NPUPOTHBIX MUTMEHTUPOBAHHBIX COCIWHEHHWH, BBIPA0ATHIBAEMBIX  KUBBIMHU
opranusmamu (Jaeger et al., 2016; Samek et al., 2010). Hapsiny ¢ kapoTuHOMIaMH,
B OTOT KJACC COCOUHEHWN BXOMAT TAaKWE TPYIIIbI, KaK XWHOHBI, (DIaBOHOWIBI
(momudenonsn), xmopodpuii, GpeodhuTuH, TUTOXPOMBI, reMoroduH u ap (Jaeger et
al., 2016; Samek et al., 2010). PamaHoBcKast CIIEKTPOCKOIHUS TOCTATOYHO aKTHBHO
WCITOJIB3YETCS JUTSl OLICHKH HAJIMYUS U COJIePKaHUsS TAaKUX MTUTMEHTOB B Pa3IMYHBIX
MUKpPOOpraHu3Max (BOJIOPOCIIAX, OAKTEpUAX, JIMIMAHHUKAX W JHAOJIHMTAX, B TOM
qrciie 0OUTAIONINX B rajuTax; 003op npusesacH B (Jehlicka et al., 2014(2)).

PamaHOBCKast CITEKTPOCKOIHUS TaKKE HUCITOIb30BaIach I U3yUYCHUS KOJTOHHM
MUKPOOPTraHU3MOB Ha HAJIMYUE TAKUX IMHTMEHTOB, KaK (pIeKCHUpyOWH, MMEIOIINH
KapOTHHOUJOMOJOOHYIO  CTPYKTYpy, LHUTOHeMUH (M3  I[MaHOOaKTepui),
xmopodumier u T.10. (Jehlicka et al., 2014(2); Némeckova et al., 2021; Jehlicka et
al., 2013).
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Onna w3 HaumOoJiee aKTyalbHBIX 00JacTeii NPUMEHEHHS pPaMaHOBCKOU
CICKTPOCKONMH (MHOTJAAa B COYCTAHHH C JPYTMMH METOJAMH M ITOJIXOJIaMH)
BKJIFOUAeT MACHTH(PHUKAIMIO COCAUHEHUH M OIEHKY WX BHYTPHUKICTOYHOTO
pacrnpeneneHus (KapTUPOBAaHKE), COACpKaHUS W KOH(OPMAIIMH B BOJAOPOCISAX H
mukpoBogopocisax (Jaeger et al.,, 2016; Samek et al., 2010). D10 mo3Bossier
WCCJICIOBATEIIIO HCITOJIB30BATh BOJIOPOCIH B SKOJOTHUCCKUX HCCIICIOBAHUAX; KaK
MpaBujIo, HEOONBIIOE KOJIMYECTBO KIETOK BOAOPOCIECH OTOHWpaercs W3
OMopeakTopa WM CpPelbl MX OOWUTAaHUSA M 3aTeM IOMEMIACTCS IOJ MHUKPOCKOIL
PaGora ¢ OTACIBHBIMH KIETKAMH TpeOyeT JOBOJIBHO OOJBIIOrO KOJHYECTBA
U3MEPCHHMIA JUIS TIOJyYeHHUs JIOCTOBEPHBIX JIAHHBIX, HO B TO JK€ BpeMs
IPEIOCTABIACT  HEKOTOPBhIC  JOIMOJHHUTCIBHBIC  BO3MOXKHOCTH  (HampuMmep,
BBIIICYIIOMSHYTOS BHYTPUKJICTOYHOE KapTUPOBAHUE COCTMHEHHMI); CaMOe IIaBHOE,
3TO TIO3BOJISIET paboOTaTh CO CMEIIAHHBIMH KYJIBTYpaMH, HO OIICHHBAaTh TOJIBKO
BBIOPAHHBIC KJIICTKH.

Hawnbonee pacmpocTpaHeHHBIE BapHUaHThl 3TOTO0 THIIA aHAJIW3a BKIIFOYAOT
OIpECIICHHE JIOKAIM3aIliU Pa3JIMYHbIX KapOTHUHOHUIOB M APYrHX IUTMEHTOB, a
TaK)Ke€ OIICGHKY COJAEpKaHUS W JIOKAJIM3allMd COCAWHCHUH, COJCPIKAIIUXCS B
JUNHUOHBIX Tedax (cM., Hampumep, (Osterrothova et al., 2019; Jehlicka et al., 2014;
Pilat et al., 2012; Wei et al., 2014; Potizka et al., 2014; Sharma et al., 2015;
Moudtikova et al., 2016; Samek et al., 2010)). HexoTopble U3 3THX HCCIEI0BAHUI
y)Ke YIIOMHHAJIMCh B IPYTUX pas3jesiaXx JaHHOro 0030pa.

Eme onxHOW BaxXHOM 3aadeil, KOTOPYH0 MOXET pPELUTh pPaMaHOBCKas
MHUKPOCKOIIHUS, SABISCTCS KOHTPOJIb HAJIMYUSA HEOPraHMYeCKHX MmoymdocharHbix
BKIIIOYCHHIH B KieTkax. Docdop sBISETCS OAHMM U3 BaXKHBIX 3JCMCHTOB,
HEOOXOAMMBIX ISl (PYHKIIMOHUPOBAHUS KJICTKW. Ero JOCTYMHOCTH OrpaHWYeHa
JUIsi OOJIBIITMHCTBA JKMBBIX CYIIECTB Ha 3eMJjie; B TO JK€ BPEMs 3amachl JTOTO
COCIUHCHHSI MOTYT TICPUOIUYCCKH TIOMONHATHCS, YTO ONMPEICIIICT aKTyaJbHOCTh
€ro  BHYTPHUKJICTOUYHOTO XpaHeHHWs (0OBIYHO B  BHUAC HEOPraHUYCCKUX
nonudocdaros). Micnonp3oBaHHe paMaHOBCKOW MHKPOCKOITHH TTO3BOJISICT OLICHUTH

KOJIMYECTBO U PACHOI0KEHNE HEOpraHM4IeCKuX Monu@ocaTHbIX BKIIOUCHUN (ITUK

1160 cm—1) (Moudiikova et al., 2017; Solovchenko et al., 2019).
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A30T Takke BaxeH I (QYHKIMOHMpPOBaHUS KJeTKU. M3BecTHO, UTO
BKJIIOUeHUs1 Kpuctaumdeckoro ryannHa (CsHsNsO) sBnsitoTcst oqHOM U3 Ba)KHBIX
dbopM HakoruieHHs a3oTra B (uToraHkToHe. Mcmonb3oBaHUE MUKPOCKOMHH
KOMOWHAIIMOHHOTO paccesHus CBeTa TMO3BOJISIET OLEHUTh COJEp)KaHUE U
BHYTPHUKJICTOYHYIO JIOKau3anuto ryanuna (Mojzes et al., 2020).

Ha ceromusamnuii 1eHb Takke pa3pabOTaH METOJ, OJHOBPEMEHHON OIEHKU
HECKOJIBKMX COEAWHECHUM B KIETKAX BOJIOPOCICH C IOMOIIBK) PaMaHOBCKOU
MUKpOCKOTIMH. J[JI1 Takoi OIICHKM HCIIONB3YIOTCS CICIYIONIUE CIEKTPaIbHBIC
nuanasoHsl: 457-507 cM  ams kpaxMaia (C MakcHMyMoM okoiio 479 cM ), 2836-
2869 cM ' IS JIHIHAOB (makcumyMm 1ipu 2854 cM Y), 1143-1190 cm* s
nomupocdaros (Makcumym mpu 1159 cem '), 613-684 cm ' s ryanuHa
(MakcumyM mpu 651 cM ') m o6macte 2795-3060 cM T IS yIIEBOZOPOMHBIX
COCOMHECHUMN, XAPAKTECPU3YIOIIUXCA HamuuneM KoBaJeHTHhIX C—H cBasei
(MakcumyM mpu 2935 cm ) (Moudtikova et al., 2021). B sToMm ciydae 0COGEHHO
BaYKHO CHUKCHHE aBTO(ITyOpECIICHITNH, KOTOpast TeHEepUpYeTCs
(OTOCUHTETUYECKUM amnmnaparoM BOJAOPOCTEH, W BEJIMYMHA KOTOPOH MOMKET
MIPEBBINIATH PETUCTPUPYEMBIN CUTHAN. bosee Toro, mpu onpeneaeHHBIX YCIOBUIX
KOMOMHAIIMOHHBIA CHUTHAJI HEKOTOPBIX COEAMHEHUN (Hampumep, KapOTUHOUOB)
CrocoOeH MepeKphIBaTh CUTHAJBI IPYTUX BemecTB. Bee 3Tu mpobiemsl TpeOyroT
HEKOTOPBIX CHeluaabHbIX npouenyp (poroodeciBeunBanre B 0COOBIX YCIOBUSIX),
MO3BOJISIFONIUX PETUCTPUPOBATh CIIEKTPHI TAKUX BEIIECTB, KaK KpaxMall, JIUIHIHI,
Heopranuueckue noiudocdare u T.4. (Moudiikova et al., 2016).

2.4. TOKCMYHOCTH THAKEJIbIX METAJJIOB

Tsokenbie Mertasuiel, Takue kak meas (Cu), cepedpo (Ag), xagmwmii (Cd),
ceuren; (Pb) u apyrue, mmpoko pacmpocTpaHeHbI B OKPY)KAaIOIICH cpene, U UX
OCHOBHBIC HCTOYHHKH BKIIIOYAIOT IPUPOJTHBIC TEOJIOTHYCCKUE IIPOILECCHl M|
AHTPOIIOTCHHYIO JCSATEIBHOCTh (HAampuMep, AOOBIUY TMOJE3HBIX HCKOMACMBbIX,
MPOMBIIUIEHHBIE  BBIOPOCHI,  CEIbCKOXO3SMCTBEHHYIO  JEATEIbHOCTh U
HEMpaBUIbHYI0 00pa0OTKY CTOUHBIX BOJ). DTHU METAJLJIbI U3-3a UX YCTOMUHUBOCTH K

Pa3’I0KEeHUI0 U CIOCOOHOCTH K OMOHAKOIJIEHUIO MOTYT BBI3BIBATh JOJITOCPOYHYIO
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DKOJIOTMYECKYID TOKCHYHOCTh B BOJHBIX JKOCHCTEMAaxX, BIUAS HAa POCT,
pa3sMHOXKCHHE U BbDKHBaHME BOTHBIX opranm3moB (Ali et al., 2019).

HcTouHuKM U pacnpene/ieHre TAKeJIbIX METAJJIOB B OKPY KaKOLIei cpene

Pacnpenenenne u noBeeHNUE TKEIBIX METAIOB B BOJOEMAaxX 3aBUCAT OT UX
XUMHUYECKUX  CBOMCTB  (TakMX  KaK  pacTBOPUMOCTh,  OKHCIHUTEIBHO-
BOCCTAHOBUTEIBHOE COCTOSIHME, CIIOCOOHOCTh K KOMIUIEKCOOOPa30BaHUIO) U
bakTopoB OKpyKaromiei cpeapl (Hampumep, PH, Temmeparypa, OKHUCIHTEIHHO-
BOCCTAaHOBUTEIbHBIA TMOTEHIIMAJ, HAJIMYME OPraHUYECKUX BellecTB). B BomHOM
Cpelne TSXKeble METAJUIbl MOTYT BCTYIAaTh B PEAKIMU C TBEPABIMU YaCTHUIIAMH,
pPAaCTBOPEHHBIMU OPTaHUYECKUMHU BEIIECTBAMM M JAPYTUMU XUMUYECKUMHU
COCIMHEHUSAMH TIYTeM OCQXKJEHHUA, aJcopOIMU, KOMIUIEKCOOOpa3oBaHUA W
OKHUCIIUTEIIbHO-BOCCTAHOBUTEIbHBIX PEAKIUI, UTO BIUAET HA X PACHPEICICHUE U
dopmy (Baker et al., 2000).

BonHblie pacTeHHsI 1 MUKPOOPTaHU3MBI SIBJISIFOTCSI OCHOBHBIMHM WHIMKATOPaMHU
3arps3HEHUsl TsoKEeNbIMU MeTaiaMu. [ToCKoIbKy OHU HEMOCPEICTBEHHO OOUTAIOT
B BOJIHOW Cpelle 1 OOMEHHBAIOTCS BEIIECTBAMHU C PACTBOPEHHBIMH BEIIECTBAMH,
OTU OpraHW3Mbl TOABEPKEHbl HAKOIJICHUIO TSDKENBIX METalIOB M HUX
TOKCUYECKOMY  BO3JCHUCTBUIO. TsDKelble METallbl MOTYT MPOHUKATh B
OMOJIOTUYECKUE OPraHu3Mbl IyTeM aJacOpOlMM, AKTUBHOTO TMOTJIOMICHUS WM
naccuBHoM auddy3un. [lomanas B KJIETKH, 3TU METAUINYECKUE HOHBI MOTYT
B3aMMOJICHCTBOBATh C Pa3JIMYHBIMU OHOMOJICKYJIaMHU, BbI3bIBasi OMOTOKCUYHOCTH
(Ali et al, 2019).

BuoJsiornyeckne 0C00EHHOCTH TOKCUYHOCTH THKEJIbIX METAJJIOB

Tokcuueckoe BO3ACHCTBHE  TSKEJIBIX  METAIJIOB  3aBUCUT OT  BHUJA
METAJJIMYECKUX HOHOB, HMX KOHILEHTpPAllUM, BPEMEHU BO3ICHCTBUS, YCIOBUUI
OKpyXxaroiei cpeasl (Hampumep, PH u Temmeparypsbl), a Takxke OT BUIAa U
(U3MOIOTUYECKOTO COCTOSTHUSI 3aTpPOHYTOro opranusma. Hampumep, meap u
cepeOpo  SBJISIOTCS  BBICOKOI(D(PEKTUBHBIMU ~AHTUMHUKPOOHBIMU  CPEACTBAMH,
MOCKOJIbKY OHM MOTYT pa3pyliaTh KIETOYHbIE MeMOpaHbl MHUKPOOPTaHHU3MOB,

Hapymath (yHKIUM OenkoB u BbI3bIBaTh mnoBpexnaeHue JJHK (Cervantes &
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Gutierrez-Corona, 1994). OpHako MeXaHHU3Mbl TOKCHYHOCTH W MOJEIH
BO3JICHCTBHS MEAU U cepedpa B OKPYKAIOLIEH Cpelie 3HAUUTENIbHO Pa3indaroTcs,
YTO CBSI3aHO C UX XMMHUYECKUM MOBEJACHUEM U OMOOCTYITHOCTHIO B BOJHOM cpejie.

TOKCMYHOCTD TSXKEIBIX METAJUIOB OOBIYHO BIMSIET HA BOJHBIE OPraHU3MbI
yepe3 HECKOJIBKO OCHOBHBIX MEXaHU3MOB:

1. OxucanTeabHBIH CTPecC: MHOTHE TSKENbIE METAILIBI (HapuMep, Meb U
cepeOpo) MOTYT KaTaM3UpPOBATh OKUCIUTEIHHO-BOCCTAHOBHUTEIBHBIE PEAKIUH B
OpraHu3Me, BbI3bIBasg O0pa30oBaHUE OOJBIIOIO KOJIMYECTBA AKTHBHBIX (OpM
kuciopoaa (APK). Otu ADK moryT moBpexaarb KIeTOYHble MeMOpaHbl, OEIKH,
JHK u npyrue 6uMoMoieKyibl, NPUBOAS K AUCHYHKIIMU KIETOK U Jaxe UX Tudenu
(Stohs & Bagchi, 1995).

2. Hapyumienne MeTa0oJiM3Ma: HMOHBI  TSDKEIBIX  METAUIOB  MOTYT
CBS3BIBATHCA C PA3IUMYHBIMU (PEepMEHTaMH U MeTa0OIUTaMU BHYTPU KJIIETKH,
UHTUOUpYS KIIIOUEBbIE METa0OJMYECKHE TMpoIecchl (Hampumep, (HOTOCHHTES,
nbIxanue). Hampumep, HOHBI MEIU MOTYT CBSA3BIBATLCA C XJIOPO(PHUIIIOM, pa3pylias
€ro CroCOOHOCTh K MOMIONICHUIO CBETa W HANPSIMYIO BiMsis Ha 3(PPEKTUBHOCTH
¢dorocunTesa (Sunda & Huntsman, 1998).

3. IloBpexaenne MeMOpaH: HEKOTOPHIE TSKEIBIE METAIIBI, TaKHE Kak
cepeOpo M KaaMHii, MOTYT HAaNpsSMYIO BHEAPSITHCS B KICTOYHYHO MEMOpaHy,
U3MCHsIS €€ MPOHMUIIACMOCTh M HAPYILas [EJIOCTHOCTh U (PYHKIIMU MeMOpaHBbI, 4TO
NPUBOJUT K YTEUKE BHYTPUKIIETOUHOTO conepkumoro (Lemire et al, 2013).

4. TeHOTOKCMYHOCTD: TSDKEJIbIC METAUIbI, TAKUE KaK CBUHEIl H PTYTh, MOTYT
BBI3BIBATh Pa3pbIBbl, KpOoCCIMHKUHT u MyTanmuu B JIHK, 4ro npuBomur
TeHEeTHYCCKUM MOBPEIKICHHUSIM U TOBBIIIICHHOMY pUCKY KaHIieporenesa (Silbergeld
et al., 2000).

B umemom, Tokcuueckue OGGEKTHI  THKEIBIX ~ METAUIOB  SBISIFOTCS
MHOTOTPAaHHBIMM W CJIOKHBIMH, HX TSDKECTh M JHMana3oH  BO3ACHCTBHS
PErYIUPYIOTCS MHOXKECTBOM BHYTPEHHUX M BHEIIHUX (akTopoB. Takum o0Opa3zom,
OIlCHKA TOKCHYHOCTH TSDKEJBIX METAaJUIOB B BOJHON cpeme TpeOyeT yuera
COBMECTHOTO  JICHCTBUS  pa3MYHBIX (DAKTOPOB  OKpYXKalolIied cpelapl |

Oounonorndecknx (HaKTopoB.
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2.4.1. Toxkcu4yHOCTH THAKEJIBIX MeTaJJI0OB IS BOJIHBIX
(hOTOCHHTE3NPYIOINX MUKPOOPTaHM3MOB

Boanbie QorocuHTE3UpYIONIME MUKPOOPraHU3MBI (Takue Kak 3eJIeHbIe
BOJIOPOCIIM U IIMAHOOAKTEPUU) SIBISIOTCS BAXKHOW YACThIO BOJHBIX 3KOCHUCTEM.
OHU HE TONBKO SBISIOTCS TEPBUYHBIMUA TPOAYIICHTAMH, OO0€CIECUUBAIOITIMHU
OpraHMYEeCKUMHU BEIIECTBAMHU U KUCIOPOAOM JIPYTHE OPraHU3MbI B SKOCUCTEME, HO
U UTPAIOT KJIIOYEBYIO POJIb B ITMKIAX yrieposa, azoTa u ¢ocdopa B Bojgoemax.
OnmHako OBUIO TOKAa3aHO, YTO 3arps3HEHUE TSHKEIBIMH METaUIaMH OKa3bIBaeT
3HAYUTEIBHOEC TOKCHMYECKOE BO3JEHCTBHE HA ITH MHKPOOHBIE COOOIECTBA, YTO
YTPOXKAET 3/I0POBBIO U CTAOMIIBHOCTHU BCEM BOJTHON AKOCUCTEMBI.

Bausinue TsaKeJIbIX METAJIOB HA (poTOCHHTE3

dorocuHTE3  SBISETCS  OCHOBHBIM  METAa0OJMYECKUM  IPOIIECCOM
(OTOCHHTE3UPYIOIMUX MHKPOOPTAHU3MOB, OT KOTOPOTO HAMPSMYIO 3aBHCSAT HX
pocT W pa3MHOXeHue. VoHBI TsDKenbIX MeTauioB (Takue kak Cu?* u AgQY)
OKa3bIBAIOT 3HAYUTENBHOEC WHTHOWpYIOIIee JelcTBHE Ha (POTOCHHTE3, HYTO
BBIPAKAETCS B CICTYIONINX ACTIEKTaX:

1. Nuruouposanue ¢orocucrembr Il (PCII): DCIl  sBasercs
HanOoJiee UYBCTBUTEIBHOH K BO3JCHCTBUIO TSDKEIBIX METAUIOB  YaCThIO
dotocunrernueckoro ammapara. MccnemoBanusi mokaseiBatoT, uro Cu** u Ag*
MOTyT cCBsi3biBaThesi ¢ kitodeBbiMU  Oenkamu DCII (Genkom D1), BbI3bIBas
MOBPEKJICHUE PEAKIIMOHHOTO IIEHTpa, OJOKUPOBKY 3JIEKTPOHHO-TPAHCIIOPTHON
end W, Kak CIEACTBUE, CHIDKeHHuEe (oroxuMuyeckoil »GGEKTUBHOCTH U
s¢dexTuBHOCTH TpeoOpazoBanus sHepruu (Lichtenthaler et al., 2005). B
yCIIOBUSIX 3arps3HeHusi cepeopom (orocuctema Il y mmanoOakrepuii mokaspiBaeT
3HAYUTENBHOE CHIDKeHUE (GoToXxuMHuueckoro TymeHus ((P) u  yBenuueHue
Heoroxumuyeckoro Tymenuss (NPQ), 4Yrto yka3piBaeT Ha OJIOKHMPOBKY
AIIEKTPOHHOTO TPAHCIOPTAa W YCUJICHUE JHUCCUIIAIIMM CBETOBOM DSHEPIHM H3-3a
npucyTcTBus cepedpa (Stirbet & Govindjee, 2012).

2. Paspymienue XxJa0popu/JiOB W KAPOTHMHOWAOB: XJIOPOPWILIBI U

KapOTHUHOUABLI  ABJAIOTCA  OCHOBHBIMU  ITMI'MCHTAMMU, OTBCTCTBCHHBIMHU  3a
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MOTIONIEHUE CBETA U Mepeady dHepruu B nporuecce porocuuTe3a. MoHbI TSKEIbIX
METaJJIOB MOTYT BBI3BIBATh JECTPATAINIO XJIOPODUIIA U OKUCICHUE KapOTUHOUIOB,
CHIDKas TakKuM 00pa3oM dpdekTuBHOCTh hoTocuHTe3a. CU?" MOXKET 00pa30BHIBATh
KOMILUIEKCHI C TETPAUPPOIBLHON CTPYKTYpoil XJjiopoduiuia, MPUBOISL K €ro
pazioxenuto u norepe gpynknuu (Kalaji et al., 2017).

3. OxucianrenbHblii  cTpecc W HaxkomieHue A®DK: kak yxe
YIOMHHAJIOCH, TsDKenble Metauiel (CU** m AQ') MOTYT BBI3BIBaTH 0Opa3OBaHHE
ADK wyepe3 peakuun tuma @PenroHa. Otu ADK Moryr HemocpeacTBEeHHO
arakoBaTb KOMIIOHEHTHI (POTOCHUCTEMBI, 0COOEHHO peakunoHHble HeHTpbl DCII,
YTO MPUBOJUT K YCUJICHUIO OKHCIUTEIBLHOTO MOBpeXxAeHUs. B mccinenoBaHMsxX
ObUIO TOKa3aHO, yTO Npu BozaeicTBuM CU?" B KIIETKax 3€JE€HBIX BOAOPOCIEH
3HAUUTEIBHO TOBBIIIAETCS YPOBEHb cynepokcuaHoro anumona (O27) u mepokcuaa
Bomopoaa (H:02), 9T0 CBUACTENBCTBYET O CHJIBHOM OKHCIUTEIBHOM CTpeEcce,
BbI3BaHHOM TsKenbiMu MeTasutamu (Goltsev et al., 2009; Goltsev et al., 2003).

Biausinne TAKeIbIX METAJJIOB HA KJIETOYHbIE CTPYKTYPbI U (PYHKINH

Kpome HemocpencTBeHHOro HWHTHOMpPOBaHUS  (POTOCHHTE3a,  TSDKENbIE
METaJUThl TaK)K€ MOTYT BIMATH Ha JAPYTU€ KICTOUYHbIE (DYHKIUU U CTPYKTYpPHI
BOJIHBIX (POTOCUHTE3UPYIOIIUX MUKPOOPTaHU3MOB:

1. IMoBpe:xnenue MeMOpaH: MOHBI TSKEIIBIX METAIJIOB, Takue kak Cu?*
u AgQ*, MOTYT CBsI3bIBaThCs ¢ pochonunuaamu U OeKamMu KIETOYHOW MeMOpaHsbl,
U3MEHSISI €€ TEeKydyeCTb M MPOHUIAEMOCTb, YTO NPHUBOIUT K pa3pyLICHUIO
MeMOpaHbl U YTEYKE BHYTPHUKJIETOUHOTO COAECPKUMOro. Takue MOBPEXICHUS
MeMOpaHbl Tak)K€ MOTYT BIMSATh HA MOHHBIM OanaHc, MOMIOIIEHUE MUTATEIbHBIX
BEIIIECTB U BBIBEACHUE MpoaykToB MeTabonm3Mma (Valko et al., 2005).

2. Hapymienue ¢QyHKumi 0eJIKOB: HOHBI TSXKEIBIX METAJIOB MOTYT
CBSI3BIBATHCA C THOJBHBIMM Tpynmnamu (-SH) B Monekymnax OenkoB, Hapyuias HX
TPETUYHYIO CTPYKTYpPY U (YHKIIMOHAIbHYIO aKTHBHOCTh. Hampumep, monsr Cu*
MOTYT HWHIHOMpOBaTb AaKTUBHOCTb  KIIIOYEBBIX  (PEPMEHTOB, TaKHX Kak
HUTpaTpeAyKTa3a u CynepoKCUIANCMYTa3a, YTO BIMIET Ha a30THBIA METa00JIM3M U

AHTHOKCHJAHTHYIO 3aIuTy Bogopociei (Pinto et al., 2003).
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3. IHoBpexkaenue IHK u PHK: takue Tskenabie MeTailibl, Kak cepedpo
U M€Jlb, MOTYT BBI3bIBaThb OKHUCIUTEIbHBIE MOBPEKICHUS, PA3phIBbl U MyTallud B
JHK u PHK, uyto HapymaeTr SKCHPECCHIO T€HOB M CHHTE3 OCIKOB. Y KIIETOK
3eJIEHbIX  BOAOpOCIHEH, monaBeprimmxcs BozaeiictBuio Cu?*, Habmomanoch
yBennueHne paspsiBoB JIHK ¥ XpoOMOCOMHBIX aHOMalMii, 4TO CBUAETENBLCTBYET O
reHoToKcu4eckoM 3dekte Tsxenbix metamio (Mosa et al, 2016).

Paziuuusas B  4YYBCTBHUTEJBHOCTHM K TSDKEJbIM MeTALJIaM Cpeau
(pOoTOCHHTE3MPYIOIINX MUKPOOPTaHM3MOB

Pa3znuynble BUAbl (HOTOCHHTE3UPYIOIIUX MUKPOOPTaHU3MOB JIEMOHCTPUPYIOT
3HAYUTENbHBIE PA3JINYUS B UYYBCTBUTEIBHOCTH K TSKEJIBIM METAJIaM, YTO CBA3aHO
C MX KJIETOYHOW CTPYKTYypOil, METaOOIMYECKUMHU MYTIMU U AHTUOKCHJAHTHOU
cucremoii. Hampumep, 3eneHble BOAOPOCIU OOBIMHO 0o0Jiee YyBCTBUTENBHBI K
TokcmyHocTr CU?**, yeM HHMaHOOAaKTepUH, YTO MOXET OBITh CBA3aHO C Oonee
BBICOKOM aKTUBHOCTBbIO aHTHOKCHJIAHTHBIX (PEepMEHTOB M Oosee 3(PPEeKTUBHBIMU
MeXaHW3MaMU 00pa30oBaHMS XeIaTopoB y Iranobakrepuii (Sinha & Héder, 2008).
Kpome Toro, Takue ycioBus OKpyxarouieil cpeapbl, kak PH Boabl, Temneparypa u
NUTaHUE, MOTYT CYIIECTBEHHO BIMSTh Ha OMOJOCTYIHOCTh U TOKCHYHOCTb
TSKEJBIX METAJUIOB, UTO MPUBOJUT K Pa3IMYHbIM PEAKIUSAM MUKPOOPTaHU3MOB Ha
BO3/JICHCTBHE TSAKEIIBIX METAIIIOB.

TakuM  00pa3oM, TOKCMYHOCTb TSDKEJbIX  METaUIOB JUIsl  BOJHBIX
(OTOCUHTE3UPYIOLIMX MHUKPOOPTAaHU3MOB MPOSBISETCS BO MHOTHUX aCHEKTaXx,
BKJIIOUass WHTUOWMpOBaHHE (DOTOCHHTE3a, IMOBPEKICHUE KIETOUYHBIX MEMOpaH,
MOBPEXJIEHUE OCJIKOB M HYKJIEMHOBBIX KHUCIIOT. DTH TOKCHYeCKHe d(PPEKTh MOTYT
OPUBECTH K CHH)KEHHIO POCTa M >KU3HECTOCOOHOCTH (POTOCHHTE3UPYIOIIUX
MUKpPOOPTaHU3MOB, YTO B CBOIO OUEPEb BIMIET HA IEPBUYHYIO TPOYKTUBHOCTD U
HKOJIOTUYECKOE PABHOBECHE BOJIHBIX JSKOCHUCTEM. B cremyromieMm paszaene Mbl
pacCMOTPUM MEXaHU3Mbl TOKCMYHOCTH KOHKPETHBIX TSKEIbIX METAJUIOB, TaKHX
Kak cepeObpo U Mejb, 4TOOBI JIydllle MOHATh HUX IOBEJACHUE M BO3JEHCTBUE B
BOJIHOM Cpeie.

2.4.2. MexaHu3Mbl TOKCHYHOCTH cepedpa
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Cepebpo (Ag) kak TOKENbIA MeETa/ul I[IUPOKO  MCIOJIB3YyeTCs B
MIPOMBIIIICHHOCTH, MEIUIIMHE W MOTPEOUTEITHLCKUX TOBApax, TAKUX KaK TEKCTUJIb,
MOKPBITHS, YIAaKOBKAa IMHUIICBBIX TMPOAYKTOB W MEIUIIMHCKOE 000pyIdOBaHuE,
Onaromapsi CBOMM TIPEBOCXOTHBIM aHTHOAKTEpUATbHBIM CBOWCTBaM. OJHAKO C
YBEIMYCHUEM HCIIOIb30BaHUS HAHOMATEPHAJIOB cepedpa W HOHOB cepebpa Bce
Oonbiiee  OECIOKOWCTBO BBI3BIBACT WX IMOTCHIMAIbHAS TOKCUYHOCTH IS
OKpYy>Kalolllel cpefapl, OCOOEHHO JJIsi BOAHBIX 3KOCHUCTEM. OKOJOTHYECKas
TOKCHYHOCTh cepeOpa IIaBHBIM oOpa3oMm oOycioBiieHa WoHamHu cepedpa (AgH),
KOTOpbIE MOTYT B3aMMOJIEWCTBOBAaTh C OMOMOJIEKYTaMH, BbI3bIBAs MOBPEKIICHUE
KJIETOK M MeTaboJnueckue HapymieHus. B 3Tom pasmene paccmarpuBaroTcs
MEXaHU3Mbl TOKCUYHOCTH cepeldpa, C aKIEHTOM Ha TO, KaK HOHBI cepedpa
OKa3bIBAIOT TOKCHYECKOE BO3JICWCTBHE Ha BOJHBIE (DOTOCHMHTE3UPYIOIIHE
MHUKPOOPTaHU3MEI.

MexaHu3MBbI NOIVIOLIEHUS] U HAKOIJIEHUS HOHOB cepedpa

Honsl cepedbpa B BOAHOW Cpefie B OCHOBHOM CYIIECTBYIOT B PAacTBOPECHHOM
BUJIC u MOTYT MOTIIONIATHCS BOJIHBIMU (bOTOCUHTE3UPYIOIIUMU
MUKpPOOpPTraHU3MaMH, TAaKUMU KaK 3€JICHbIE BOJOPOCIM H I[MaHOOAKTEpHUHU.
MexaHu3M TOTJIONIEHHUS HMOHOB cepedpa OOBIYHO OCYIIECTBISICTCS 4Yepe3
NacCMBHY!0 1u(dQy3ur0 WIM aKTUBHBIM TPAHCIOPT, B 3aBUCUMOCTH OT
KOHIIEHTpAllU MOHOB cepebpa, yCIOBUI OKpyxaroliei cpenbl (Takux kak pH u
TEeMIlepaTypa) W BUIAa MHKPOOPTaHW3MOB. [IpM HU3KMX KOHIICHTPAIMSIX HOHBI
cepeOpa MPEeMMYIIECTBEHHO MPOHUKAIOT B KJICTKW Yepe3 MOHHBIC KaHAJbl MyTeM
naccuBHOW U dy3um, TOrma Kak TMPU BBICOKMX KOHIIEHTPAIUSAX OHH MOTYT
aKTHBHO TPAHCIIOPTUPOBATHCS uepe3 MmeMOpanubie Oenku (Lemire et al, 2013).

[Tocne momamaHuWsi B KJIETKy HMOHBI cepedpa OBICTPO B3aUMOIECHUCTBYIOT C
pa3sIMYHBIMM OHMOMOJICKYTaMH, TaKUMH KaK OCJKH, JHMNHABI W HYKJICHHOBBIC
KHUCIIOTBI, YTO MPUBOINT K U3MEHEHUSIM UX CTPYKTYpHI B GyHKIMU. MoHBI cepedpa
CKJIOHHBI CBSI3BIBAThCS C OenkaMu W (EpMEHTaMH, COJAEPKAIIMMH THOJIOBEIC
TPYIIIBI, HAPYyIIas UX KaTATUTUYECKYIO0 aKTUBHOCTh U CTPYKTYPHYIO 1I€JIOCTHOCTb.

Hampumep, uccnenoBanus MoKaszald, YTO HOHBI cepedpa MOTYT CBSI3BIBATHCS C
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OenkaMH Ha KJIETOYHOW MeMOpaHe, U3MEHssI €€ CTPYKTYpPY U MPOHUIIAEMOCTb, YTO
BBI3BIBACT HApYIICHUE OOMEHA BEHIECTB MEXK]Yy KJICTKOM U OKpYy)Karoueh cpenoin
(Kawata et al., 2009).

IoBpexaeHue KJIeTOYHOI MeMOpaHbI MO/ BO3IeCTBHEM cepedpa

Tokcuueckoe peiicTBUe cepedOpa B MEPBYIO O4yepenb NPOSBISETCA B
MOBPEXJICHUU KJIETOUHOM MeMOpaHbl. MloHbI cepebpa MoryT B3auMOAECTBOBATD C
dochomunuaamu u OelKamMu KJIETOYHOW MeMOpaHbl, U3MEHSS HX CTPYKTYpy H
¢ynkumio. B uacTHOCTH, MOHBI cepedpa MOTYT pearnupoBaTh C THOJIOBBIMHU
rpynnamu (-SH) B MeMOpaHHBIX Oenkax, paspyiias Jucyib(puIHbIE CBSI3U OCIKOB
M, CIIeZIOBAaTEeNIbHO, MPHUBOIASA K mMoTepe uxX (QyHKuuMU. Takoe paspymuTenbHOE
NEHCTBUE 3HAUUTENBHO HU3MEHSET TEKY4eCTh M IPOHUIAEMOCTb KJIETOYHOU
MeMOpaHbl, YTO B KOHEUHOM HTOTEe NMPUBOJUT K MOBPEXKIEHUIO €€ CTPYKTYpbl U
yTe4Ke BHYTPUKIETOUHOTO conepxkumoro (Morones et al., 2005).

Kpome Toro, nonsl cepedpa MOTyT BBI3BIBATH JTOMOJIHUTEIBLHOE MOBPEXKICHUE
KJIETOYHOM MeMOpaHbl MyTeM TeHepaluuu akTUBHBIX (opMm kuciopona (ADK).
Hanuuune  unoHOB cepebpa  MOXKET  HMHAYLUHUPOBATH  OKUCIHUTEIBHO-
BOCCTaHOBMTEJIbHBIE PEAKLIUHU, IPUBOASIINE K 00pa30BaHUIO CYyIIEPOKCH/1-aHUOHOB
(O2), mepexucu Bomopona (H202) u ruapokcuibHbix paaukaioB (*OH). Otu AOK
MOTYT HanpsIMyl0 aTaKoBaTh LIEMHU KUPHBIX KUCJIOT B JIMIIUIHOM OUCIIOE, BBI3bIBAs
NEPEKUCHOE OKHUCIIEHWE JIMMUIAOB MEMOpaHbl, YTO NPUBOAUT K AalbHEHIIEMY
noBpexaeHuio ee crpykrypel (Kedziora et al., 2018). I'enepanus ADK mon
BO3/ICHCTBHEM HOHOB cepedpa TakKe MOXKET HapyllaTh SJIEKTPOXUMHUYECKUN
rpaleHT MeMOpaHbl, HapyIias YHEPTreTHUECKU METa00IM3M KIETKH M TPOIIECCHI
CUTHAJIbHOM TepeIayH.

Bausinne cepedpa HA KJIETOUYHBIH MeTA00JIU3M

Tokcuyeckoe  BO3IEWCTBME  HMOHOB  cepedpa HE  OrpaHUYMBAETCSA
MOBPEXJACHUEM  KIETOYHOM MeMOpaHbl; OHHM MOTYT TakXke HapylaTh
BHYTPUKJIETOYHbIE META0OIMYECKHUE MPOLECCHl PAa3IMYHBIMU MyTsIMU. Bo-mepBhIX,
HWOHBI cepedpa MOTYT CBSI3bIBAThCS C KIIIOYEBBIMH (DepMEHTaMU B KIETKE U

UHTUOMPOBaTh UX aKTUBHOCTb. Hampumep, HOHBI cepedpa MOTYT CBS3BIBATHCS C
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TUOJIOBBIMU ~ TpyIIaMH  TakuxX  (EPMEHTOB,  KaK  HUTpaTpeAyKTasa,
HUTPUTPEIYKTa3a M CYNEPOKCUIAUCMYTAa3a, HWHIUOUPYS HUX HOPMAJIBHYIO
GYHKIMIO ¥ TeM caMbiM Hapylias a30THBIA MeTaOoNM3M U aHTHOKCUAAHTHYIO
samuty (Lansdown, 2010).

Bo-BTOpBIX, HOHBI cepedpa OKa3bIBAlOT MHIMOUPYIOIIEE NCHCTBUE HA CUHTE3
OoenkoB. MccnenoBaHusi TMoOKaszalid, YTO HOHBI cepeOpa MOTYT CBSI3BIBATHCS C
oenxkamu 1 PHK B pubGocomax, Hapymias uX CTPYKTypy U (PYHKIUH, TOJABIIS
nporecc Tpancisaiuu MPHK u npuBons k 6mokupoBke cuHTe3a OenkoB (Lok et al.,
2007). Takoe MHrUOMpyIOIIEE IEHCTBUE HE TOIBKO BIMSIET HA HOPMAJIBHBIM POCT U
pPa3MHOXKEHHE KIIETOK, HO TaKK€ MOXKET NPHUBOAUTh K JA€PUUUTY Ba)KHBIX
(YHKIMOHAIBHBIX OEJIKOB, BbI3bIBAsi MHOKECTBO META0OIMUECKUX HAPYILIEHUH.

Kpome Toro, noHsl cepedpa MOTYT HApylIaTh SHEPTETUUYECKUNA METa0OIU3M
kJeToK. OHM MOTYT UHTHOMPOBaTh (YHKIIMM MUTOXOHJIPHIM, BIIMsAsS HA aKTUBHOCTh
KJIIOUEBBIX (PEPMEHTHBIX KOMIUIEKCOB B 3JIEKTPOHHO-TPAHCIOPTHOM IeNH U
camwkas cuare3 ATD (Navarro et al., 2008). Hampumep, noHsl cepedpa MOryt
CBSI3bIBaThCA C KoepmeHToM Q HA MUTOXOHIAPHAIBHOW MeMmOpaHe, HapyIias
IpoLECcC MEepeHoca 3JEKTPOHOB, YTO MPHUBOAUT K OJOKUPOBKE 3IEKTPOHHO-
TPAHCIIOPTHOM WLEeNu M CHWKEHHI0 cuHTe3a ATdD. DOtu  HapymeHus
HPHEPreTUYECKOro MeTadoIM3Ma JOMOJHUTENBHO OCHA0IAI0T AHTHUOKCHIAHTHBIE
CHOCOOHOCTH KJIETKH, YCUJIMBAasi OKHUCIMTENIbHBIA CTPECC, BBI3BAHHBIA HOHAMH
cepeopa.

OxuciauTeIbHBbIN CTPecC, BLI3BAHHBIN cepedpom

OKHCIIUTENBHBIN CTPECC SBISIETCS Ba)XXHBIM MEXAHU3MOM TOKCHUYECKOIO
nerictBus cepebpa. Mouwsl cepebpa MOTYT BBI3BIBAaTh OKHCIHTEIBHBIA CTpecc
pa3IMYHBIMM MYTAMH, NPHUBOAS K 4pe3mepHoMy HakoruieHnro ADK B kierke.
[Tocie NpOHMKHOBEHMS B KJIETKY MOHBI cepedpa MOTyT KaTaJlu3upOoBaTh PEAKIIUU
deHToHa WM MOJ00HBIE OKUCIUTEIHLHO-BOCCTAHOBUTENIbHBIE PEAKIIUH, TPUBOJIS K
oOpazoBanuto Oosbmioro koiauuectBa ADPK. Otu ADK arakyror pasziduHble
OMOMOJIEKYNIbI B KJIeTKe, Bkiatodas Junuasl, Oenku u JHK, Bbi3biBas

MOJICKYJISIPHBIC MOBPEKACHUS U (yHKIMOHAIbHBIe HapymeHus (Marambio-Jones
& Hoek, 2010).
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1. Ilepekncnoe oxuciaenune JunuaoB: A®DK wMoryr BbI3bIBaThH
NEPEKUCHOE OKHUCJICHHE MEMOpPaHHBIX JIMIHI0B, OCOOCHHO B KJIETOYHBIX
MeMOpaHax, OOraThiX HEHACBIIIEHHBIMU S>KUPHBIMU KHCIOTaMu. llepekucHoe
OKHUCJICHHE JUMUIOB HE TOJBKO pa3pylIaeT LETOCTHOCTh M (PYHKUIHUHU KIETOYHOU
MeMOpaHbl, HO ¥ MPHUBOAUT K OOPAa30BAHUIO Psiia BPEIHBIX META0OIUTOB, TAKHX
kak MajoHOBbIM auanpaerunx (MDA), koTopble MOTYyT JONOJHHUTEIHHO
CII0COOCTBOBATh Pa3BUTHIO OKHCIUTEIIBHOTO cTpecca (Huang et al., 2014).

2. Oxucienune OenxoB: ADK, BbI3BaHHBIE HOHAMHU cepeOpa, MOTYT
BBI3BIBATh OKHUCJIHMTEIILHOE TMOBPEXKICHHE OEIKOB, BKJIIOYAs KapOOHUIMPOBAHUE,
OKHUCJIEHHE THOJOB M pa3pylIeHHE NUCYAb(HUIHBIX CBSI3€d. DTH OKHCIUTEIbHBIC
MOBPEXJICHUS MPUBOAAT K OTEPE HOPMAIILHON KOH(POpMAIIUU U (PYHKIIMU OEIIKOB,
4TO B CBOIO OUEPE/Ib BIUACT HA pa3iMuHble MeTaboauueckue myTu kietku (Holt &
Bard, 2005).

3. Hopexaenue JTHK: AOK takxe moryT arakoBarh Mojiekyibl JTHK,
BbI3bIBAs PA3JIMYHbIE MMOBPEXKACHUS, TAKUE KaK OKUCJIEHHE OCHOBAaHUM, pa3pbIBbI
OMHO- U JBynenodeuHbix HUTe, cmuBku JIHK-Oemox wu gpyrue. DOTm
MOBPEXJEHNUS MOTYT MPUBOJUTH K TE€HETUYECKUM MYTalMsM, XPOMOCOMHBIM
abeppalsiM M afnomnTo3y, 4YTO 3HAUUTEIBHO BIMSET Ha Mpoiudepauuo Hu
BbDKHBaeMocTh kietok (Choudhury & Das, 2012).

Bausinue cepedpa Ha POTOCHHTETHYECKYIO CHCTEMY

dorocuHTeTHYeCKas cucrema, ocooenno ¢gotocucrema |l (OCII), apnsercs
elIe OJHOM Ba)KHOW MHIIIEHBIO TOKCHYECKOTO JIeicTBUs cepedpa. MccnemoBanus
MOKa3bIBAIOT, YTO MOHBI cepedpa MoryT Hapywmarh cTpyktypy u ¢ynkuuu OCII,
BJIMSISE HA HOPMAJIbHYIO pa0OTy AJIEKTPOHHO-TPAHCHIOPTHOM IENMU U TEM CaMbIM
camkas 3pdekTuBHOCTh (poTocuuTe3a (Stoyanova et al., 2007). HMousl cepedpa
MOTyT cBsi3biBaThcst ¢ Oenkamu D1 B ®CIl, nHapymas uX CTpyKTYpHYIO
LEJIOCTHOCTH U OJIOKUPYS IEPEHOC ANIEKTPOHOB. KpoMe Toro, noHbI cepedpa MOTyT
BbI3BIBaTh jerpananuio nurMeHtoB B OCIl (mampumep, xmopodwuiina), cHuUXKas

3¢ GeKTUBHOCTh 3axBaTa M IpeoOpa3zoBaHus cBertoBoil sHepruum (Goltsev et al.,

2009; Goltsev et al., 2003).
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Brnusaue uOHOB cepeOpa Ha (POTOCMHTETHYECKYIO CHUCTEMY TakKXKe
IPOSIBISIETCS] B U3SMEHEHUHU MapaMeTpoB (pryopeclieHInu XJIopoduiia. Y 3eIeHbIX
BOJIOpOCIied M [MaHOOAKTepui, TMOJABEPIIIUXCS  BO3JEHCTBUIO  cepedpa,
HaOogaeTCs 3HAYUTEIBHOE CHUKEHUE MaKCUMaJIbHOU KBaHTOBO
apdexruBroctr (FV/FM), uto ykaspiBaeT Ha WHTHOMpOBaHWE (HOTOXUMHUYECKOU
aktTuBHOCTH (QortocucteMbl |l. OmgHOBpeMeHHO CcHIKaeTcss M (dakThuueckas
KBaHTOBast MPOMyKTUBHOCTH (Y1), 9TO CBUACTENBECTBYET O OJIOKMPOBKE MEpeHOCA
SNIEKTPOHOB W CHIKECHHMU (oroxumudeckoii akruBHocth (Stirbet & Govindjee,
2012).

IoBpexnenue JHK ¥ reHOTOKCHYHOCTD, BHI3BaHHBIE cepedpom

Tokcuueckoe nelicTBue cepedpa TakkKe MPOSBIAETCS B MPSIMOM IOBPEXKICHUU
JHK u reHotokcuuHoCTH. VIOHBI cepedpa MOTYT HalpsIMyIO B3aUMOJEHCTBOBATD C
monekynamu JIHK wmm  Bei3eiBate moBpexnenuns JHK xocBenno, wepes
renepanmio AOK. MoHbsl cepebpa MOryT B3auMOAEWCTBOBaTh ¢ (ochaTHBIMU
rpynnamMu win ocHoBaHusiMH B JIHK, BbI3bIBass HeCTaOMIIBHOCTH CTPYKTYpbl U
paspeiBel. Kpome Ttoro, A®K, wunaynupoBaHHble HOHaMu cepedpa, MOTYT
BbI3bIBaTh MOBpexacHUA [JHK, Takue kak okucieHne 0CHOBaHWM, pa3phIBbI LETIEH
Y CUIMBKH, KOTOPbIE MOTYT IPUBOJUTH K MYTAallUsIM, XPOMOCOMHBIM a0eppalusM u
armonrro3y (Ahamed et al., 2010).

HccnenoBannsi MOKAa3bIBAKOT, 4YTO KIETKH, IOABEPIIINECS BO3ACHCTBUIO
HAHOYACTHUI[ cepedpa WM HMOHOB cepedpa, AEMOHCTPUPYIOT 3HAYUTEIIbHBIC
noBpexnaenua JHK, Bkmarouas oQHO- W ABYIENOYEUHBIE PA3pbIBbI, YBEIUYEHUE
konmyectBa cmnBok JJHK-0emok u cHmkenue cnocoOHoctu k penapauuu JIHK.
OTu reHoTokcuyeckue 3(PpPexTsl MOTYT TOMOIHUTEIBHO MPUBOIUTH K OCTAaHOBKE
KJIETOYHOTO [MKJIA, amoNTO3y WJIM HEKPO3y, YTO CYIIECTBEHHO BIIHSIET Ha
nposmdepalnio 1 BebkuBaeMocTh kietok (Kim et al., 2009).

KommuiekcHoe geiicTBMe MHOTOTPAHHBIX TOKCHYeCKUX 3¢ ¢eKToB cepedpa

Tokcuueckuii MexaHu3M cepeOpa MHOTOTpaHEH M BKJIIOYAET MOBPEXKIICHUE
KJIETOYHBIX MeMOpaH, HapyluleHue MeTaloliu3Ma, OKHUCIMTENbHBIA CTpecc,

UHTUOMpOBaHUE (POTOCHHTE3a U T€HOTOKCHYHOCTh. DTH TOKCHUYeckue 3 EKThI
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4acTO  B3aUMOCBSA3aHbI, (QOpPMHUPYS  CJIOKHOE  KOMIUIEKCHOE  JIeHCTBHUE.
OKHCITUTETBHBIA CTPECC, BBI3BAHHBIA CEpeOpPOM, MOXKET HE TOJIBKO HAMpPSIMYIO
NOBpeXJaTh KieTouHble MeMOpanbl, Oenku u JHK, HO u ycunmBarh ero
TOKCU4eckue dPQexTbl, Hapymas aHTUOKCHUIAHTHYIO  3alUTy  KJIETKH.
OmHOBPEMEHHO MHTHOMPOBaHNE (POTOCHHTETHYECKONW CHUCTEMBI TTO]T BO3/ICHCTBHEM
cepeOpa MOXKET BIMITH HAa JHEPreTUUECKUM METa0ONM3M W AHTHOKCHUJIAHTHBIC
CIIOCOOHOCTH KJIETKH, YTO JEJaeT KOMIUIEKCHOE TOKCHYECKOE JIecTBUE cepedpa
emre 6osiee cepresnbiM (Lansdown, 2010).

B 3axirouenue, HOHBI cepedpa OKa3bIBAIOT TOKCUYECKOE JCHCTBUE HA BOJHBIC
(OTOCUHTE3UPYIOIINE  MHUKPOOPTaHU3MbI  PA3IMUHBIMU  IYyTSIMH,  BKJIHOYAs
MOBPEXKJICHUE KJICTOYHBIX MeMOpaH, HapylleHue MeTaboin3ma, OKUCIUTEIbHBIN
cTpecc, uHruoupoBanue ¢otocunresa u noBpexiaenue JIHK. Dtu mexanusmsl
B3aUMOJICHCTBYIOT MEXIY cO00M, (hOpMUPYST KOMIUIEKCHOE TOKCUYECKOE JIEUCTBUE
cepebpa, 4To yrpoKaeT 370POBBI0 U CTAOUIILHOCTH BOJHBIX dKOcHcTeM. [1ybokoe
MOHMMAaHHE MEXaHU3MOB TOKCUYHOCTH cepedpa crocoOCTByeT pa3paboTke
7 (dEKTUBHBIX MEp MO 3alUTE OKPYXKAIOMIEH CPeIbl U KOHTPOIIO 3arps3HEHUs,
CHUXKas €ro Bpel JJisl BOJAHBIX OpPraHU3MOB U 3KOCHCTEM. B crienyromiem paznene
OyIyT pacCMOTPEHbl MEXaHU3Mbl TOKCHYHOCTH MEOU C LEJbI0 JajdbHEHIIero
aHajM3a UX MOBEJICHHS U BO3JICUCTBUS B BOJHOM Cpelie.

2.4.3. MexaHU3MbI TOKCHYHOCTH MEIH

Mens (CuU) kak BaXHBIH TEPEXOAHBIM MeETalI SBISETCS HEOOXOIUMBIM
MUKPOJIEMEHTOM JIJII MHOTHX OpPTraHU3MOB, YYacTBYS B psle KIIOYEBBIX
(GU3MOJIOTHYECKUX U OUOXMMHUYECKUX TIPOILIECCOB, TaKUX Kak (POTOCHUHTE3,
JbIXaHWEe, AHTHUOKCHJIAHTHAs 3allluTa W KaraauTudeckas (QyHKIus (EepMEHTOB.
OnHako, Korja KOHIICHTpAIMS MEIW TMPEBBIIACT TOMYCTUMBIE IJIi OpTaHu3Ma
npeeibl, OHa MNPOSBISET BbIpaXXeHHbIE TOKcUUeckue 3¢ dexTsl. Meap sBisieTCS
pacpOCTPAHEHHBIM 3arpsi3HUTENIEM B BOJHBIX Cpelax, MCTOYHUKAMU KOTOPOTO
MOTYT OBbITh TOPHOJIOOBIBAIOIIASI TPOMBIIINIEHHOCTb, CTOYHbIE BOJIbI, IECTULIUIBI U
ourcTHBIC coopykenus (Sunda & Huntsman, 1998). B stom pasgene

paccMarpruBarOTCA MCXaHU3Mbl TOKCUYHOCTH MC/H, B HaCTHOCTHU, KaK MOHbI MCAU
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(Cu*) oka3bIBalOT TOKCHMYECKOE BO3ICHCTBHE Ha BOJAHBIC (OTOCHHTE3UPYIOIIHE
MUKPOOPTaHU3MBI IOCPEICTBOM Pa3IMYHBIX OMOXUMUYECKUX ITyTEH.

MexaHU3MBbI NOIVIOIICHUS] M HAKOIUIEHUS] HOHOB MeIu

[Tornomenre U HaKOIJIEHME MOHOB MEIU — 3TO MEPBBIN IIAr K MPOSBICHUIO
UX TOKCHYHOCTH [UIsl BOJHBIX Opranu3MoB. Boasbie (oTtocunTe3upyromme
MUKPOOPraHU3Mbl, TaKU€ KakK 3€JEeHbIe BOAOPOCIN U LUAHOOAKTEPHUH, CIIOCOOHBI
noromars MoHbl Menu (Cu*') depe3 MexaHM3MBbl TMAacCUBHOM muddysuu u
aKTUBHOTO TpaHcropTa. D(PPEeKTUBHOCTh MOTIOMIEHUS MOHOB MEAH 3aBHCHUT OT
(dakTOpoB OKpyKaroleld cpeapl (Takux kKak PH, Temmneparypa, MHTEHCUBHOCTb
CBETAa) U OCOOCHHOCTEW CaMHUX MHUKPOOPraHHU3MOB (COCTaBa KJIETOYHOM CTEHKH,
CTPYKTYpbl MeMOpaHbl M HaJIMYusl M AaKTUBHOCTH TPAHCIIOPTHBIX OEJIKOB)
(Fernandes & Henriques, 1991). Ilocne mnonamaHuss B KJIETKY HOHBI MEIH
B3aUMOJICHCTBYIOT C PAa3JIMYHBIMU OMOMOJIEKYJIAMH (TaKUMU KaK O€JIKH, (PEPMEHTHI,
JUNHUBI U HYKJIEMHOBBIE KHUCIOTHI), Hapyllas HOpMajbHble (PU3NOIOTUYECKUE
(YHKIUU KIIETKH.

[Ipy HU3KUX KOHLIEHTpAIUSAX MeEAb CIYXHUT KO(GAKTOpOM [UIsl MHOTHX
METaJUIONPOTENHOB  (MeIb-IIMHK-COAEPIKAIICH Ccymepokcuaaucmyrasel, Cu/Zn-
SOD), y4actBys B  OKHCIWTEIbHO-BOCCTAHOBUTEIBHBIX  pEAKIMIX U
aHTHUOKCUAAHTHOM 3ammre. ONHAKO NMPHU BBICOKUX KOHIEHTPALUSAX HOHBI MEOU
CBSI3BIBAIOTCS C aKTUBHBIMU TPYIIIIAMH, TAKUMH Kak THOJIBI (-SH) 1 aMUHOTpyTIITBI
(-NH2), uro mpuBOAMT K HMHAKTUBAIMH (EPMEHTOB, M3MCHCHUIO KOH(pOpPMAIUU
OeJKOB M TOBBIIICHHIO MpOHHMIIaeMocTu MemoOpan (Stohs & Bagchi, 1995). Dtu
WU3MEHEHUS BBI3BIBAIOT CEPHUI0 (U3HOIOTHUYECKUX CTPECCOBBIX PEaKIMi, BKIIOUYAs
OKHCIIUTENbHBIN CTpecC, MOBPEXIECHUE KIETOYHBIX MeMOpaH, HMHTHOMpOBaHHE
¢doTocuHTE3a M TEHOTOKCUYHOCTb.

Biinsinue Meiu Ha KJIeTOYHbIe MEMOPaHbI

Tokcuueckoe pnelicTBUE MeAM B TEPBYIO OYepelb NPOSBISIECTCS B
HNOBPEXACHUN KJIETOUHbIX MeMOpaH. MoHBI Menu MOryT HapyllaTh LEIOCTHOCTh
KJIETOYHBIX MEMOpPAaH MyTeM MPSMOTO CBSI3bIBAHMSI MJIM OKUCIIEHUs (pochonunuaos

n OenxoB. MccnenoBanusa mokasbiBaloT, uto CU?' MOXKET B3aMMOJIEHCTBOBATHL C
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dbocdarapiMu rpynnaMu U HEMsIMH HEHACBIIIEHHBIX >KUPHBIX KUCIOT B MOJIEKYIaX
MeMOpaHHBIX (pochonunuaoB, BBI3BIBAS TMEPEKUCHOE OKHCICHUE JHIHUI0B U
HECTaOMILHOCTh MeMOpanHOU cTpykTypbl (Lemire et al, 2013). IlepekucHoe
OKHUCJICHHUE JIMMHUI0B MPUBOAUT K 0OPA30BaHUIO BPEIHBIX METAOOIUTOB, TAKUX KaK
MajoHoBbd muanbnaerua (MDA) u ruapokcunbHbie paaukaisl (*OH), kotopsie
MOTYT BBI3bIBaTh JalibHENIIEE TOBPEKIECHUE KIIETOYHBIX MEMOpaH.

Kpome TOro, MoHel Meau MOTyT pearupoBaTb C THOJOBBIMHU TpylnamMu B
MEMOpaHHBIX OeNKax, Hapylas HuX CTPykTypy u ¢yHkmuoo. Cu** moxer
CBSI3BIBATHCA C TPAHCIOPTHBIMM  OelkaMuM Ha MeMmOpaHe, MpensTCTBYS
HOPMaJIbHOMY TPAHCIOPTY MUTATENbHBIX BEIIECTB W HOHOB, 4YTO HapylIaeT
nporecc mnuTaHus KiIeTku u ynajdenue otxoxoB (Valko et al., 2005). Dtu
pa3pylIUTEIbHbIE BO3JICUCTBUS  YBEIWYUBAIOT MPOHHUIIAEMOCTh  KJIETOYHBIX
MeMOpaH, MPHUBOJAT K MOTEpPE EKTPOXMMHYECKOrO TpaJMeHTa M AucOanaHcy
MOHOB BHYTPU U CHApYXU KIJIETKH, YTO B KOHEYHOM HTOIE€ BBI3bIBAECT YTEUKY
BHYTPHUKJIETOYHOTO COJIEPKUMOTO U THOEITb KIIETKH.

NurudupoBanne GporocuHTe3a MebI0

@®OTOCHHTE3 SBISIETCSI OCHOBHBIM META0OJIMYECKUM IPOLIECCOM BOJHBIX
(OTOCHHTE3UPYIOLIMX MUKPOOPTraHW3MOB, 1 HHTMOMpPOBaHUE (POTOCUHTE3a MEBIO
SBIIICTCSI OJJHUM U3 KIIFOYEBBIX MPOsiBICHUIN ee TokcuyHocTH. Monbl menu (Cu?")
obnagaroT BbicokoM adduuHOCTRIO K Qotocucteme Il (DCII), cnocoOHbI
cBs3pIBaThCs ¢ Oenkom D1 B OCII, 4To mpUBOIUT K TTOBPEKICHUIO PEAKIIMOHHOTO
IICHTpa U Pa3pbIBY ey 31ekTponHoro Tpancnopra (Lichtenthaler et al., 2005).

1. Bausinue Ha ®CIlI: OCIIl aBnsercs Haubosiee 4yBCTBUTEIBbHBIM K
BO3JCMCTBHIO HMOHOB MEAM KOMIIOHEHTOM (DOTOCHHTETHYECKOTO —armapara.
HccnenoBanus nmokasbiBaiot, uto CU** MOXKET 3aMelaTh HOHBI METAJIOB (MarHus)
B OCII, napymas ee crpykrypy U (yHKuud. OHBI MeIu MOTYT CBSI3bIBaThCS C
oenkom D1, Be3bBas moBpexnaenue peakuuoHHoro mneHtpa OCIl u cHmkeHue
doroxumuueckoi a¢dexrusnoctu (Kalaji et al., 2017). Kpome Toro, noHsl Meau

MOTYT BbI3bIBaTh OKucauTenbHoe noppexaeHue O@CIlI myrem renepauuu ADOK, yto
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JIOTIOJIHUTEJIPHO CHUXaeT A(DPEKTUBHOCTh MEPEHOCa AJICKTPOHOB U KBAHTOBBIN
BBIX0J] poToxumuueckux peakiuii (Stirbet & Govindjee, 2012).

2. Bausinne Ha ®PCI: xora ®C| meHee dyBCTBUTENIbPHA K HOHAM ME[IH,
IpU BBICOKUX KOHIeHTpauusx Cu?* moxer moBpeauth u DPCl. HccnenoBanus
MOKa3ajdu, 4YTO HMOHBlI MEAM MOTYT BBI3bIBATh JETPAJAIUIO0 KEJIe30-CEPHBIX
kiactepoB B OCI mytem renepanuu ADK u csa3piBadus ¢ sapoM komiuiekca OCI,
9TO BIMSET Ha CTa0MILHOCTH IIETIM JIEKTPOHHOTO TpaHcmopra (Strasser et al.,
2004). O1o npuBOAUT K CHUX)EHUIO (poToxumuueckorl aktuBHOCTH DCI u oOmieit
ahdexTuBHOCTH (POTOCHHTE3A.

3. Bausinne Ha Xy0popmiII M KAPOTUHOWABI: HOHBI MEAU MOTYT
HapyIiaTh MPOIECChl CHHTE3a M Jerpajanuu XjJopoduiia, U3MeHssT ColepKaHue
dboTocuHTeTUUECKUX TUIMeHTOB. CU** MOXeT 00pa3oBbIBaTh KOMIUIEKCHI C
TETPANUPPOJILHON  CTPYKTYpOH XJjopouiuia, BBI3bIBas €ro pasjokKEeHHE U
CHIDKEeHHE crocobHocTH K 3axBary cera (Goltsev et al., 2009; Goltsev et al.,
2003). OqHOBpEMEHHO MOHBI MEIHM MOTYT BBI3BIBATH OKHUCIEHUE KAPOTHHOWUOB,
HapyImas repeaady U pacrpeeieHne CBeTOBOM SHEPTUur B poTocucTeMax.

OKucIuTEIBHBIN CTPECC, BLI3BAHHBINA MeIbI0

OgHuM W3 OCHOBHBIX MEXaHM3MOB TOKCUYHOCTH MEAU SIBJISETCS UHIYKIIUS
OKHCIUTENbHOTO cTpecca. CU*, Kak CHIIBHBIM OKHUCIUTEIb, MOXKET Y4aCTBOBATh B
OKHUCJIUTEIbHO-BOCCTAHOBUTEIIBHBIX ~ peaklusAX, BbI3biBag reHepamuio ADK
(HampuMmep, CYNEePOKCHA-aHUOHOB, TIEPEKHCH BOAOPOAA U THAPOKCHIBHBIX
panukanoB). Otu ADK moryTt B3auMoaeicTBOBaTh ¢ pa3aIMiHbIMU OHOMOJIEKYJIaMH
B KJETKE, BBI3bIBas IEPEKHUCHOE OKUCIICHHE JIUMHIOB, OKHCJICHUE OCJIKOB U
nospexaenne JTHK (Stohs & Bagchi, 1995).

1. IlepexkucHoe okucienne aunuaoB: AOK, nHIyIMpOBaHHBIE MEBIO,
MOTYT B3aWMOJICHCTBOBaTh C HEHACHIIMICHHBIMU JKUPHBIMH KHCJIOTaMU B
MEMOpaHHBIX JIUMUJAX, BBI3bIBas WX TMEPEKUCHOE OKUCIEHHWE U pa3pyIlICHUE
CTPYKTYPBI KJIETOUHBIX MeMOpaH. [IpoayKThl MEpeKUCHOr0 OKHUCJIEHHUS JIMIUI0B

(takne kak MDA) He TOJIBKO MOBPEXKIAOT KIETOUYHBIE MEMOpaHbl, HO U MOTYT
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CIIy’KUTb BTOPUYHBIMM CUTHAJIBHBIMH MOJIEKYJIAMH, JOMNOIHUTEIBHO HHAYLHPYS
arronto3 u Hekpo3 (Valko et al., 2005).

2. Oxkucinenne OeaxoB: CuU** MOXET TE€HEPUPOBATH  CHIIbHbBIC
OKHUCIIUTENIbHBIE TUJIPOKCUJIbHBIE paJiKaibl dyepe3 peakuuu DeHTOHA WU LUK
Xabepa-Beiica, koTOpble MOTYT B3aUMOJEHCTBOBATh C OCTaTKAMHU AMUHOKHCIIOT B
Oenkax, BBI3bIBAsl UX OKHUCIUTEIBHOE MOBpEXACHUE U JeHarypalnuto. Hampumep,
Cu**  MOXET  OKHCIATh  aHTHOKCHIAHTHbIE  (epMeHThl  (TakWme  Kak
CYNEPOKCUAIUCMYTa3a M Karajla3a), CHWXKas aHTHOKCHIAHTHYIO CIIOCOOHOCTH
KJICTKH M JieNas ee Oojiee BOCIPUMMYHUBON K OKUCIHTENbHOMY cTpeccy (Lushchak,
2011).

3. Hopexaenune JHK: ADK, nHaynuupoBaHHbIE MEJIbIO, TAKKE MOTYT
arakoBath Mosiekyibl JIHK, BbI3bIBast pazinuunbie OpMbI TOBPEXKICHUM, TAKUE KaK
OKHCJICHUE OCHOBAHUM, pPa3pbIBbl OJHOICMIOUECYHBIX U JIBYLCIIOUYEUHBIX HUTEH,
cummBku JIHK-6enmox u npyrue. Otu mnospexnenus JIHK moryr mpuBomuth k
FCHETUYECKUM MYyTalMsIM, XPOMOCOMHBIM a0eppanusiM W  amomnTo3y, 4YTO
3HAUUTENILHO BIMSACT Ha mposudeparuio 1 BbbkuBaeMocTh kietok (Valko et al.,
2006).

IHoBpexkaeHue HyKJIEHHOBBIX KUCJIOT M 0€JIKOB MebI0

TokcMYHOCTH MeIM MPOSIBISETCA HE TOJIBKO B BO3JEHCTBUU HAa MEMOpPAHbBI U
($hOTOCUHTE3, HO TAKXKE B MPSMOM MOBPEXKJICHUU HYKJICMHOBBIX KUCIIOT U OCJIKOB B
kietke. CU?" MOXXET BBI3BIBATH OKHCIHMTEIHHOE TMOBPEKICHUE U CTPYKTYpPHBIC
paspymienus JIHK u PHK nyrem renepannun A®K wnm npsmMoro cBsi3bIBaHUS.
HccnenoBaHusi MOKa3bIBAIOT, UYTO KJIETKU 3€JEHBIX BOJOPOCIEH, MOJBEPTIIHECS
BO3JICUCTBUIO  BBICOKOM  KOHIIEHTpAallMd  WOHOB  MEAH, JE€MOHCTPUPYIOT
3HAUUTEJIBHBIC PA3pPbIBbl OAHOLEIOYEUYHBIX U JAByLenodeuHbix HUTen [IHK, uto
CBHJICTEIILCTBYET O BBIPaXCHHOM TeHOTOKcMdeckoM addekre menu (Pinto et al.,
2003).

KpomMe TOro, MOHbl MeIHM MOTYT CBSI3bIBaTbCS C THUOJOBBIMH TpyIIIaMU H
JPYTUMU aKTUBHBIMU IpyNIaMy B OelKaxX, U3MEHSSl UX CTPYKTYpPY U (PYHKIIHIO.

Hanpumep, MOHBI MeIM MOTYT CBSI3bIBAaThCS C OeiakamMu B puOocoMax, Hapyuias
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CTPYKTYPHYIO CTaOWUJIBHOCTh PUOOCOM M HX (YHKIMIO CHHTe3a OEJKOB, YTO
NPUBOIUT K MHrHOMpoBaHHIO Tporecca TpaHcisuu (Lichtenthaler et al., 2005).
Takoe MHruOMpOBaHUE CHUHTE3a OEJIKOB JTOMOJHUTEIBHO HAPYIIAET HOPMAJbHBIM
MeTaboNM3M U Pu3noNorniyeckue GyHKIUU KIETKH, TPUBOS K CHUXKEHUIO pPOCTa
Y BBDKMBAEMOCTH KJIETOK.

KomiuiekcHoe geiicTBMe MHOTOTPAHHBIX TOKCHYeCKUX 3P (PeKTOB Meau

Tokcuuecknii MeXxaHHW3M MEIM MHOTOTPAaHEH M BKJIIOYACT IOBPEXKICHHUE
MeMOpaH, HapylIeHHEe MeTa0oan3Ma, OKUCIUTEIbHBI CTpEecC, MWHTHMOMpPOBaHHE
doTocMHTE3a U  TE€HOTOKCHUYHOCTb. OITHU TOKCHMYECKHE A(PQPEKThl 4YacTo
B3aMMOCBS3aHbl, (HOPMHUPYS CIOKHOE KOMIUIEKCHOE Bo3aeicTBue. Hampumep,
OKHCIIUTENbHBIN CTPECC, BBI3BAHHBIM MENbI0, HE TOJIBKO HANPSIMYIO MOBPEXKIAET
memOpanbl, O0enku u JIHK, HO u ycunuBaer mertaOoinyeckue HapylIEHUsS U
(byHKIIMOHATBHBIE PACCTPONMCTBA KIETKU 3a CYET OCNAOJICHHs] aHTHOKCHIAHTHOM
cucTeMbl 3aluThl. OTHOBPEMEHHO MHIMOMpOBaHUE (POTOCHHTE3a MEIBI0O MOXKET
MOBIIMATh HA DHEPreTUYECKUN METabONM3M KIETKH, Aenas ee Oonee yI3BUMOW K
okucauTeabHoOMy noBpexxaeHuio (Lushchak, 2011).

Kpome TOro, TOKCUYHOCTb MENU PETryIUpyeTcsl (PakTopamH OKpyKarolen
cpenbl (TakuMu Kak PH, Temneparypa, yCJIOBHs OCBEILICHUS U COCTOSTHUE MUTAHUSA).
Hanpumep, B KHUCIBIX YCIOBHUSIX OHWOIOCTYHNHOCTb MEIU YBEJIMYMBAETCS, 4YTO
yCUJIMBAaeT ee TOokcuueckoe BoszzeiictBue (Lemire et al, 2013). B ycnoBusix
BBICOKOM OcBelieHHOCTH TeHepaiusi ADOK, nHIyIMpoBaHHBIX ME/bI0, 3HAUNTEITHHO
YBEJIIMYUBACTCS, YTO YCYTyOJsieT MOBpexJeHHE (OTOCUCTEM M OKUCIUTEIbHBIN
ctpecc (Lichtenthaler et al., 2005).

Takum 00pa3oMm, HMOHBI MEIU OKa3bIBAIOT TOKCHYECKOE BO3ACWUCTBHE Ha
BOJIHBIE (POTOCHUHTE3UPYIOLINE MUKPOOPTaHU3MbI Pa3IMYHBIMU MYTSAMH, BKIIOYAs
MOBPEXKICHUE KJICTOYHBIX MEMOpaH, HapylIeHHE MeTa0OIu3Ma, OKUCIUTEIbHBIN
cTpecc, UHTMOUpOBaHUE (POTOCUHTE3A U MOBPEKICHUE HYKIEUHOBBIX KHCIOT. DTH
MEXaHU3Mbl ~ B3aUMOJICUCTBYIOT MEXay coO00H, QopMUPYsS  KOMILIEKCHOE
TOKCUYECKOE BO3JCHCTBUE MEIM, UYTO YrPOXKAET 370POBHIO M CTAOMIIBHOCTU

BOAHBIX JKOCHCTCM. I J'IYGOKOC IIOHMMAaHHNC MCXAdHU3MOB TOKCHYHOCTH MCIHU
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CrocoOCTBYeT pa3paboTke d(PPEKTUBHBIX MEp IO 3alIUTE OKPYKAIOIIEeH cpeabl U
KOHTPOJIIO 3arpsI3HEHHUSI, CHU)KAs €€ Bpe.l JUIsl BOAHBIX OPraHW3MOB M 3KOcHCTEM. B
CIENYIOIIEM pa3leie Mbl pPacCMOTPUM MEXAHU3MBI PE3UCTEHTHOCTH U
TOJIEPAHTHOCTH BOJIOPOCIEH K TOKCMYHOCTU TSDKENBIX METAJUIOB, YTOOBI JIydIlle
NOHSATh, KaK BOJAHBIE OPTraHU3Mbl IPOTUBOCTOST BBI30BAM 3arpsS3HEHUS TSKEIIBIMU
METAJJIAMH.

2.4.4. MexaHu3Mbl PEe3UCTEHTHOCTH M TOJEPAHTHOCTH BOAOPOC/Iel K
TSZKeJIbIM MeTaJl1aM

3arpsi3HEHHUE TSKEJIBIMUA METAJUIAMH IPEICTABISAET CEPbE3HYIO YIpo3y s
BOJIHBIX SKOCUCTEM, OCOOEHHO ISl (POTOCUHTE3UPYIOUIUX OPraHU3MOB, TAKMX KaK
Bozlopocid. Bomopocnu, SBISAACH NEPBUYHBIMM  IPOAYLEHTAMH B  BOJHBIX
HKOCUCTEMAX, UTPAIOT KIIIOUYEBYIO POJIb B KPYTOBOPOTE BEIIECTB U IOTOKE SHEPTUU.
[IpoTHBOAEHCTBYSl TOKCHYECKOMY BO3ACHCTBUIO TSDKEJIBIX METAJUIOB (HampHuMep,
Meu U cepeldpa), BOIOPOCIH Pa3BUIIU PSAJl CIIOKHBIX MEXaHU3MOB PE3UCTEHTHOCTU
U TOJIEPAHTHOCTH, MO3BOJIIOMIMX MOAJEPKUBATh MX POCT U BBDKHMBAHHME. OJTH
MEXAaHU3MbI BKJIFOUAIOT BHEKJIETOYHOE UCKIIFOUEHUE, BHYTPUKIETOUHYIO U30JISALMIO,
XEJIaTUPOBAHUE METAJUIOB, AHTUOKCUMJAHTHYHO 3amuTy, penapauuro JIHK wu
metabonmuueckyro perymsnuto (Lemire et al, 2013). B atom pasgene moapoOHO
paccMaTpHUBaeTCs, KaK BOJAOPOCIH HCIIOJNB3YIOT 3TH MEXAHU3MBbI Ul 3alIUTHI OT
TOKCUYHOCTH TSKEJBIX METAIIIOB.

BHek/ieTouHOE MCKIIOYeHHe U 0apbep KJIETOYHON CTEHKH

[IepBoil MMHHEN 3aUUTHI BOJOPOCIIEH SIBISETCS OTPAaHUYCHUE IOCTYILICHUS
MOHOB TSDKEJBIX METAJUIOB IyTEM BHEKJIETOYHOIO UCKIIIOUEeHUusT U Oapbepa
KJIETOYHOM CTEHKHM. MHOrue BOAOPOCIH MOTYT CEKPETHUPOBATH OINPEICICHHbBIE
BEIIECTBA, TaKU€ KakK IMOJIMCAXapuabl, CIU3b U OEJIKU-IKCIOPTEPHI, KOTOPHIC
CBSI3BIBAIOTCS C MOHAMHU TSDKEIBIX METAJJIOB BO BHEIIHEW cpele, yMEeHbIIas UX
nontonieHue. Hanmpumep, HEKOTOpBIE 3€JI€HBIE BOAOPOCIH MOTLYT CEKPETHPOBATh
BHEKJIETOUHBIE TTOJICaXapuibl, KOTophie agcopoupyror Cu** u Ag* B Bozie, 00pa3ys

HEPACTBOPHMBIC KOMILUIECKCHI, IPEOTBpaIiasl uX MPOHUKHOBEHHE B KJIeTKy (Zhou

etal., 2016).



71

Kpome Toro, cTpykTypa KJIE€TOYHOM CTEHKH BOJAOPOCIICH UTPAET BAXKHYIO POJIb
B 3alIMTE€ OT HMOHOB TSDKEIBIX MeTauioB. KileTouHas CTEHKAa BOJOPOCIEH B
OCHOBHOM COCTOHMT W3 IIEJUIIOI03bI, TeMUIICIUIIONO3bI, NTEKTUHA U OEJKOB, Cpeau
KOTOPBIX HEKOTOpbIe KOMIIOHEHTBI, TaKHW€ KaK IIeKTHUHBI, COAEp)KaT OOJIbIIOe
KOJIMYECTBO  KapOOKCWIBHBIX W  THAPOKCWIBHBIX TIPYyMN, CIOCOOHBIX K
XEJIATUPOBAHUIO HMOHOB TSDKEJBIX METALIOB M HMX (PUKCallMM Ha TOBEPXHOCTHU
CTCHKH, CHWXas ux OwmomoctymHocTh (Byamba et al., 2022). Takas OapnepHas
GyHKIMS KJIETOYHOM CTEHKU A((PEKTHBHO OrpaHUYMBAET MPOHUKHOBEHHUE MOHOB
TSDKEJIBIX METAJIJIOB M CHMDKAET UX MPSIMOE TOKCUYECKOE BO3ACHCTBUE HA KIIETKHU.

BHyTpuK/I€TOUHbIE MEXaHU3MbI U30JISILHMU

Korza moHBI TSKEIBIX METAUIOB MPOHUKAIOT BHYTPb KIJIETKH, BOJOPOCIH
M30JIUPYIOT UX B ONPENEIICHHBIX OpraHe/uiaXx Wi oOJacTAX JJIsi CHIDKEHUSI HX
BPEHOTO BO3JECUCTBUS Ha KjeTouHble (yHKIUU. OCHOBHBIMH NYTSIMU
BHYTPUKJICTOYHON HM3OJISIUM SIBJISIIOTCS HAKOTUJICHHE MOHOB TSIKEJIBIX METAIOB B
BaKyoJISIX U METAJUIMYECKUX TpaHynax. MeMOpaHbl 3TUX OpraHeul Wiu TPaHyl
001a1a10T BBICOKOM YCTOMYHMBOCTBIO K METajulaM, 4YTO IIPEIOTBpAIlacT YTECUKY
HMOHOB TSKEJBIX METAJUIOB B IIMTOILIA3My, 3alllMINas JPYyTMe 4YacTH KIETKU OT
nospexaenuii (Mishra et al., 2006).

Bakyonu SBASIOTCA BaXXHBIM MECTOM JUISi M3OJSIIMU  HOHOB  TSIKEJBIX
METAJJIOB B KJIETKax Bojopociiel. McciaenoBaHus moka3biBalOT, YTO y 3€JEHBIX U
CHUHUX BOJOPOCJIEH, TIOABEPTIIUXCA BO3JCHMCTBUID BBICOKMX KOHIIEHTPALUMN
TSKEJIBIX METAJUIOB, YBETUYMBAETCS 00bEM M KOJTMYECTBO BaKyOJIeH sl XpaHEHUS
M30bITKa MOHOB TshKENBIX MeTauioB. Hampumep, npu obpabotke CU** y 3eseHoi
Bojopocan Scenedesmus quadricauda HabmromaeTcsl BhIpakeHHasl BaKyOJH3aIlHs,
MpUYEM KOHIIEHTpAUs MEIA B BaKyOJISIX 3HAUUTEJIbHO BBIIIE, YEM B IIUTOILIA3ME,
YTO MOJYEPKHBACT BAXKHYIO POJIb BaKyoJledl B M3OJSAIMU TKEIBIX METaJIOB
(Byamba et al., 2022).

MexaHu3MBbI XeJIAaTUPOBAHNUS METAJJIOB

XenaTupoBaHUE METAJUIOB SBIACTCA OJHUM M3 KIIOYEBBIX MEXAHU3MOB

Bo,uopocneﬁ JJIA 3alllUThI OT TOKCUYHOCTH TAXKCJIBIX MCTAJIIIOB. BOI[OpOCJII/I MOT'YT
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CHUHTE3UPOBATh U HAKAIIJIMBATH OIMPEICICHHBIC XeIaTUPYIOIINE areHThI (TaKue Kak
(bUTOXENIaTHHBI, TIIYTaTHOH, METANIOTHOHEHWHBI U JP.), KOTOPHIC CBSI3BIBAIOTCS C
WOHAMH TSDKETBIX METAJUIOB BHYTPH KIETKH, OOpa3ys HETOKCHYHBIC WU
MaJOTOKCUYHBIE  XEJaTHble KOMIUIEKCHI. ODTH  KOMIUIEKCHI MOTYT  OBITh
JOTIOJTHUTEIBPHO HM30JIMPOBAaHBI B OpraHeiiax (HampuMmep, B BaKyoJIsIX) WA
BBIBCJICHBI M3 KJICTKM C TOMOINBIO MexaHusmMoB dkcrpy3uu (Cobbett &
Goldsbrough, 2002).

1. duToXeJATHHBI (Phytochelatins, PCs): (UTOXEITaTUHBI
MPENICTABIISAIOT CO00M KOPOTKHUE TMENTU I, 00pa30BaHHbBIC MMyTEM MOJIUMEPU3AINH
IIyTaTHOHA M CUYUTAIOTCSI OCHOBHBIMH XEJIATUPYIOMIUMH areHTaMU B BOJOPOCIISIX.
PCs 06magaroT THOJNBHBIMU TPYNIaMU, KOTOPbIE CBS3BIBAIOTCS C MOHAMHM TSKEIBIX
MetauioB (Hanpumep, Cu** u Ag*), oOpas3ysi cTaOWIbHBIE XEIAaTHBIE KOMIUIEKCHI,
YTO CHIDKAET KOHIICHTPAIIMIO CBOOOJHBIX HMOHOB METAIOB M MX TOKCHYHOCTH
(Yadav, 2010). Kpome Toro, komriekcbl PCS ¢ TsOKeNbIMM MeTalaMd OOBIYHO
W30JIUPYIOTCS. B BAKYyOJISX, YTO JOIOJHHUTEIHLHO CHW)KACT WX KOHIICHTPAIMIO M
TOKCUYHOCTb B IIUTOILIa3ME.

2. Inyratuon (Glutathione, GSH): miyraton mnpeacraBiasieT coOoi
TpUNenTua, oOJafaromuii  CUJIBHOM  AHTUOKCHUJAHTHOM  aKTUBHOCTBIO U
CIIOCOOHOCTBIO K XeIaTupoBaHUio MeTaiioB. GSH MokeT HarpsiMyto CBSI3bIBATHCS
C WOHAMH TSOKEIBIX METaJUIOB, 00pasys CTaOWIbHBIC KOMIUICKCHI, W TaKXKe
y4acTBYeT B CHHTE3¢ (PHTOXETATMHOB KaK WX MpEAIIeCTBEHHUK. VccnemoBaHus
MOKAa3bIBAIOT, YTO B YCIOBUAX CTPECCA, BBI3BAHHOTO TSKEIBIMH METAIIJIAMHU,
ypoBenb GSH B kieTkax BOJoOpociield 3HAYUTEIBHO YBEJIUYUBACTCS, YTO
MOTYEPKUBACT €T0 BAXKHYIO POJIb B 3aIIUTE OT TOKCHMYHOCTHU TSDKEIBIX METAJLIOB
(Singh et al., 2006).

3. Metasioruonennnl (Metallothioneins, MTS): MeramioTnoHEHHBI
MPENICTABIISIOT COOOM JIPYTYIO TPYIITY OCJIKOB, CBS3BIBAIOIINX TSKEJIBIE METAJUTHI,
KOTOpbIe OOTaThl OCTaTKaMH IMCTEHMHA M CHOCOOHBI 0OpPa30BHIBATH CTAOWIIHHBIC
KOMITJIEKCHl C Pa3TUYHBIMH MOHAMH TSDKENBIX MeTayuioB (Hampumep, Cu*', Ag,

Cd?*). Dkcmpeccusi METaNIOTHOHEWHOB B BOIOPOCISAX OOBIYHO 3HAYUTEIHHO
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YBEIMYMBACTCS TPHU BO3ACUCTBUU TSDKENIBIX METAJJIOB, YTO MOJYEPKUBAET HX
BaXHOCTB B ycTOMUMBOCTH K MeTasuiaMm (Hassinen et al., 2011).

AHTHOKCUIAHTHAS CHCTEMA 3a1UThI

AHTHOKCUJAaHTHAs CHUCTEMa 3alllUThl SIBISIETCS OJHUM U3 OCHOBHBIX
MEXaHU3MOB BOAOPOCIEH sl OOPHOBI C OKHCIUTEIBHBIM CTPECCOM, BBI3BAHHBIM
TSOKEIBIMU  MeTalllaMu. Tsokenple Metawibl (Hanmpumep, Cu?** um Ag') moryt
BBI3BIBAaTh OKUCIIUTEIBHBIN cTpecc, NpuBoAs K oOpa3zoBaHutio ADK, 4yTo BbI3bIBaET
NEPEKUCHOE OKHCIICHUE JIMIUI0B, OKuciaeHue OenkoB u mnoBpexaenue J[HK.
Bonopocnu ymenbiaror HakoruieHne ADK u cBsizaHHbIE ¢ HUMU MOBPEXKICHUS 32
CUCT YCHJICHHS aHTHOKCHJIAHTHOM cucTembl 3amuThl (Foyer & Noctor, 2011).

1. AHTHOKCUIAHTHBIEe (pepPMEHTBI: B YCIOBHIX CTpecca, BHI3BAHHOIO
TSOKEJIBIMA ~ METAJJIaMH,  BOJIOPOCIM  OOBIYHO  YBEJIMYUBAIOT  AKTUBHOCTH
HECKOJIbKUX AaHTHOKCHUIAHTHBIX (PEPMEHTOB, TAaKUX KaK CYNEpOKCHAIMCMYTa3a
(SOD), karamaza (CAT) u ackopOarnepokcunaza (APX). SOD mnpespariaer
cynepokcua-aanonbl (O27) B mepekuchk Bogopoaa (H:0:2), B To Bpems kak CAT u
APX paznarator H.0. Ha Bomy u kuciopon, ymenwinas HakoruieHne ADK u
cBsi3aHHbIC ¢ HUMH noBpexaeHus (Mittler, 2002).

2. HedepMeHTHBIE AHTHOKCHAAHTBI: TIOMUMO AHTHOKCHIAHTHBIX
(epMEeHTOB, BOJOPOCIM TaKXe YBEJIUYUBAIOT COJEp)KaHWE HEPEPMEHTHBIX
AHTUOKCHUJIAHTOB (TaKWX KaK DMIyTaTHOH, (DJIaBOHOUBI, ackopOar) 1jisi 60pbObI C
OKHCIIUTEThHBIM CTPECCOM, BBI3BAaHHBIM TSOKEIBIMH MeTalamu. Hampumep,
UCCIIEJIOBAHMS TOKa3bIBAIOT, YTO TNpPHU BO3JIEHCTBUU MeOU U cepedpa ypOBEHb
DIyTaTHOHA H ackopbaTta B 3€JMEHBIX M CHHUX BOJOPOCHSX 3HAYUTEIBHO
yYBEIMYMBAETCS, 4YTO mnoMmoraer HeuTpanmuzoBatb A®PK wu  yMeHbIINTH
OKHCIUTEIbHOE TIoBpexkAeHue (Sharma et al., 2012).

Mexanusmsl penapanun JHK

Nonwsr Tskenbix mertamwioB (Hampumep, Cu?** m Ag') MOTYT BBI3BIBATH
noBpexaenusa JHK nyrem mnpsmoro cBs3biBaHus ¢ modekyinamu JIHK wnm
KOCBEHHO uepe3 reHepaiuio ADK, 4ro mpUBOAUT K OKUCICHUIO OCHOBaHUM,

paspblBaM ILened U CIIMBKaM. Boxopociu axkTUBUPYIOT psAJ  MEXaHU3MOB



74

penapanuu JIHK, Takux kak BoccTaHOBIIEHHE MOBpEXICHHBIX ocHOBaHui (BER),
HyKJIeoTuaHas dKkcuu3noHHas penapaiusi (NER) u Heromonornunoe coenmHenue
koHIOB (NHEJ), u4ToOBl ycTpaHUTh Takue TOBPEKICHUS U OOCCICYUTH
cTabuabHOCTH reHoMa (Sancar et al., 2004).

Hampumep, mpu ctpecce, BBI3BAHHOM TSDKEIBIMH METAJJIaMHU, HEKOTOPHIC
BOJIOPOCIIA MOTYT TMOBBIIIATH YKCIPECCUIO TEHOB, CBsI3aHHbIX ¢ penapanuen JTHK,
yCIWIMBAas WX CIOCOOHOCTh K BOCCTAHOBJIECHUIO TOBpekIeHUi. lccrnemoBanus
MOKAa3bIBAIOT, YTO KJIETKH BOIOPOCIEH, moaBeprinuecs Bo3aeicteuio Cu?* m Ag,
MPOSBIISAIOT 3aMETHOE YBENWYEHUE akTUBHOCTH (epmenToB pemapauuu JHK,
takux kak JIHK-mommmepaspl, nurasel M 5K30HYKII€A3bl, YTO MOMAYEPKUBAET
BaxHy0 posib penapanuu JJHK B ycroiumBOoCTH BOAOpOCie K TOKCUYHOCTH
TsoKenbiX MeTaiioB (Gong et al., 2008).

Metabo/in4eckasi peryJasiius M IKCIpeccusi FeHOB

Bogopocin cnocoOHBI aianTUpoBaThCsl K CTPECCY, BBI3BAHHOMY TSKEIBIMU
MeTaJTaMH, 33 CIYET META0OTUICCKON PETYISIUU U U3MEHEHUS SKCIIPECCUN TEHOB.
Bo-niepBBIX, BOAOPOCIM MOTYT pPETyIupOBaTh MyTH METa0O0IM3Ma, TaKUEe Kak
dboToCUHTE3, NbIXaHWE U YIJIEPOJIHBIA M a30THBIA OOMEH, YTOOBI YMEHBIITUTH
TOKCUYECKOE BO3JEHCTBHE TSHKEIBIX MeTauioB. Hampumep, B yCIOBHSX cTpecca,
BBI3BAHHOTO TSDKEJBIMH METaJJIaMU, BOJOPOCIH MOTYT CHUXaThb 3((HEKTHBHOCTH
dotocuHTe3a, 4YTOOBI yMeHbIIUTH oOpa3zoBanue ADK, u yBenuuyuBaTh
JIbIXaTebHBIA  OOMEH, 4YTOOBl O00€CMEYUTh DHEPruld W  METa0OJIMYECKUE
MPOMEXKYTOYHBIC TMPOAYKTHI  JUIi CHHTE3a  XCJIATUPYIOIIUX  areHTOB |
aHTHOKCUAaHTHOH 3armmThl (Girotti, 1998).

Kpome Toro, Bomopociu MOTYT U3MEHSITh SKCIIPECCUIO TEHOB JIJIsl TTOBBIIIICHUS
YCTOWYUBOCTH K TSDKEIBIM MeTauiaM. VccrnemoBaHusi TOKa3bIBAIOT, YTO TIPH
BO3JICHCTBUN TSDKEIBIX METAIOB BOJAOPOCIH OOBIYHO AKTHBUPYIOT SKCIPECCHIO
psa TEHOB, CBSI3aHHBIX C 3allUTOM, TAaKWX KaK TEHbBI, KOJUPYIOIINE
AHTUOKCUJIAHTHbIE (EPMEHTBHI, OENKH, CBSA3BIBAIOIIME METAJUIbl, TPAHCIOPTHBIE
oenku u ¢depmentsl penapanuu JHK. Takas perynauust sKCnpecCMd TIe€HOB

IIOMOTaeT BOJOPOCISIM OBICTPO  aJaNTHPOBATbCA K CTPECCY, BBI3BAHHOMY
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TSDKEJIBIMHM METaJUIaMH, ¥ YBEJIMUMBaeT UX BbbkuBaeMocTh (Lemire et al, 2013).

Takum 06pazom, BOIOPOCIN MPOTUBOCTOST TOKCUYHOCTHU TSXKENBIX METAJIOB
C TIOMONIIbI0O MHOXXECTBA MEXaHHU3MOB, BKJIIOYasi BHEKJIETOYHOE HCKIIIOUEHUE,
BHYTPUKJICTOYHYIO H3OJSIUIO0, XEJIaTUPOBAaHUE METAJIOB, AHTUOKCHUIAHTHYIO
3anuTy, penapanuio JIHK u merabomuueckyio perymsiiuio. OTH MEXaHHU3MbI
paboTalT COIVIaCOBAHHO, TIO3BOJISIL  BOJOPOCHSM — TOJAEPKUBATH POCT U
BBDKMBAHHE B YCIOBHSX 3arpsA3HEHUSA TOKENBIMH MeTaamu. [iyOokoe
NOHUMAaHUE ATUX MEXAHU3MOB PE3UCTEHTHOCTH M TOJEPAHTHOCTU CIIOCOOCTBYET
pazpabotke >(PGEKTUBHBIX CTpaTeruil YOpaBICHUS OKpYKalollehd cpenon u
BOCCTAHOBJICHUSl  3arpSI3HEHHBIX HOKOCHCTEM  JUISl  3alIUThl  3[0POBbS, U
CTaOMJIBHOCTU BOJAHBIX dKOcHcTeM. B OymylieM uccienoBaHus JOJKHBI YIEISATh
0oJbIlIe BHUMaHUSI MOJIEKYJISIPHOM OCHOBE W PETYISTOPHBIM MEXaHWU3MaM STUX
npoiieccoB i 6omnee 3PPEeKTUBHOTO MPOTUBOACHCTBUS SIKOJIOTHYECKUM BBI30BaM,
CBSI3aHHBIM C 3arPA3HEHHUEM TSKEIIBIMA METAJIAMMU.

2.5. BausiHume pa3aMYHbIX (PU3MKO-XUMHMYECKMX (PaKTOpOB Ha
(orocuHTE3MPYIOLIHE OPTraHU3MbI

@DOTOCUHTE3UPYIOUIUE OpPraHU3Mbl, TaKHE€ KaK 3€JIeHble BOAOPOCIIH,
MAaHOOAKTEpUH M JPYTHe BOJHBIE PACTEHHS, UIPAIOT BAXXKHYIO POJb B MOTOKaX
DHEPIUM W KPYrOBOPOTE BEUIECTB B BOJIHBIX HJKOCHUCTEMAX. OTH OPTaHU3MBI
3aBHUCAT OT (POTOCHHTE3A JIsl TPeoOpa30BaHusl CBETOBOM SHEPrUU B XUMHUYECKYIO,
yro oOecreunBaeT HMX POCT M pa3MHOKeHue. OpHako pa3nuyHble (QU3UKO-
XxuMudeckne (QakTopbl, Takue Kak pPH, Temmeparypa, YCIOBHUS OCBEIICHUS
(ocobeHHO  BO3MEHCTBHE  YABTPA(PHUOIETOBOTO  HWBIYyYCHHS) W HaJU4He
3arpsI3HSIIOUIMX BEIIECTB, TAKUX KaK TSKEJbIE METAJIJIbl, OKa3bIBAIOT 3HAUUTEIILHOE
BIMSHUE Ha Tpouecchl (OTOCHHTE3a M COCTOSIHUE (DOTOCHHTE3UPYIOLIUX
opranu3moB. B nipupoaHo# cpene 3tu hakTopbl 00BIYHO B3aUMOIEHCTBYIOT IPYT C
JIPYTOM, U UX COBOKYIHBINA 3(PdeKT onpeaensieT GU3noIOornyecKyro aganTaiuo u
HKOJIOTUYECKYIO TMHAMUKY (DOTOCHUHTE3UPYIOMIMX OpraHu3MoB. [TosToMy rirydbokoe
NOHMMaHue 3TuX  (aKTOpoB M  MEXaHU3MOB  HUX  BO3JEHUCTBHUS  Ha
(OTOCHUHTE3UPYIOIINE OPTaHU3Mbl UMEET BaXKHOE 3HAYCHHE JIJIS1 TPOTHO3UPOBAHUS

pPEaKLMK 3KOCUCTEM Ha U3MEHEHHSI OKPYKAIOIIEH Cpebl.
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B nanHom pazgene OyneT cHCTEMaTHYECKH OOCYKIATbCsl, KaK KIIOUYEBBIE
buznko-xuMudecKkue (QaKTopsl BIHUAIOT HAa (POTOCHHTE3HPYIOIINE OPraHU3MBI,
OCOOEHHO Kak 3TH ()aKTOpPbl B Pa3IMYHBIX YCIOBMSIX HU3MEHSIOT 3(PPEKTUBHOCTD
¢dorocuHTE3a, CTPYKTYpY M (QYHKIHUIO OHOJOTHYECKUX MEMOpaH, MEXaHU3MBI
AHTUOKCUIAHTHOM 3aILUTHI U SKCIPECCHUIO T€HOB, YTO B KOHEYHOM UTOIE BIMUSIET Ha
POCT, META0OIN3M U BBIKHUBAEMOCTh (DOTOCHHTE3UPYIOLIUX OPraHU3MOB.

2.5.1. Brusinue pH cpeasl Ha poTOCHMHTE3MPYOLIE OPTAHU3MbI

PH cpeapl sBiseTcss BaXHBIM (DU3UKO-XMMUYECKHM MapaMeTpOM BOIHOMN
Cpelbl, KOTOPBI OKa3bIBAET 3HAYUTEIBLHOE BIUSHUE HA POCT (POTOCUHTE3UPYIOIINUX
opranu3mMoB U 3(PeKTUBHOCTH (POTOCHHTE3a, HETIOCPEICTBEHHO BO3CHCTBYS Ha
¢uznonornyeckue (QYHKIMM OSTUX OPraHU3MOB, a TaKXKe KOCBEHHO W3MEHSS
JOCTYITHOCTb IHMTATEJIbHBIX BEIIECTB W HOHOB TSKEJIBIX METAUIOB B BOJE.
N3menenuss pH cpeasl MOryT ObITh BBI3BaHBI KaK €CTECTBEHHBIMHM IPOLIECCAMU
(Hampumep,  BYJIKAHMYECKOM  aKTUBHOCTHIO,  BBIBETPUBAHHEM), TaK M
aHTPOIOT€HHBIMU bakropamu (manmpumep, KHUCJIOTHBIMU TOXKISIMH,
IPOMBILUIEHHBIMH  BBIOPOCAMH, CEJIbCKOXO3IMCTBEHHON JIeATENbHOCThI0). B
YCIOBUSX KUCJIOW WM LIEIOYHOM cpeibl (POTOCUHTE3UPYIOLIUE OPraHU3Mbl MOTYT
UCIIBITHIBATh PA3JIMYHBIE THUIIBI CTPECCa, YTO 3HAYUTENIbHO BIMAET Ha UX
(doToCHHTE3, KICTOYHYIO CTPYKTypy u (usmomornueckue ¢ynkmuu (Yu et al.,
2022).

N3menenne pPH Hampsmyro BauseT Ha (QU3MOJIOTHYECKOE COCTOSIHHE
(bOoTOCHUHTE3UPYIOLINX OpraHu3MoB. Hampumep, B KHCIIONW cpele yBelIndeHHe
KOHIIEHTpAallM1 UOHOB H' MOXKeT MpUBECTH K M3MEHEHUIO MPOTOHHOIO T'paJueHTa
KJIETOYHBIX MEeMOpaH, YTO, B CBOIO OuYepe/b, BIUAET Ha mpouecchl cuHre3a ATO,
OPUBOAMMBIE B JEWCTBUE MPOTOHHBIM TOTOKOM, W JApyrue MeTabolInyeckue
aktuBHOoCcTH (Daneshvar et al., 2021). HanpoTtuB, B IIEI0YHOMN Cpejie yBEIHMUCHUE
KOHLIeHTpauuu HoHOB OH~ MoxeT noBnusATh Ha CTAaOUIBHOCTH KJIETOYHBIX
MeMOpaH U aKTHUBHOCTb MEMOpPaHHBIX (PEpMEHTOB, YTO B JajbHEHILIEM HapyllaeT
npoueccel porocuHTesa U AbixaHud. Kpome toro, nusmenenue pH MOXXeT U3MEHATH

pacTBOPUMOCTE U (I)OpMy HOHOB TAKCIIbBIX MCTAJIJIOB B BOJIC, YTO, B CBOXO OUCPC/b,
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BIMSIET HA MX TOKCMYHOCTh. Hampumep, mnpu HuU3KUX 3HaueHusx pH
pacTBOPHUMOCTh HEKOTOPBIX METAJUIOB, TaKMX KaK aIIOMMHMA M >KeJe30,
YBEIMYMBACTCS, YTO JejlaeT UX Oosiee TOKCUYHBIMH JJisi (DOTOCHUHTE3UPYIOIIMX
opranu3moB (Fernandes & Henriques, 1991).

Bausinue pH Ha dorocucremsl

®orocucrema Il (®CIl) u dorocucrema | (DCIl) sBusroTcss ABYyMS
OCHOBHBIMH  PCAKIIMOHHBIMH IEHTpaMu (OTOCHHTE3a, H UX (PyHKIHHA
CYIIECTBEHHO 3aBUCAT OT PH cpenbl. B xucnoit cpene crpykrypa 6enkos D1 u D2
B @OCIl moxer ObITh MOBPEXKIECHA, 4YTO BIUSET HA TOMIOIICHUE CBETa U
s dexTuBHOCTL TepeHoca 3ektponoB (Kalaji et al.,, 2017). HccrenoBanus
MOKAa3bIBAIOT, YTO TMpPH HU3KUX 3HaueHusx PH makcumanbHas GoToXMMHUYECKas
sadpdexruBrocTs OCII (FV/FM) 3HAUNTENIBHO CHMXKACTCS, YTO CBUACTEIBCTBYET O
nojaBieHnn (Goroxumudeckux peakmmii (Strasser et al., 2004). Kpome Toro,
KHCIIasg cpefia MOXKeT criocoocTBoBath (poromnoBpexaeHuto @CllI — neodbpatumomy
MOBPEXACHUIO (HOTOCUCTEMBI TIPY BHICOKOMHTEHCHUBHOM CBETE, KOTOPOE CBSI3aHO C
MOBBINICHHON KOHIIEHTpaled noHo H*.

Hamporus, B menounoit cpene aktuBHOCTh PCl MoxkeT OBITH HapylleHa.
HccnenoBanust TOKa3bIBAIOT, YTO MPU BBICOKMX 3HaYeHUAX PH okumciuTenbHO-
BOCCTAHOBUTEILHOE COCTOSIHUE U CTAOMIIBHOCTH JKeJIe30-CepHBIX KiactepoB B OCI
HaApPYIIAIOTCS, YTO MPUBOIUT K OJOKHMPOBKE MOTOKA JJIEKTPOHOB B IIETIH TIEPEHOCA
anektpoHoB (Foyer & Noctor, 2011). Kpome TOro, mieiaodHbie yCIOBHUS MOTYT
UHTHOMPOBATh POTOXUMUYECKYIO aKTHBHOCTh DCI, 4TO TOMOTHUTEIHLHO CHUYKAET
¢ pexTUBHOCTH (POTOCHHTE3a U HAKOIIJIEHHE OMOMACCHI.

Bausinne pH Ha ¢poToCMHTETHYECKHE MUTMEHTHI

N3menenne pPH cpenbl Takke BAMSET HA CTAOMIBHOCTh M (YHKIIHIO
(OTOCUHTETUYECKMX MUIMEHTOB (TakMX Kak XJIOpOQWT UM KapOTHHOWIBI) B
(OTOCUHTE3UPYIOIIUX OpraHu3Max. B KHCIBIX YCIOBUSX CTPYKTypa XJIOpoQuiia
MOXKET OBITh TMOBPEXKAEHA, YTO MPUBOAUT K CHIDKEHUIO H(P(HEKTUBHOCTU
HOMIIOIIEHUS CBeTa M ocjabnennto Gporoxumuueckux peakiuii (Goltsev et al., 2009;

Goltsev et al., 2003). B wdacTHOCTH, KHUCIIBIE YCIIOBHSI MOTYT BBI3BATh
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JEMETAJUTM3AMI0 MOJIEKYJ XJIOpoQuiia, 4YTO MPUBOAUT K HX Jerpajaluud u
cHIKEeHHIO d((PEeKTUBHOCTH mepenadn cBeta. KpoMe Toro, KUCIbIe YCIOBUS MOTYT
CIIOCOOCTBOBATh OKUCIUTEIBHON JAerpagaliii KapOTHHOUIOB, YTO JOMOJIHUTEIBHO
BIUsET Ha PyHKIUIO (hoToCUCTeM U 3(PPEKTUBHOCTH (POTOCHHTE?RA.

B menouHpx ycnmoBUAX (POTOCHHTETHYECKHE TUTMEHTBI TaKXe MOTYT
NoJIBeprarbcsi HeOIaronpusiTHBIM  BO3AEUCTBUSM. Hampumep, Tpu  BBICOKOM
3HadeHun PH moxeT mpoucxomuth Qoromerpananus xjaopoduiuia, Mpu KOTOPOH
MUTMEHTBI B (JOTOCHUCTEMAX TEPSIOT CBOIO (POTOUYBCTBUTEIBLHOCTH, YTO CHIIKACT
saddexruBHOCTL PoTocuuTe3a (Alkhamis et al., 2022). OgHOBpeMEHHO IIeI0YHAS
cpella MOXKET W3MEHATH IIOJIOKCHHE W WHTEHCUBHOCTH ITMKOB TIOTJIOIICHHS
KapOTUHOUJIOB, YTO BIIMSET HA Tepefadyy W paclpeiesieHue CBETOBOM JHEPrUu
BHYTpH ¢otocucteM. Kpome Toro, IiesoyHble YCIOBUS MOTYT H3MEHSTh
B3aMMOJICHCTBUE MEXIY XJIOPOPUIIOM M OETKOBBIMU KOMILIEKCAMU, YTO BIHSET
Ha CTPYKTYPY U (PYHKIMH OCIIKOBBIX KOMILIEKCOB B (hoTocucTemax (Goss & Lepetit,
2015).

Bausinue pH Ha ki1eTouHble MEMOpPaHbI

N3menenune pH 3HaunTenbHO BAMSET HA CTAOMIBHOCTH KJIECTOYHBIX MEeMOpaH
(OTOCHHTE3UPYIOIMINX OPTaHW3MOB. B KHCIBIX WM IIEJOYHBIX YCIOBHUSIX
CTPYKTypa JHUIUIHOTO OWCIION KIETOYHBIX MeMOpaH W (pyHKIMM MeMOpaHHBIX
OenmkoB MOTYT OBITH HapylieHbl. Hampumep, B KHCIOW Cpele BBICOKHE
KOHIIEHTpauuu HoHOB H* Moryr B3aumopeiicTBoBarh ¢ ¢GochoaunuaHbIMu
MOJICKYJIaMH KJIETOYHOW MeMOpaHbl, BBI3bIBAS JIEMIPOTOHU3AIUIO JIUMUAOB U
MOBBINICHUE TEKYYECTH, YTO, B CBOIO O4YEpEIb, BIMSCT HA TPOHUIIAEMOCTH M
CeNeKTUBHOCTh MeMOpaH (LOpez-Maury et al., 2009). DTu u3MEHEHHS MOTYT
MPUBOJUTE K JECTAOWIM3AIUU CTPYKTYPhl U (PYHKIMH MEMOpPAHHBIX OEIIKOB,
TaKUX KaK MPOTOHHBIC HACOCHI W TPAHCIOPTHBIC OCITKH, YTO B KOHCYHOM HTOTE
HapyIIaeT YHEPTEeTHUICCKUN METa0O0IM3M KJIETKH U OOMEH BEIIECTB.

B menouHoil cpeme  KJIETOYHblE MEMOpaHbl TaKXe IOABEPraroTCs
BO3/eicTBUIO. VccnenoBaHusi MOKa3bIBalOT, 4YTO NpPH BBICOKOM PH TekyuecThb

KJICTOYHBIX M€M6paH CHMIKACTCA, YTO MOXKET OBITH CBSI3aHO C BSaHMOHeﬁCTBHCM
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nonoB OH~ ¢ Oenxkamu u junumamu MemOpanbl (Pazos et al., 2005). Dtu
U3MEHEHUSI MOTYT BIHUATH Ha KOH(OpMaLUI0O U (QYHKUIHUIO MEMOpaHHBIX OENKOB,
Hapymias TpaHCIOPT HMOHOB depe3 MeMOpaHy U TIPOIECChl  KICTOYHOMN
curHaju3anuu. Kpome TOro, B IIETOYHBIX YCIOBHSIX JIMIHILI MEMOpaHBl MOTYT
MOJIBEPraThCsl OKHUCICHUIO WM THAPOIU3Y, YTO NPUBOAUT K HECTaOMIBHOCTHU
MEMOpPaHHOM CTPYKTYPHI U HapyILICHHIO HejaocTHoCcTH KieTok (Lopez-Maury et al.,
2009).

Bumsinne pH Ha MeTabosimyeckue Npouecchl 1 AKTUBHOCTH (pepPMEHTOB

N3menenne PH oka3piBaeT 3HAYUTENIBHOE BIMSHUE Ha META0OIMYECKUE
IPOIECCHl UM aKTHUBHOCTH ()EPMEHTOB Yy (POTOCHHTE3UPYIOMIMX OPTraHu3MOB. B
KHUCIIBIX WJIM IIEJIOYHBIX YCIOBUSAX aKTUBHOCTh HEKOTOPBIX KIIFOUEBBIX (DEPMEHTOB
(rakux kak RuBiSCO u PEP-kap6okcuia3a) MOXeT ObITh MMOJIABJICHA, YTO BIHSET
Ha 3¢ ¢dekTuBHOCTh (uKcanmu yriepona u ¢orocurre3a (Sharma et al., 2012).
WccnenoBanus TMOKa3bIBAIOT, YTO B KHUCIOH cpene akTuBHOCTH RUBiISCO
3HAYUTEJIPHO CHUXKAETCS, YTO MPUBOJUT K YMEHBIIECHUIO CKOPOCTH aCCHUMUIISAIIUU
yriepoaa. Kucnast cpeaa Takxke MOXKET BIMSITh Ha NOZAep KaHUe KieTouyHoro PH u
HPHEPreTUYECKU MeTaboMu3M, 4YTO 3aTpydHSET NOoJAepKaHHEe HOPMAaJIbHBIX
metabonmuueckux QyHkuid (Andrews & Lorimer, 1975).

B menouHolt cpene akTUBHOCTh (DEPMEHTOB TaKKE MOXKET OBITh MOJABJICHA.
Hanpumep, mienodnsie ycIoBUST MOTYT aKTUBHUPOBATH (OTOIBIXATEIbHBIA MYTh,
4TO CHIKAET 3 (HEeKTUBHOCTH poTocuHTe3a. Kpome Toro, mienovnas cpeaa MOXer
U3MEHITh KOH(popMaiio (GEepMEHTOB M 3aps]i aKTHBHBIX IIEHTPOB, WHTHOHPYS
(GYHKIIMIO HEKOTOpBIX KIoueBbiXx (epmentoB (Lemire et al, 2013). Takoe
BO3/ICHCTBHE HE TOJIBKO CHIIKAET (DUKCALMIO YITIepo/ia U HaKOIIEHHE OMOMAacChl,
HO TakkKe BIMSET Ha aHTUOKCHJAHTHYIO 3allUTy (POTOCHUHTE3UPYIOIIMX
OpPTraHMU3MOB U UX META0OIMUECKYIO aJaNnTaIno.

pH sBisieTcss oOmHMM W3 KITIOYEBBIX  (PU3UKO-XUMHUYECKUX (HaKTOPOB,
BIMSIFOIIMX HAa (POTOCHHTE3UPYIOIINE OPTaHU3Mbl B BOIHOH cpene. Mzmenenus pH
cpeasl MOTYT BO3JEHCTBOBaTh Ha pOCT, MeETa0omu3M U IPPEKTUBHOCTH

dboTtocuHTE3a (POTOCHHTEIUPYIONTUX OPTaHU3MOB PA3TUYHBIMH ITyTSIMH, BKITIOYAS
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npsiMoe  BO3JEHCTBME Ha  (POTOCUCTEMBI, CTAOUIBHOCTL W (PYHKIIMIO
(OTOCHHTETUYECKUX MHUTMEHTOB, CTPYKTYpy M MPOHHUIIAEMOCTh KJIETOUHBIX
MeMOpaH, a TaKXe H3MEHEHUSI B METa0OJMYECKHX IMpolleccaXx U aKTUBHOCTH
dbepmenToB. InmyOokoe TIOHMMaHHE MEXaHM3MOB BoziedcTBus pPH Ha
(GOTOCHUHTE3UPYIOIINE  OpPraHU3Mbl  CIIOCOOCTBYET  NPOTHO3HPOBAHHUIO |
YIPABICHUIO COCTOSTHUEM 37I0POBbS BOJHBIX SKOCHUCTEM, a TaKkKe pa3padoTKe Mep
10 BOCCTaHOBJICHUIO 3KOCUCTEM, MOABEPKEHHBIX KHCIOTHOMY M MICIOYHOMY
3arpsi3HEHHIO. B ciienyronmx paszienax Mbl pacCMOTPUM BIUSIHUE IPYTUX (PU3UKO-
XUMUYECKUX (PAKTOPOB, TAKMX KaK TeMIEparypa U yiabTpadroiaeToBoe U3IydeHue,
Ha (POTOCHUHTE3UPYIOIINE OPTaHU3MbI U UX COBOKYITHBIE 3(D(PEKTHI.

2.5.2. BuausiHMe TeMmeparypbl cpeabl Ha  (OTOCHHTE3MPYHOIIHE
OPraHU3MBbI

Temmepatypa sBisieTcs BaKHBIM (DU3UKO-XUMUYECKUM (PAKTOPOM, KOTOPBIHA
BJIMSIET Ha pPOCT (OTOCHHTE3UPYIOIIUX OPraHu3MoB U 3(P(HEKTUBHOCTH
dboTocuHTE3A. DU3NONOTHYECKUE U MeTaboJIMYecKre IPOLIECCHI
(OTOCUHTE3UPYIOUINX OPraHW3MOB YPE3BbIYalHO UYBCTBUTEIbHBI K MU3MEHEHUSIM
TEMIEpaTypbl, MW  KojeOaHus  TeMIepaTypbl MOTYT  HEMNOCPEIACTBEHHO
BO3/ICHICTBOBATh Ha HECKOJIBKO ATArmoB (POTOCHHTE3a, BKIIIOUAsi CBETOBBIE PEAKIIUU
U Tpoliecchl (puKcauuu yriepoja. MaMeHeHue TeMieparypbl BOJbl MOXKET OBbITh
BBI3BAHO KaK NPUPOIHBIMH (hakTOpamu (HampuMep, CE30HHBIMA W3MEHEHUSIMH,
W3MEHEGHUSIMU KJIMMaTa), TaK M aHTPOIOTeHHbIMU (akTopamu (HampuMmep,
IPOMBIIIJICHHBIMU ~ BbIOpOCaMU, HW3MEHEHUSMU B HCIOJIb30BAaHUH 3EMEb).
[lornmanne MeXaHW3MOB BIHSHHUS TeMIepaTypbl Ha (POTOCHHTE3MPYIOIINE
OpraHU3Mbl WMEET Ba)KHOE 3HAYEHUE ISl MPOTHO3WPOBAHUS PEAKIIMH BOJTHBIX
9KOCHUCTEM Ha U3MEHEHHUs OKpyKaromien cpeasl (Huryn & Benstead, 2019)

Biinsinue TeMnepaTrypbl Ha CBETOBbIE peaKIuu

Temmneparypa CyIIeCTBEHHO BIHMSET Ha TPOLECChl CBETOBBIX peaKIuil
dotocunte3a. CBETOBbIE pEaKIMU TMPOUCXONAT B TUJIAKOMJIHBIX MeMOpaHax
xyoportactoB, B ¢otocucteme |l (OCIl) u dorocucreme | (OCI). U3menenue

TEMIEPATYPBl MOXKET HEMOCPEACTBEHHO MOBIUATh HA CTPYKTYPY U (PYHKLIHU ITHX
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dorocuctem. HccrnenoBaHus TIOKa3bIBAlOT, 4YTO MPH HU3KUX TeMIepaTrypax
ckopocTth niepeHoca 3MeKTpoHoB B OCIl u OCI 3naunTenbHO CHUXKAETCS, TIIAaBHBIM
o0pa3oM W3-3a YMCHBIICHHUS TEKYy4YeCTH MEMOpaH W CHIDKCHHS CTaOMIBHOCTH
OenkoBbIX KomIuiekcoB (Berry & Bjorkman, 2003). Huskue Temmeparypbl Takke
YBEJIIMYUBAIOT ~ JUCOANaHC  OKUCIHMTEIHHO-BOCCTAHOBUTEIHHOTO  COCTOSIHUSA
PEaKIMOHHOTO IICHTpA, CHIYDKAs MaKCUMAaJIbHYIO (OTOXUMHYECKYIO
apdexruBaocts DCIl  (FV/Fm), uto Bamsier Ha o0myo 3((EeKTUBHOCTD
dorocuntesa (Nishiyama et al., 2006).

Hampotus, B yCIOBUSIX BBICOKON TeMIEpaTyphl MPOLIECCHl CBETOBBIX peaKInil
TaKKe€ TIOJNABJIAIOTCA. BbICOKas TemrepaTrypa MOXKET BBI3bIBaTh (Da30BBIC
U3MEHEHUS JIMNUJAOB B TWIAKOMJHBIX MeMOpaHaxX, dYTO TIPUBOIUT K
JecTaduIn3all CTPYKTYphl MEMOpaH M HapylmieHHI0 (yHKIUA MeMOpaHHBIX
oenxoB (Yamori et al., 2014). Kpome Toro, BeICOKasi TeMIieparypa MOXKET BbI3BaTh
dboTtonoBpexenue dorocucrteM, ocodeHHo Oenka D1 B DCII, koTophiii jerko
MOJIBEpracTCsl JIerpajlallid TI0J] BO3JACHCTBHEM BBICOKHMX TEMIIepaTyp, 4YTO
MPUBOJUT K TOBPEKICHUIO PEAKIIMOHHOTO IIEHTpa (POTOCUCTEMBI M CHIKEHUIO
doroxumuyeckoit apdexruBroctr (Allakhverdiev et al., 2008). Bonee toro, mpu
BBICOKOW TEMIIEpaType MOXKET HapyIIaThbCs AJNEKTPOHHAS TPaHCHOpPTHAs IIENb B
OCIl u OCI, uro npuUBOAUT K HU3OBITOYHOMY OOpPA30BAHMIO AKTHUBHBIX (HOpM
kuciopoaa (ADK) u Bei3biBacT okucIHTEIbHBIN cTpece (Murata et al., 2007).

Biinsinue TeMnepaTrypsl Ha nmpoiecce (puKcaum yriepojaa

Temmeparypa Takke OKa3plBaeT 3HAYUTEIBHOE BIWSHHUE Ha TIPOIECC
bukcanuu yrnepona y GOTOCHHTE3UPYIOMIMX OpraHu3MoB. Dukcaius yriepoaa B
OCHOBHOM BKJIt04aeT hepmeHTaTuBHBIC peakiuu B myTsx C3 u C4, u atu peakuu
UMEIOT Pa3IMYHYI0 UYyBCTBUTEIHLHOCTh K H3MeHeHuio Ttemreparypsl. Jma C3-
pacTeHuN KIIOYEBBIM (PEepMEHTOM (UKCallMM yIieponaa sBisercs puoyno3o-1,5-
oucdocharkapookcunaza/okcurenaza (RuBiSCO), akTHBHOCT, M CTaOMIBHOCTH
KOTOPOW 3HAYUTEIILHO 3aBUCAT OT TEMIIEPATyphl. B yCIOBHSIX HU3KUX TEMIEPaTyp
aktuBHOCTh RUBISCO cHmkaeTcs, YTO NPUBOAUT K CHIDKCHHIO 3(P(PEKTUBHOCTH

bukcanmu yriepoxa. Kpome Toro, Hu3KME TeMIieparypbl MOTYT HapyliaTh
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TpaHCIOPT yraepona B xjopormiactax C3-pacreHuil, 3arpyaHss MPOIECCHI
dukcaruu yriepona (Sage & Kubien, 2007).

[Ipu BeIcOKMX TemmepaTypax y C3-pacTeHHid TMOBBIMIAETCS CKOPOCTH
boToABIXaHKS, YTO CBSA3aHO C YBEIMYCHUEM OKCHUreHa3Hol aktuBHOCTH RUBISCO,
MPUBOSIICH K OOJIbIIEH CTETEHH OKHUCIHUTEIBHBIX, a HE KapOOKCHUIMPYIOIINX
peakuuii (Sage & Pearcy, 2000). D10 yBenudeHue (OTOJbIXaHUS TOTPEOIISIET
(UKCUPOBAHHBI  YIJIEpOA W CHWKAET  YHUCTYI0  (DOTOCHHTETHUYECKYIO
MPOIYKTUBHOCTE. KpoMe TOro, BBICOKas TeMIiepaTypa MOXET MPHUBOAUTH K
WHAKTUBAIlMU HEKOTOPBIX KIIOUEBBIX (EPMEHTOB B TMYTIAX YIJIEPOTHOTO
Metabonusma (Hanmpumep, docdoraunepaTkuHasbl, GdochoraunepanbaeTru-
JETUIPOTE€HA3bl), 4YTO TaKXKe CHIKAET 3(G(EKTUBHOCTh (UKCAIMKU YIiepoa
(Sharkey, 2005).

Jlst C4-pactennii, oonmagaromux cTpykrypoi Kpanma n C4-metabomndeckum
nyreM (QUKCalMM YIVIepoja, XapakTepHa Oojiee BBICOKAs TOJEPAHTHOCTh K
U3MCHCHHIO TEMIEpaTypbl. B  YCIOBUSX HH3KHX TeMIIEparyp aKTHBHOCTH
dbochornommupyBarkapookcunazsl (PEPC) B C4-pacreHusix cHmwKaercs, 4YTO
yMeHblIaeT 3ppeKTUBHOCTh nepBuuHON (ukcaruu yriepona B C4-nytu {Sage &
Kubien, 2007). Oanako, nmo cpaBaenuto ¢ C3-pacrenusmu, y C4-pactenuii Oonee
HU3Kasi CKOPOCTh (POTOMBIXAHMSI, TOATOMY MX CIIOCOOHOCTH K (PUKCAIIMU yTIIepoja
OOBIYHO BHINIE TIPU BBICOKHX Temmeparypax (von Caemmerer & Furbank, 2003).
Tem He MeHee, NMpPU IKCTPEMAJIbHO BBICOKHX Temmeparypax wmetabonusm C4-
pacTeHUI TaK)Ke€ MOXET TMOJIABIISATHCS, YTO CBA3AHO C MOBPEXKICHUEM KIIETOYHBIX
MeMOpaH U HapylIeHHeM akTUBHOCTH (pepmenToB (Sage & Zhu, 2011).

Biusinue TeMnepaTypbl Ha CTA0MJIBHOCTh KJIETOYHBIX MEMOPaH

N3menenne TtemrepaTypbl TakKe 3HAUYMUTEIBHO BIUSET HAa CTAOWJIBHOCTH
KJICTOYHBIX MEMOpaH (DOTOCHMHTE3UPYIOIIMX OPraHU3MOB. B YCIOBUSAX HH3KHX
TEMIIepaTyp CTPYKTypa JIUMNUAHOTO OWCIOS KIETOUYHBIX MEMOpaH CTaHOBUTCS
Ooyee KECTKOW, YTO CHUXKAET TEKY4YeCTh W IMPOHUIIAEMOCTh MEMOpaH, a TaKkKe
BIUsAECT Ha (QYHKIMM MeMOpaHHBIX OEJKOB W OOMEH BEIIEeCTB MEXIY KJIETKOW U

BHemHen cpenoit (Los & Murata, 2004). Hanpumep, npu HU3KUX TeMIIeparypax B
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(OTOCHHTE3UPYIOLIMX OpPraHU3Max U3MEHSETCS COCTaB JUMUAOB IJIa3MATUYECKOU
¥ TWIAKOWJIHOW MEeMOpaH, 4TO MOXKET MPUBOAUTH K OJOKHUPOBKE SIEKTPOHHOTO
TPaHCIOPTA B LIETIH MIEPEHOCA IEKTPOHOB U CHIDKEHUIO YP(PEKTUBHOCTH Mepeaadn
sreprun (Murata & Los, 1997).

B ycnoBusix BBICOKOW TeMmIiepaTypbl TEKY4YeCTh KJICTOYHBIX MEMOpaH
YBEIMYMBACTCS, YTO MOXKET MPUBOIUTHL K (Da30BOMY pa3leNCHUIO JUNUAOB U
pacmaay 0enkoBsIx KominiekcoB (Horvath et al., 2008). Dt u3ameHeHHs 0CIA0SIOT
M30UpATENbHYI0 MPOHMUIIAEMOCTh M CTAa0MJIBHOCTH MEMOpaH, 4YTO BIHUSET Ha
CIIOCOOHOCTh  KJIETOK aJanTHUpOBaThCsi K BHemHed cpene. Kpome Toro,
MIEPOKCH AN JINTTH]IOB, BhI3BAaHHAS BHICOKOM TEMIIEPATypOi, MOKET MMPUBOIUTH K
HEOOpaTUMOMY TMOBPEKIACHUIO CTPYKTYPbl MEMOpaH, YTO JOMOJHUTEIHHO BIUSET
Ha BBDKHMBaHHUE M POCT GoTocuHTe3upyomux opranusmon (Upchurch, 2008).

Bunsinne  Temmeparypbl Ha  MeTa00/JM4YECKYI0  Peryjsiiui0 H
AHTHOKCUIAHTHYI0 3alI[UTYy

Temmeparypa Takke OKa3bIBaeT 3HAYUTEIHHOE BIMSIHHE HA METa0OIUYECKYIO
PETYIALNI0 M AHTHOKCHIAHTHYIO 3alUTy (OTOCHUHTE3UPYIOMIUX OpPraHU3MOB.
Huskue temmeparypbl MOTYT CHHXAaTh CKOPOCTh META0OJUYECKUX IPOIECCOB,
BKJIIOYAs  YIVIEPOJHBIM, Aa30THBIM W JUOUAHBIA oOMeH. B  orBer Ha
HU3KOTEMIIEPATypHBIH ~ cTpecc  (POTOCHUHTE3UPYIONIME  OpPraHU3Mbl  MOTYT
YBEIMYHMBATh HAKOTUICHHE PACTBOPHUMBIX CaxapoB U OCJIKOB B KaYECTBE 3alUTHBIX
arecHTOB W dHeprerudeckux pesepBoB (Kaplan et al., 2004). Taxxke Hu3kue
TEMIIepaTypbl MOTYT aKTUBHUPOBATh AaKTUBHOCTh psJa aHTHOKCHUIAHTHBIX
dbepmenToB (Hampumep, cynepokcugaucmyTassl  (SOD), karamaser  (CAT),
ackopOarnepokcuaasbl (APX)), urobsr causnuth HakorieHue ADK u cBsazanHoOe C
HUMH OKUCIUTeNnbHOE oBpexaeHue (Chinnusamy et al., 2007).

B  ycinoBusx  BBICOKOH  Temrieparypbl  MeTaOoiMuecKkas aKTHBHOCTH
(OTOCUHTE3UPYIOIIUX OPTraHU3MOB YCUJIMBAECTCS, OCOOCHHO YBEIMYMBACTCS
CKOPOCTh JIbIXaHHUS, HO 3TO TaK)XE COMPOBOXKIAETCS YCUIIEHUEM OKHCIUTEIHLHOTO
cTpecca. B oTBer Ha TemmeparypHbIl cTpecc (POTOCHHTE3UPYIONIUME OPraHU3MBbI

O0OBIYHO YCUJIMBAOT aHTHOKCUAAHTHYIO 3alIUTY 3a CYCT IOBBIIMICHUA dKTUBHOCTH
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aHTUOKCUJIAaHTHBIX (pepmeHToB (Hampumep, SOD, CAT, mmyTaTHoOHNIEPOKCHIA3bI
(GPX)) u yBenuueHus colepKaHHWsS AHTUOKCHIAHTOB (HApHMep, TIyTaTHOHA,
aCKOpOMHOBOM KHCIIOTBI), YTOOBI YMEHBIIUTH M30bITOuHOE 0OpazoBaHue ADPK u
CBSI3aHHOC C HUMHU OKHCIIMTEIbHOE noBpexaenue (Mittler, 2002).

2.5.3. Bausinue yabTpaguos1eToBOro H3ay4yeHus Ha GoTOCHHTEe3MpYIoLHe
opranusMbl. Biusinue Ha GOTOCHHTETHYECKYI0 AKTHBHOCTh

VrnerpaduoneroBoe (Y®P) wusmydeHue, OCOOCHHO  yiabTpaduOIECTOBOE
nuznydyenue tuma B (UV-B, 280-320 uMm), sIBIsieTCS 9aCThIO COJTHEYHOTO HU3ITydeHUS,
JOCTUTAIOUIETO MOBEPXHOCTHU 3€MIJIM, U OKa3bIBA€T 3HAYMTEIBLHOE BO3/CHCTBHE Ha
dbotocunTesupyromue opranusmel. Xots UV-B wusnydyenue cocraBisieT nuiib
HEOONBIIYI0 YacTh OOIIEr0 COJHEYHOTO W3JIyuYEHHUs, €ro BbICOKAas SHEprus
JIOCTaTOYHA JJIsi TOTO, YTOOBI BBI3BIBATH MPSIMOE MOBPEXKICHUE OMOMOJIEKY, TAKUX
kak JIHK, Genku v numujel, 4To, B CBOIO OYEPE/b, BIUSET HAa HECKOJILKO ATAIloOB
¢dorocunTe3a. B cBsA3u C paspylieHHEM O30HOBOTO ciosg MHTeHCHBHOCTH UV-B
U3MYy4YeHUS]  yBENUYHWJIACh, YTO YCWIMJIO TOTCHIHMAIBHYIO  YIpo3y IS
¢dorocunTe3npyomux opranu3mon (Rozema et al., 2002).

Bausinue UV-B u3znyuenus Ha npoueccsl porocunresa

UV-B wusnydyeHne HEmocpencTBEHHO BIMSIET Ha Mpolecchl (POTOCHHTE3A,
BKJIIOUasi CBETOBBIC peakiuu u ¢ukcanuo yriepona. Bo-mepseix, UV-B
uzinydyenue nospexaaer 6eiaku D1 u D2 B dpotocucreme |l (OCII), yto npuBoguT
pa3pyIICHUIO PEAaKIMOHHOTO IIEHTpa W CHIDKEHHI0 3((EeKTMBHOCTH TMepeHoca
anekTpoHoB (Jansen et al., 1998). UV-B usnydenune Takke BbI3bIBACT JCTPAIAIINIO
xjopoduiia, 0coOeHHO XJIopoduiia a, YTo HaIpsIMYIO BIUseT Ha 3)PEKTUBHOCTD
noriomieHns 1 npeodpaszosanus ceera (Hideg et al., 2013). Kpome toro, UV-B
U3NydeHne BbI3bIBaeT oOpasoBanue ADK, uro ycunmBaeT (OTOMOBpPEKIACHUS
dboTocucTeM 1 IEPOKCUAAIIMIO MeMOpaHHbBIX JunuaIoB (Jansen et al., 1998).

UV-B uznyueHnue taxke BIUSET Ha Mpolecc (PuKcanuu yriepoaa, 0COOEHHO
Ha aktuBHOCTH RUBISCO u sddextuBHOCTh (uKcanuu yriepoaa. VMccienoBanus
MOKa3bIBAIOT, YTO y (POTOCHUHTE3UPYIOUIMX OPraHu3MOB, IOABEPTIINXCS

Bo3zaeiicTBuio UV-B m3nyuenus, aktuBHOCTh RUBISCO 3HAauuTEIIEHO CHUXKAETCH,
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YTO MOXKET OBITh CBS3aHO C M3MeHeHHeM CTpYKTypsl RUBISCO wmiam cHuxeHHEM
sKcnpeccuu reHoB mox BoszaekcTeuem UV-B (Xue et al, 2005). UV-B u3nyuenne
TaKK€ MOXET BIMITH Ha CTaOWIBHOCTh (HDOTOCHHTETHMUECKUX IUITMEHTOB U
OeJIKOBBIX KOMILIECKCOB, CHIKAs 3 peKTUBHOCTH GoTocuHTe3a (Jansen et al., 1998).

Bausinue UV-B n3inyuenusi Ha Ki1eTouHbIe MeMOPaHbI

UV-B wusnyudeHue oOka3bpIBaeT 3HAYUTENILHOE BO3JIEHCTBUE HA CTPYKTYpYy H
byHKIMU KIeTOYHBIX MeMmOpaH. UV-B m3nmydenue BbI3bIBacT (HOTOKCHIATHBHBIC
peakIuu JUMUI0B MEMOpPaH, UTO MPUBOJUT K CHUXKEHHUIO CTAOMIBHOCTH MeMOpaH
U yBenuueHuto ux nponuraemoct (Tevini et al., 1991). Dtu okucnuTeNbHBIC
peakiMu BKIIOYAIOT TEPOKCHAALMIO JIMIUAOB H 00pa3oBaHHWE CBOOOIHBIX
paJuKaIoB, YTO TPHUBOAUT K JAerpajalvil JUMUJ0B MEMOpaH U HHAKTUBALIUU
MeMOpaHHBIX O€NKoB, Hapymas QyHKIUM MeMOpaH U  (U3UOJIOTUYECKOE
cocrostHue Kiretok (Zhou et al., 2016).

Bausinue UV-B uznyuenus na IHK

UV-B uznydyenne moxer BbI3bIBaTh npsimbie noBpexaeHus JJHK, Ttakue kak
pa3peiBel  ABoMHBIX meneit JHK, ommOku map ocHoBanmii u oOpa3zoBaHue
OUPUMUIUHOBBIX aAuMepoB (Britt, 1996). Otu nospexnenus JHK, eciu onn He
OyIyT CBOEBPEMEHHO BOCCTAHOBIICHBI, MOTYT TPHUBECTH K THOETH KJIETOK WJIH
MyTaIusiM, BIMSISI HA POCT U Pa3MHOXKEHHE (DOTOCHMHTE3UPYIOIIMX OPraHU3MOB.
®oTOCHHTE3UPYIOIINE OPTaHU3MBI OOBIYHO MCIOJB3YIOT HECKOJIIBKO MEXaHHW3MOB
penaparuu JIHK, Takux kak HykneotuaHas skcumsuoHHas pernapauus (NER) u
dboTopeakTuBanms, 9To0bl BoccTaHOBUTH noBpexacHus JIHK, Bei3Bannsie UV-B
(Strid et al., 2004). Onnako upe3mepHoe Bo3zaeciictBue UV-B m3nydeHus Moxer
MPEBBIINIATh BO3MOKHOCTH JTHX pEMapaTMBHBIX MEXaHU3MOB, TPUBOAS K
HakoruieHuto moBpexaeHuit JIHK wu  cepbe3sHbiM  HapymieHHsIM  (DYHKITHI
opranu3moB (Jansen et al., 1998).

Bausinue UV-B n3nyuenusi Ha aHTHOKCHIAHTHYIO 3AIIMTHYIO CHCTEMY

UV-B usnydyenune unaymupyer obpasoBanue ADK, BbI3bIBas OKUCIUTEIBHBIN
cTpecc Yy (OTOCUHTE3UPYIOLIUX OPraHU3MOB. B OTBET Ha OKUCIUTENbHBINA CTpECC,

BbI3BaHHBIM UV-B, (oTocuHTe3npytoue opranu3Mbl OOBIYHO YCHIIMBAIOT CBOIO
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AHTHOKCHUIAHTHYIO  3aIllUTy, yBEJIWYWBas AaKTHUBHOCTh  aHTHOKCHIAHTHBIX
depmentoB (mampumep, SOD, CAT, APX) wunu moBbIIIas COJACp)KaHUE
HEe()EPMEHTHBIX AHTHOKCHAAHTOB (Hampumep, TDIyTaTHuoHa, (DIaBOHOHJIOB,
aCKOpOMHOBOW  KHCJIOTHI), 4TOOBI HeWTpanmm3oBarth ADK ©  yMEHBIIUTH
noBpexacHus kietok (Hideg et al.,, 2013). Tem He MeHee, HpU JUTUTEIHLHOM
BO3/ICHCTBHH BBICOKOMHTEHCHBHOTO UV-B u3IydeHMs] aHTHOKCHUIAHTHAs CHCTEMa
3alUTHl (DOTOCHHTE3UPYIOIIUX OPTAHU3MOB MOXKET HE CIIPABUTHCS C HAKOTUICHUEM
A®K, 9TO IPUBOIUT K OKUCITHTEILHOMY MOBpeKAecHUIO (Jansen et al., 1998).

Mexanu3mbl agantanuu 1 3amuThl o UV-B uziaydenus

DOTOCHHTE3UPYIOIINE OPTaHU3MBbl JBOIIOIMOHAPOBANN, YTOOBI Pa3BUTH
pa3MyHble MEXaHU3MBbI aJanTalluu U 3aluThl OT Bo3aeicTBus UV-B usnydenus.
OTH MEXaHU3MBbI BKIIOYAIOT CUHTE3 YIbTPa(rOIETOBBIX a0COPOCHTOB (Hampumep,
(IaBOHOMIOB M TOJMCAaXapuioB) 1 nomiomenus u  ¢unsrpauun UV-B
uwanyuenus (Cockell & Knowland, 1999). Kpome Toro, HekoTopbie BOAOPOCIH
CTIOCOOHBI PETYIHPOBATH COCTaB (POTOCHHTETUYECKUX MUTMEHTOB U MEMOpaHHBIX
JUTUAO0B, 4TOObI yYMeHbIIUTh ToBpexaeHus UV-B wmsnydennem dorocucrem u
KiaeTouHblx  MemOpan (Rozema et al.,, 2002). Takxke  HEKOTOpBIC
(OTOCUHTE3UPYIOIINE OPraHU3Mbl CIIOCOOHBI BOCCTAHABIMBATH TMOBPEKICHHBIC
JJHK wu Oenku, 4TOoOBI MUHUMHU3HPOBATH TEHETUYECKHE W META0OIMYECKUE
HapyieHus, Bei3Banubie UV-B usnyuenuem (Strid et al., 2004).

UV-B uznydenue sSBASETCS BaXKHBIM SKOJIOTMUECKUM (DAKTOPOM, BIHSIFOLIUM
Ha POCT (POTOCHMHTE3UPYIOMHMX OpraHu3MoB U dhdexTuBHOCTh hoTocuHTEe3a. UV-
B wm3nydeHune okxa3piBa€T MHOTOTPAaHHOE BO3JACHCTBHE Ha (U3UOIOTUYECKOE
COCTOSIHME  (POTOCHHTE3UPYIOIIMX  OPraHU3MOB,  BKJIOYas  IOBPEXKICHHUE
dorocucTem, TMOAABIECHUE MPOLECCOB (QUKCAIMM YIIEpoaa, IOBPEXKICHUE
kieTouHbix MemOpan u JIHK, a Takke akTHBaIMi0 aHTHOKCHJIAHTHBIX 3alATHBIX
cucteM. llonmmanne wmexanusmoB BoszgeWctBuss UV-B  wu3nydenuss Ha
(OTOCHUHTE3UPYIOIINE OPTaHU3MBl UMEET BAXKHOE 3HAYCHHE JIJISI TPOTHO3UPOBAHHUS
U YIOpaBICHUS 3J0POBBEM BOJHBIX OKOCHUCTEM B YCJIOBUAX YCHUJIICHHOTO

yAbTpaduoaeTOBOr0 H3MydeHus. bymayime uccieqoBaHus JOKHBI MPOAOIKATh



87

U3Y4YECHHE MOJICKYISIPHBIX OCHOB U PETYISITOPHBIX MEXaHU3MOB 3TUX IMPOIIECCOB,
9TOOBI O051ee 23PHEKTUBHO MPOTHBOCTOSATH SKOJIOTHUYESCKAM BBI30BAM, CBSI3aHHBIM C
r100aJTbHBIMU U3MEHEHUSIMU OKPYKAIOIIEH CPEIbl.

2.5.4. KommiexkcHoe BO3JeHCTBHE TSKEJbIX METALUIOB M JPYIrHMX
(pakTopos

B  npupomnoit  cpene  (GOTOCHHTE3UpYIOLIME  OPraHu3Mbl  OOBIYHO
MOJIBEPTalOTCS BO3ACHCTBUIO HECKOIBKUX CTPECCOBBIX (DAKTOPOB OAHOBPEMEHHO,
BKJIIOYAsl 3arpsi3HCHHUE TSOKEIBIMU METa/llaMH, W3MEHEHUsI TeMmreparypsl, PH,
yABTpaQHUOIETOBOE U3TyUeHUEe U Apyrue. TOKCHUHOCTh HOHOB TSKEJIBIX METAJIOB
(HampuMep, MOHOB Meau U cepeldpa) Wid (OTOCHHTE3UPYIOIIUX OPraHU3MOB
MOXKET YCHJIUBATbCA WM OCHAOIAThCA B PA3NUYHBIX  (U3UKO-XUMUYECKHUX
ycnoBusix. MccimenoBaHus MOKa3bIBAKOT, YTO IPU COBMECTHOM BO3JIECUCTBUU
TSODKETBIX METAUIOB W JAPYyrux (PaKkTopoB OKpyXaroled cpenapl (Takux Kak
TeMIieparypa U yiabTpaduoieToBoe usiydeHue) ¢uznonorndeckue >HQexTsl Ha
(OTOCUHTE3UPYIOIIME  OPraHu3Mbl  MOTYT ObITb  OoOJiee  CIOXKHBIMH U
pasHooOpas3ubiMu (Cheloni & Slaveykova, 2018).

KommniekcHoe BO31eHCTBHE TAXKEJIbIX METAJJIOB U TEMIIEPATYPbI

N3menenus: temrieparypbl — 3TO OJUH W3 KITIOYEBBIX (DAKTOPOB, BIMSIOUIUX
Ha TOKCUYHOCTb TSDKENbIX MeTauioB. [Ipu mMoOBBIIEHHOW TemmepaType
TOKCUYHOCTbH TSKEITBIX METAJUIOB OOBIYHO YCHUITUBAETCS, IJIABHBIM 00pa3oM MOTOMY,
YTO MPU BBICOKOM TEMIIEPAType YBEJIMUYUBACTCA TEKYUECTh KIJIETOUHBIX MeMOpaH
(OTOCUHTE3UPYIOIINX OPTraHU3MOB, YTO TOBBIIIAET MPOHUIIAEMOCTh KJIETOK IS
WOHOB METAJUIOB W, CIJIE[IOBATEIbHO, MX TOIVIoNIeHne U HakoruieHue (Monteiro et
al., 2011). Kpome Toro, BbICOKasi TeMIepaTypa MOXKET BBI3BaTh META0OIMUCCKUE
paccTpoicTBa B KJIETKE M MEPErpy3Ky aHTHOKCUJAAHTHOW CHUCTEMBI 3aIIUThI, YTO
YCUJIMBAET OKHMCIUTEIbHBIN CTpPECC, BhI3BAHHBIN TsokeabiMu MeTamiamu (Mittler,
2002). Hampumep, uccae0oBaHus MOKA3bIBAIOT, YTO TP COBMECTHOM BO3CHCTBUU
BbICOKOU Temrmieparypsl U Meau dotocuctema Il (OCIIl) y 3enensix Bomopocnei
MoJIBepraeTcsi 00Jiee CUILHBIM TTOBPEKICHUSM, 1 MaKCUMaTbHAsT (DOTOXMMHUYECKAS
apdpextuBHOCTs (FV/FM) 3HAuMTENBHO CHUXKAETCSA, 4YTO CBHUACTEIBCTBYET O

nojaBiieHnn cBeToBOM peakmuu (Murata et al., 2007).



88

Haobopot, npu HU3KMX TeMmIeparypax TOKCHYHOCTh TSKEJIbIX METaJUIOB
MOXET OcHabIAThCs. DTO CBSI3aHO C TeM, YTO TPHU HU3KOM TeMIiieparype
MeTa0oMMYecKasl AaKTUBHOCTh KIETOK 3aMemIsiercs, TeKy4ecTb MeMmOpaH
CHUKAETCS, YTO YMEHBIIAET CKOPOCTH MOMIOLIEHUSI HOHOB MeTallioB. Kpome Toro,
HU3KHE TEMIEPaTypbl MOTYT CTUMYJIUPOBATh aHTUOKCHIAHTHYIO CUCTEMY 3aIUThI
(OTOCUHTE3UPYIOLIMX OPraHU3MOB, YBEIMYMBAs AKTUBHOCTh AHTHMOKCHIAHTHBIX
(dbepMEeHTOB M colep)KaHue AHTHOKCHUIAHTOB, YTO MOBBIIIAET YCTOWYMBOCTH K
OKHCIIMTEIPHOMY CTpeccy, BbI3BaHHOMY TspkenbiMu Metawiamu (Kaplan et al.,
2004). Opnako HHU3KME TeMIeEparypbl Takke MOTYT  HeOJIaronpusTHO
BO3/ICMCTBOBATh Ha HEKOTOpHIE (DOTOCUHTE3UPYIOIINE OPTaHU3MbI, MOMABISAS HUX
CKOpOCTh pocTa U 3((HEKTUBHOCTh (HOTOCHUHTE3a, YTO MOXKET CJeNaTh MX Oojee
YS3BUMBIMHU K TOKCHYHOCTH TsDKENbIX MeTautoB (Yamori et al., 2014).

KomniekcHoe Bo3elicTBHE TSKeJIbIX METAJIOB M H3MeHeHust pH

PH sBrsercs eile oHUM Ba)KHBIM (PAaKTOPOM OKPYKAIOIIEH Cpejibl, KOTOPbhIH
BIMSIET Ha XUMHUYEeCKHe (GOpMbI U OHMONOCTYNMHOCTh TSKEIBIX METaIoB. B
YCIIOBUSIX HU3KOTO PH pacTBOpUMOCTh MOHOB TSKEIIBIX METAIOB YBEJIMYUBACTCA,
4yro o0Jerdaer uX MOIVIOUIEHHE (POTOCHUHTE3UPYIOIIUMU OpTaHW3MaMU U
TIOBBIIIAET MX TOKCHYHOCTH (Fernandes & Henriques, 1991). Hanpumep, B KUCIBIX
YCIOBUSIX PAaCTBOPUMOCTb U PEAKIMOHHAs CIOCOOHOCTh MOHOB MeIu U cepedpa
YCUJIMBAIOTCSA, YTO MOXET TPUBECTH K YBEJIMYCHHIO HX HAKOIUICHUS B
(OTOCHUHTE3UPYIOIINX OpraHu3Max H, KakK CIEICTBUE, K TOBPEKICHUIO
dorocuctem u MmeTabonuueckuM HapymeHusm (Strasser et al., 2004).

Hanpotus, npu BeicokoM PH HEKOTOpBIE TXKENbIE METaJUIbI (TaKue Kak MEIhb
W CBHHEI) MOTYyT OOpa30BbIBaTh HEPACTBOPUMBIC OCAJKH, YMEHBINAs WX
onomocTynmHocTh M TokcHuHOCTh (Daneshvar et al., 2021). Oxnako IienodHas
cpela TakXe MOXET BBI3BIBaTh JApPYrue MpOOJIeMbl, TaKWe KaK CHIDKECHHUE
CTaOWJIBHOCTU KJIETOYHBIX MEMOpaH M MHTUOWPOBAHHE AKTUBHOCTU (DEPMEHTOB,
YTO MOMKET YCWJIMBAaTh COBOKYNHYIO TOKCUYHOCTH TSDKENbIX METAJUIOB ISt
dorocunTesupyromux oprannsmos (Lopez-Maury et al., 2009). Takum o6pazom,

BSaHMOHCﬁCTBHe MCXKIY HU3MCHCHUAMU pH N TAXKCIBIMH MCTAJIlIaMHU HMMCCT
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JBOMCTBEHHBIN 3()(PEKT HA TOKCUYHOCTH JUIsl (POTOCUHTE3UPYIOIIUX OPraHU3MOB,
KOTOPBIM 3aBHCUT OT KOHKPETHBIX YCIIOBUM OKpYKAlOLIeW Ccpeapl U BUIOB
OpraHU3MOB.

KoMiuiekcHoe BO3JeiiCTBHE THKEJIbIX METALUIOB U YJIbTPadu0JIeTOBOrO
U3JIyYeHust

VnerpaduoneroBoe wuzinydeHue (ocobeHHo UV-B) u Tskenvie merasisl,
JCHCTBYIOIINE COBMECTHO, TaK)K€ OKAa3bIBAIOT 3HAUMTEIBHOE BO3JIEHUCTBUE Ha
dusnonornyeckoe COCTOSTHUE (POTOCHHTE3UPYIOMNX OpraHn3MoB. Camo mo cebe
UV-B wuznyuenue mnoBpexmaer (orocuctemsbl, kierounble memOpansl u JIHK
(OTOCHHTE3UPYIONMINX OPTaHW3MOB, a TIPH B3aUMOJCHCTBHH C TSKEIBIMU
MeTautlaMH (TaKUMHU Kak MeJb U cepeOdpo) 3TO MOBPEKICHUE MOKET YCUIUBATHCS
(Jansen et al., 1998). UccnenoBanus nokassiBatot, uto UV-B usnydeHue mMoxer
YCHJIMBATh TOKCHUYHOCTH TSDKEIBIX METAJUIOB 3a CUET yBEIWYEHHUs oOpa30BaHUS
ADK B KkJeTke, 4YTO YCKOpPSIET WHAYLIHUPOBAHHYIO TSKEJIBIMA METaJJIaMU
NIEPOKCUIALIMIO JIUITHIOB U Jerpaaamnuio oeakos (Hideg et al., 2013).

Kpome Toro, komOuHupoBanHOoe Bo3aeiicTBue UV-B u3nmyueHus u TsKeIbIX
METaJUIOB MOXKET BbI3BaTh MUCOATaHC aHTUOKCHJIAHTHOW CHUCTEMBI 3alllUTHI, YTO
nenaerT (pOTOCHHTE3UPYIOIINE OPTaHU3Mbl Oosiee YSI3BUMBIMUA K OKHCIUTEIBHOMY
crpeccy u dortonopexaenuio (Rozema et al., 2002). Hanpumep, uccienoBanus
MoKaszajau, 4To y Bojopociel, moasepriuuxcst Boznenctuo UV-B usnydenus u
WOHOB Meau, HaOmomaroTcss 0ojiee  BBICOKME YPOBHU — OKHUCIUTEIBLHOTO
MOBPEXJIeHNU W Oojiee HU3Kas aKTUBHOCTH AHTHOKCUIAHTHBIX (PEPMEHTOB, UYTO
yKa3bIBaeT Ha CUHepreThuueckuil Tokcuueckuii adgdexr (Tevini et al., 1991).

2.5.5. CuHepreTuyeckoe, aHTATOHMCTUYECKOEe M AJJIUTUBHOE JeiiCcTBHE
KOMOMHUPOBAHHBIX CTPECCOBBIX (haKTOPOB

KommiekcHOe BO3AEMCTBME HECKOJIBKUX CTPECCOBBIX (DAKTOPOB OOBIYHO
MPOSBIIACTCS B BUJE CHHEPTETUYECKOTO, aHTATOHUCTUYECKOTO WIIA aJUTHBHOTO
addexra. Cunepreruueckuii 3pPexT BO3ZHUKAET, KOTJa COBOKYITHOE BO3JICUCTBHE
HECKOJIbKUX CTPECCOBBIX (DAKTOPOB OOJIbIIIE, YEM CyMMa UX OTAENbHBIX 3PPEKTOB.

AnTaroHuctTuueckuii 3p(PexT uMeer MecTo, KOIrJa COBOKYIHOE BO3/CHCTBHE
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HECKONMBKUX (DaKTOPOB MEHBIIE, YEeM CyMMa WX OTICIBHBIX 3(PPeKTOB.
AnmutuBHbI 3PPexT — 3T0 3(h(deKT, mpu KOTOPOM COBOKYIHOE BO3ACHCTBHE
HECKOJBKUX (DAaKTOPOB paBHO CyMMeE HMX OTHAEIbHBIX 3ddekroB (Zandalinas et al,
2024).

Cunepreruueckoe jaeiicreue

Y  (GOTOCHHTE3UPYIOIMUX OPTaHW3MOB CHHEpreTHdeckue 3(PQeKTsl YacTo
HAOJIONAIOTCS TIPU COYETAHHOM BO3JCHCTBHH TSKEIBIX METAJIOB C U3MEHEHUSIMU
temriepatypsl, PH wimu  yaeTpaduoneTroBoro wm3mydeHus. Hampumep, mnpu
TOBBIIIICHAHN TEMITEPATyphl TEKY4eCTh KJICTOYHBIX MEMOpaH YBEIUYHMBACTCS, UTO
MOBBINIAET CKOPOCTH TOTJIONMICHUS HWOHOB TSDKEIBIX METAJIOB M YCHIIMBAaCT WX
TOKCHU4eckoe peiicTBue. Kpome Toro, BbICOKasi Temrmeparypa MOXKET YCHIIUTH
OKHCIIUTEBHBIN CTPECC, BBI3BAHHBIA TSOKEIBIMA METAJUIAMH, YTO TIPUBOIUT K
Oonee cepbe3HBIM (u3noiorndeckuM moBpexaeHusMm (Monteiro et al., 2011).
AHaJOTHYHBIM 00pa3oM, cuHepreTudeckoe neiicteue UV-B usnmyueHus u Tsokenbix
METAJUIOB MOXXET YCHUJIUTHh MOBPEKICHHS (DPOTOCHMHTE3UPYIOIUX OPTraHU3MOB 3a
cdyeT coBMecTHOro yBenudyeHus npoaykunn ADK u HapylieHus: aHTHOKCUAAHTHOMN
cucTeMbl 3ammThl (Jansen et al., 1998).

AHTAroHUCTHYECKOE JIeliCTBUE

AnTtaronuctuueckue 3¢hGeKThl BOZHUKAIOT, KOTJa COBOKYITHOE BO3JIEHCTBUE
IBYX win Oojiee CTpecCOBBIX (PaKTOPOB B3aMMHO KOMIIEHCHPYET WM YMEHbBIIAET
ux 3¢dexTer. Hampumep, B HEKOTOPBIX CIIyYasX HHU3KHE TEMIIEPaTypbl MOTYT
3aMEJUIATh TOTJIONICHHE W HAKOIUICHUE TSDKENBIX METaJUIOB, YTO CHIKAEeT HX
TOKCUYHOCTh. Kpome Toro, mpu moBblmieHHH PH HEKOTOpBIC TSHKENbIE METalTbI,
Takhe Kak Mejlb, MOTYT 0Opa30BBIBaTh HEPACTBOPUMBIC COCAMHCHHS, CHIDKAS MX
OMOAOCTYTHOCTh M TOKCUYHOCTH, YTO MOXKET OKa3blBaTh AHTArOHUCTHUYECKOE
JeiicTBre ¢ qpyrumu crpeccoBbiMu (aktopamu (Fernandes & Henriques, 1991).

AJIUTHBHOE 1eliCTBHE

AnmutuBHBIE Y3PPEKTH BOSHUKAIOT, KOTJ]a HECKOJIBKO CTPECCOBBIX (HaKTOPOB
JEHCTBYIOT HE3aBUCUMO W HE OKa3bIBAIOT 3HAYUTEIILHOTO B3aMMOACUCTBHS JPYT C

apyrom. Hanpumep, u3meHeHuss temreparypsl u PH Moryr mo oraenbHOCTH
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BIMATH Ha (OTOCHHTE3 U KIETOYHYIO CTPYKTYpy (OTOCHHTE3UPYIOIIHUX
OpraHU3MOB, M TIPH WX OJHOBPEMEHHOM BO3JICHCTBHUM OHU MOTYT OKAa3bIBaTh
BIMSIHUE Ha paslinyHble (U3HOJOTHYECKUE MPOIECChl 0€3 B3aMMHOIO YCHIICHHS
win ocnabnenus Apyr aApyra (Goltsev et al., 2009; Goltsev et al., 2003).

2.5.6. U3BecTHBIE MOJICKYJSIPHbIe U (U3MOIOTHYECKHE HM3MEHEHHMSI U
MeXaHU3Mbl KOMOMHHPOBAHHOIO CTpecca

[Ipu BO3MEHCTBUU HECKOJIBKUX CTPECCOBBIX (HaKTOPOB (HOTOCHHTEIUPYIOIINE
OpraHU3MBbI JEMOHCTPUPYIOT PSJ CIOKHBIX MOJICKYIIIPHBIX U (PU3NOIOTHIECKUX
U3MEHEHHM. OTH W3MEHEHHUS BKJIIOYAIOT PETrYISIHUI0 JKCIPECCUU TI'EHOB,
aKTUBAllMI0  AHTUOKCHUAAHTHOW  CHCTEMBI  3aIlUTBl,  IEepepacIpe/eICHIC
MeTabOMYECKHX MyTeH U M3MEHEHUs B KiIeTouHO# cTpykType (Mittler, 2006).

Peryasinusi 3kcnpeccuu reHoB

KomOuHMpOBaHHBIN cTpecc OOBIYHO BBI3BIBACT 3HAUUTEIHHBIE MU3MEHEHUS B
naTTepHaxX OKCIPECCHH TEHOB Yy (POTOCHHTE3UPYIOIUX Opranu3mMoB. Ilpu
COBMECTHOM BO3JCHCTBUHU TSKEIBIX METAUIOB U JIPYTHUX CTPECCOBBIX (DaKTOPOB
(OTOCHHTE3UPYIONINE OPTaHU3Mbl OOBIYHO AKTUBUPYIOT SKCIIPECCHIO Psija TEHOB,
CBSA3aHHBIX C AQHTUOKCUJIAHTHOW 3alllMTOM, peryiasuue wmeradonusMa U
penapanueil nospexaeHud. Hanpumep, npu UV-B wusnydyenun wu crpecce,
BBI3BAHHOM  TSDKEIBIMM ~ METaJUTaMH, JKCIPECCUS TE€HOB aHTHOKCHUIAHTHBIX
depmenToB (Takux kak SOD, CAT, APX) u ¢epMeHTOB penapanuu (TaKuxX Kak
JHK-monmumepasst u  Hykieasbl) y  (OTOCHUHTE3UPYIOIIUX  OPraHU3MOB
3HAYUTENBHO TOBBIMIACTCS, YTOOBI MPOTHUBOJECHCTBOBATH  OKHUCIHUTEIBHBIM
noBpexxaeHusM u nospexacausm JIHK (Hideg et al., 2013).

Kpome TOro, KOMOWMHHMpPOBAaHHBIN CTPECC MOMKET BBI3BIBATH W3MEHEHUS B
DKCOPECCHUM TE€HOB, CBS3aHHBIX C Tnepegader curHaia. Hanpumep, mnpu
BO3JICHCTBUM TSDKETBIX METAJUIOB M TEMIIEPaTypHOTO CTpecca IMyTH Iepeaaqu
CUTHAJIa KaJIbIIUS YaCTO aKTHBUPYIOTCS Y (DOTOCHHTE3UPYIOIMIUX OPTaHU3MOB, YTO
MIOMOTAET YAYUYIITUTh BOCIIPUATHE M PEAKIIUIO KIICTOK Ha U3MEHCHHUS OKPY)KaroIieit
cpeasl (Kaplan et al., 2004). Otu u3MeHEHHS B JKCIPECCHUU T'CHOB OTPaXKarOT
CIIO)KHBIE MEXaHU3Mbl PETYISAIUU, KOTOpble (HOTOCHUHTE3UPYIOIIUE OpPraHU3MbI

HCIIOJIB3YIOT JUIA adallTallui K KOM6I/IHI/Ip0BaHHBIM CTPCCCOBLIM YCJIOBHAM.
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AKTHBaNUsl AHTHOKCUIAHTHOM CHCTEMbI 3AIIUThI

AKTHBaIMs AHTUOKCUJAHTHOW CHUCTEMbl 3alUThl SIBISIETCS OOHUM U3
KJIFOYEBBIX MEXaHU3MOB (DOTOCHUHTE3UPYIOIINX OPTaHU3MOB JIJIsl POTUBOJECHCTBUSA
KOMOUHUpOBaHHOMY cTpeccy. [Ipu BO3IEHCTBUM HECKOJIBKHX CTPECCOBBIX
¢bakTopoB  (HOTOCHHTE3UPYIOLIUE OpPraHU3Mbl  OOBIYHO  YCHJIMBAIOT  CBOIO
AHTUOKCUJIAHTHYIO 3alUTY, MOBBIIIAs aKTUBHOCTh AHTUOKCUJAHTHBIX (DEPMEHTOB
(marmpumep, SOD, CAT, GPX) u yBenmuuuBas cojaepkaHue He(PEepPMEHTHBIX
AHTUOKCUIAHTOB (HalpuMep, IyTaTHOHA, aCKOPOMHOBOM KHUCIIOTHI, (DIaBOHOUIOB)
(Mittler, 2002). Dra akTHBaIUsl aHTHOKCHIAHTHOW CHCTEMBI 3allUThl ITOMOIaeT
yMeHbIINTh HakomieHne APK u mpenoTBpaTuTh OKUCIMTEIBHOE ITOBPEKICHUE
KJICTOK.

Tem He MeHee, B yCIOBUSIX KOMOMHHPOBAHHOTO CTpecCa aHTHOKCHIAHTHAs
CUCTEMA 3allMThl MOXKET 0Ka3aTbCsa NeperpyxeHHoil. Hanpumep, npu coBMeCTHOM
Bo3zaelicTBun UV-B u3inydeHust u TSDKEIbIX METAJIOB aHTHOKCUAAHTHAs CHCTEMa
3aIUTHI (POTOCUHTEZUPYIOMINX OPraHU3MOB MOXKET OKa3aThbCsl HEJOCTATOYHOM ISt
MOJIHOM HeUTpanm3anuu u30bITOYHOro oOpazoBanust ADK, yto mnpuBOAUT K
NOBBIIIEHHUIO YPOBHS ADK B KJIETKE M BBI3BIBAET OKUCIUTEIBHOE TIOBPEKICHUE U
arornTo3 kietok (Jansen et al., 1998).

IlepepacnpenesieHue MeTa00JINYECKHUX MyTeEH

[Ipu BO3mEHCTBUM KOMOMHMPOBAHHOIO CTpecca METa0OJMYEeCKUe MyTH
(OTOCUHTE3UPYIOLIMX OPraHU3MOB YacTO MepPEepACHPENENISIIOTCS Uil alalTalud K
COBOKYITHBIM 3(eKkTaM HECKOJIbKHX CTpeccoBbIX (akTtopoB. Hampumep, mpu
BO3/JICCTBUU BBICOKOW TEMIIEPATypbl U TSHKEIBIX METAIIIOB (POTOCUHTE3UPYIOLTUE
OpPraHu3Mbl MOTYT YBEJIMYMBATh CKOPOCTbH JbIXaHUS, YTOOBI 00€CreunTh OOJble
HHEPrUM U META0OJUYECKUX MPOMEKYTOUHBIX MPOAYKTOB Ui aHTHOKCUIAHTHOM
3amUThl U penapanuu noBpexacHuii (Murata et al., 2007). AnanornyHo, npu
BO3JCHCTBUA  KHUCJIOTHOTO U TSKEIOro METaJUIMYECKOTIO cTpecca
(GOTOCUHTE3UPYIOIIME OpPraHU3Mbl MOTYT PEryJlupoBaTh IMyTH YIJIEPOAHOTO U
a30THOTO METa0oJM3Ma JJii YMEHBIIEHHS HAKOIUIEHUS TOKCUYHBIX BEIIECTB U

okuciuTenbHOTO cTpecca (Daneshvar et al., 2021).
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N3MeHeHusl KJIETOYHOM CTPYKTYPbI

KoMOuHMpOBaHHBIA CTpPECC 4acTO MPUBOAUT K HM3MEHEHUSAM B KJIICTOUHOM
CTPYKType (HOTOCHHTE3UPYIOIIUX OPraHU3MOB, YTO MOBBIIIAET UX CIIOCOOHOCTH
aJanTUpoOBaTbCs K H3MEHEHHMSIM OKpykawomed cpeasl. Hampumep, npu
BoznelictBun UV-B wu3inyueHHss W TSOKEIBIX METAIOB MOXET MPOUCXOIUTH
YTOJIIIEHNE KJIETOYHOM CTEHKH ISl YMEHBIIECHUS POHUIIAEMOCTH U MONIOUIECHUS
BpEAHBIX BellecTB. Kpome TOro, cocraB U CBOMCTBA KJIETOUYHBIX MEMOpPAH TaKKe
MOTYT M3MEHSTHCS, YTOOBI TIOBBICUTh MX YCTOMYUBOCTH M cTadbmibHOCTEL (Cockell
& Knowland, 1999). Otu u3MeHeHUsT KJIETOYHOM CTPYKTYpPbI TIOMOTAIOT TIOBBICHTH
BBDKMBAaEMOCTh U aJanTallMOHHBIE  CIIOCOOHOCTH  (DOTOCHMHTE3UPYIOIIMX
OpPraHMW3MOB B YCJIOBUSX MHOTOKPAaTHOTO CTpecca.

Takum 00pa3oM, KOMILJIEKCHOE BO3JICUCTBHE TSIKEIBIX METAJUIOB U JIPYTHX
(aKkTOpOB  OKpYXKAIOIIEH Cpelpl OKa3blBAET 3HAUUTEIBHOE BIMSHUE Ha
duznonornyecKkoe COCTOsIHUE " AKOJIOTHYECKYIO aJanTaluio
(OTOCHHTE3UPYIOLIUX OPraHU3MOB. DTH KOMOUMHUPOBAHHBIE CTPECCOBBIE (PAKTOPHI
MOTYT BbI3bIBaTh CHHEPIrE€TUYECKUE, AHTArOHUCTUYECKUE WU aJJUTUBHbBIC
3¢ (deKThl B 3aBUCUMOCTUA OT KOHKPETHBIX YCJIOBUH OKpPYKArOIIEH Cpellbl U BUIOB
opraHu3MoB. B oTBeT Ha KOMOMHUPOBAaHHBIA CTpecCc (POTOCUHTEZUPYIOIIHE
OpraHU3Mbl JIEMOHCTPHUPYIOT CIIOKHBIE MOJIEKYJISpHbIE U (HU3UOJOTUUYECKHE
W3MEHEHMs,  BKIIOYash  PEryjsilMI0  OKCIPEeCCHUH  TIEHOB,  AKTHUBALIMIO
AHTUOKCUJIAHTHOW CHCTEMBI 3aILUTHI, IepepacnpeaeeHue MeTab0IuYeCKUX My Te
U U3MEHEHUS KIJIETOYHOM CTPYKTyphl. [71yOokoe MmOHMMaHWE 3TUX U3MEHEHUH U
MEXaHU3MOB HMMEET BAXKHOE 3HAYEHHE JUIsl MPOTHO3MPOBAHUS UM YIpPaBICHUS
peakime U aganTalMOHHBIMUA CTPATETUSIMH (POTOCHHTE3UPYIONTUX OPTAaHU3MOB B
CJIIOXHBIX YCIOBHUSIX OKpyXKaroumenh cpenapl. bymymme wucciienoBaHusi JOJKHBI
MPOJIOJDKUTh M3YUYEHHUE MOJICKYJISPHBIX OCHOB M MEXaHM3MOB PETYISAIUU 3THX
nporieccoB s Oomee A(PQPEKTHBHOIO OTBETa HAa SKOJIOTHYECKHE BBI3OBBI,
CBSI3aHHBIE C T100aJIbHBIMU U3MEHEHUSIMU OKPYKAIOIIEH CPEbI.

2.6. JxosoruvyecKkue HCCJICI0BAHMS HAa MOAECJIbHBIX CHCTEMax M

OpraHu3smax
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HccnenoBanust 5KOCUCTEM YacTO CTAJKUBAIOTCS ¢ MPOOJIIeMaMH CIOXKHOCTHU U
HeTpeacKazyeMocTu. PazHooOpasue ycloBUM OKpYKalollel Cpellbl U CIOXKHOCTb
HKOJIOTUYECKUX IMPOILIECCOB JICNAIOT TMPSIMOE M3YyYEHHE LENbIX HOKOCHUCTEM
Ype3BbIYANHO TPyAHBIM. J[JIs1 MPEoIoNIeHHs ATUX TPYAHOCTEN YUEHbIE UCTIOIb3YIOT
MOJICJIbHBIE CUCTEMbI U OPTaHU3Mbl. DTU MOJAEIH MPEIOCTABISIOT YIPOILECHHBIE U
KOHTPOJIUPYEMbIE yCIIOBUS, KOTOpbIE MO3BOJISIIOT UCCIIeI0BaTEIISIM
MaHHUMIYJIUPOBATh KOHKPETHBIMU MEPEMEHHBIMU U HaOMI0AaTh WX BIUSHHE Ha
OpraHU3Mbl WU JKOCUCTEMBI. B 3KOJIOTMYECKHMX HayKax MOJEIbHBIE CHUCTEMBI
4acTO MPUMEHSIOTCSA JUISl OLIEHKH 5SKOJOTMYECKHUX PHUCKOB, IMPOTHO3UPOBAHUS
M3MEHEHUM B DKOCUCTEMAX U Pa3pabOTKU CTPATEruil OXpaHbl OKPYKAIOIIEH CpeIbl.

2.6.1. 3HayeHUe MOJEJIUPOBAHMS B IKOJIOTHYECKUX HMCCIETOBAHUSIX

MonenvpoBaHue  SIBISETCS  KIIOYEBBIM  TOHATHEM B HKOJIOITMYECKHUX
UCCIICIOBAHUAX, TMPEJOCTaBIsAsl YUYECHBIM DJKCIIEPUMEHTAJIbHYIO OCHOBY A
MOHMMAHHS CJIOXKHBIX 3KOJIOTMYECKHUX TIPOLIECCOB U BIUAHUS HW3MEHEHUU
OKpyXKaromierm cpenpl. B HccinenoBaHUsIX  DKOJIOTMYECKOM  TOKCHKOJIOTHU
MOJICJIbHBIE CHUCTEMBI YIPOUIAIOT WU KOHTPOJIUPYIOT IMEPEMEHHBIE OKpYKAIOUIEH
Cpembl, 4YTO IIO3BOJSIET HCCIENOBATENSIM COCPEIOTOUYUTHCS HAa KOHKPETHBIX
MPUYUHHO-CJICICTBEHHBIX CBsI3siX. Hampumep, npu HU3ydeHUU BO3JCUCTBUS
3arpsA3HEHUS] TSKEIBIMU METaUlaMUd HAa BOAHBIE OPraHU3Mbl HCIOJIb30BAaHUE
MOJICJIbHBIX CUCTEM TTOMOTAET U30JIUPOBATH KOHKPETHBIC UOHBI TSKEIBIX METAILIOB,
takue kak wuoHbl Mmemu (Cu*') wmmm cepebpa (AgQ'), W aHaIM3MPOBaTh WX
9KOJIOTHYECKYIO0 TOKCHYHOCTH IpH pa3ndubix yeiaosusax (Walker et al., 2005).

[IpumeHeHne MoOJETUPOBaHUS B DKOJOTUYECKUX HCCICIOBAHUIX HUMEET
MHOXECTBO MPEUMYIIECTB. BoO-MEpBbIX, OHO TMO3BOJISIET HCCIEI0BATEISAM
KOHTPOJIMPOBATh U TOBTOPSTH IKCIEPUMEHTAJIBHBIC YCIOBHsI, 00ecCTieunBas TEM
CaMbIM HAJIEKHOCTh W BOCIPOU3BOJUMOCThL JIaHHBIX. Hampumep, MojenbHBIC
CUCTEMbl MOTYT MCIOJIB30BaThCS JJIi HMMUTALMKU  OMNPEACICHHBIX YCIOBUI
OKpy)Xaroliei cpenpl, TakKUX Kak Temreparypa, PH, MHTEHCMBHOCTH cBeTa U
KOHIICHTPALIMSI TUTATENIbHBIX BEILIECTB, YTO MO3BOJISIET TOYHO KOHTPOIUPOBAThH 3TU

NEPEMCHHBIC U Ha6J'IIOI[aTI> HUX BIIMAHHUC Ha (bI/ISI/IOJIOFI/I‘-ICCKI/Ie U OMOXMMHUYECKHUE
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peakuuu opranm3moB (Forbes & Calow, 2002). Takum o0Opa3oM, ydeHbIE MOTYT
BBISBIIATh, KaK KOHKPETHBIC (DAKTOPBI OKpYXKAIOMIEH Cpeabl BIMSIOT Ha POCT,
3pPeKTUBHOCT,  (POTOCHHTE3a W  BBDKHBAEMOCTH  (POTOCHHTE3UPYIOIINX
OpPTraHU3MOB.

Bo-BTOpBIX, MOZICTMPOBaHUE ITO3BOJISIET TPEACKA3bIBATh OyIyIIHe U3MECHEHUS
B OKpyXaromiei cpeae. BBoas B MonmenbHBIE CHCTEMBI TMPOTHO3UPYEMbIS
IepeMEHHbIC (TakKWe KakK BBIOPOCHI IMAPHUKOBBIX Ta30B, H3MCHCHHS B
WCITOJIb30BAaHUM  3€MEJIb W YPOBEHBb 3arpsi3HCHHS), WCCICAOBATCIH MOTYT
OIICHUBaTh, KaKk 3TH (PaKTOPhI OYAYT BIUATH HA CTPYKTYPY B (QYHKITHH SKOCHCTEM.
Hanpumep, MoaelIbHBIE CHCTEMbl MOTYT HCIIOJIB30BaThCS IS MPOTHO3UPOBAHUS
MOTEHITUATBHOTO BITHSTHHSI U3MEHEHUs  KJIMMara  Ha  CcooOIIecTBa
(OTOCUHTE3UPYIONINX OPTaHU3MOB, TAKUX KaK BO3JICHCTBHE OKHCIICHUS OKeaHa Ha
sKocHcTeMbl KopautoBeix pudos (Hoegh-Guldberg et al., 2007).

TpeTbe mNpeuMyIEeCTBO MOACIBHBIX CHCTEM 3aKIIOYaeTCs B SKOHOMHUH
BPEMCHM M CpeACTB. IIpsiMoe H3ydeHHE SKOCHCTEM B MPHUPOJHBIX YCIOBHIX
TpeOyeT 3HAYUTEIBHBIX 3aTpaT BPEMEHH M PECYpPCOB, TOT/IA KaK HCIIOJH30BAHHE
MOJICTBHBIX CHCTEM MOXKET CYIICCTBEHHO CHHM3HUTH 3TH HM3ICpKKH. Kpome Toro,
MOJICJIBHBIC CHUCTEMBI MOMOTAIOT M30eKaTh ITHYECKHX IMPOOJIEM M TEXHHUSCKHX
OTPaHWYCHHUH, KOTOPHIE MOTYT BO3HHUKHYTH IPH IPOBEICHUH WCCIICIOBAHUN B
TIOJICBBIX YCIIOBUSAX. Hampumep, MCIONb30BaHHE MHKPOBOAOPOCIICH B KavueCTBE
MOJICIBHBIX OPraHM3MOB JUISI OILIGHKH JKOJOTHYECKOH TOKCHYHOCTH TSAKEIBIX
METAJUIOB HE TOJIbKO SKOHOMHYECKH BBITOJHO, HO M oOOecreunBaeT OOJBIITYIO
KOHTPOJIMPYEMOCTh JKCIIEPUMEHTa W OO0JIer4aeT HWHTEPIIPETAIIUI0 PE3YIbTaTOB
(Guasch et al., 2003).

Tem He MeHee, MOJICIIMPOBAHUE UMEET CBOW OTPAHHUYCHUS. XOTS MOJICIIbHBIC
CHUCTEMBI MOTYT YIIPOIIATh CIIOXHBIC SKOJIOTHUYCCKHUE TTPOIIECCHI, TAKOE YIIPOIICHHE
MOXET TIPUBECTH K TIPEAB3ATOCTH pe3yiabTaroB. Hampumep, pe3yabrarhl,
MOJyYeHHBbIE B JIA0OPATOPHBIX YCJIOBUAX, HE BCETrAa TOITHOCTBIO OTPAKAIOT
peakiuyd OpPraHW3MOB B TMPHUPOMHON Cpefe, MOCKOIbKY YCIOBHS SKCIIEPHUMEHTA

4acTO HE MOTYT BOCCO3[aTh BCIO CIOKHOCTh W pa3HOOOpaswe peasbHOM
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OoKpyxatouieit cpenpl. Kpome TOro, 4ucieHHOCTh MOMYJISUUNA B MOJEIbHBIX
CHUCTeMax OOBIYHO OrpaHMYEeHa M HE MOXET aJeKBaTHO TPEACTABIATH BCE
pa3HooOpa3ure BUIOB U MX B3auMojeicTBUi B akocucteme (Preston, 2002).

B 1menom, MonenupoBaHHME WIpaeT pEIIAIIIYI0 pOJIb B HIKOJIOTUYECKHUX
uccienoBaHuax. OHO TPeIOCTaBIsSE€T LEHHbIE WHCTPYMEHTBI W METOIbI I
NOHUMAaHUSl BO3ACUCTBUS M3MEHEHUH B OKpYyXKalollel cpene, pa3pabOTKu
CTpaTeruil YNpaBIEHUS OKPYXKaloleHd Cpernod U NPOrHO3UPOBAHUS OymTylIuX
U3MEHEHH B JKOCHCTeMaX. XOTS MOJIEIbHbIE CHUCTEMbl UMEIOT OIpPEACIICHHbIE
OTpaHUYEHMs, OHM  OCTalOTCS  HEOTHEMIIEMOW  YacThlO  JIKOJIOTHYECKHX
UCCIIEOBAHU .

2.6.2. Kusblie MoaejbHble cucrembl: IlpemmymecTrBa m orpaHmyeHust
IPH U3Yy4YEHHUHU IKOJTOTHYECKUX PUCKOB

XuBble MOJENBHBIE CHUCTEMBI, T.€. MOMYJISLUUUA OPraHMW3MOB, KOTOpBIE
BBIPAIIMBAIOTCS W PA3MHOXKAIOTCSI B KOHTPOJIUPYEMBIX YCIOBHUSAX, SBISIOTCS
B2XHBIM HWHCTPYMEHTOM B JKOJOTMUYECKUX MCCIECIOBAHUSAX. OJTHU CHUCTEMBI
NO3BOJSIFOT  M3y4aTh BIMSHUE 3arpsi3HUTENICH WM JPYTMX 3KOJIOTMYECKHUX
CTPECCOPOB Ha OPraHM3MBbl, MHCHOJIB3Yyd B KOHTPOJUPYEMBIX  YCIOBMSIX
perpe3eHTaTUBHBIC BB, TAKUE KaK BOJAOpociu, gaduuu, peiobl u T.10. (Clements
& Rohr, 2009). )Kuble MOIECIBbHBIC CHCTEMbI HIPAIOT KJIFOYEBYIO pPOJIb B
HKOTOKCUKOJIOTUYECKUX HCCIENOBAHUAX U OLIGHKE SKOJIOIMYECKUX PHUCKOB,
OCOOEHHO MpHU HM3YyYEHUU BO3ACHCTBUS KOHKPETHBIX XUMUYECKHX BEUIECTB WM
3arpsi3HATENIEH HA HKOCHCTEMBI.

2.6.2.1. IIpeumynrecTBa ;KUBBIX MOJAEJbHBIX CUCTEM

Bo-niepBbIX, OCHOBHBIM NPEUMYLIECTBOM JKHUBBIX MOJEIBHBIX CHCTEM
ABIIIETCSI MX BBICOKAsl CTENEHb KOHTPOJIHMPYEMOCTH W BOCHPOU3BOAUMOCTH. B
7a00paTOPHBIX YCIOBHSIX HCCIENOBATeId MOTYT TOYHO KOHTPOJIMPOBATH TaKue
IIEPEMEHHBIE OKpYXKaloleld cpeabl, Kak Temmneparypa, PH, KoHueHTpanus
MUTATENbHBIX BEIIECTB M YPOBEHb 3arps3HSIONIMX BEHIECTB, YTO IOBBIIIAET
HAJIeKHOCTh PE3YJbTaTOB HCCenoBaHui. Hampumep, HCIoNb30BaHUE 3E€IEHBIX

BoJlopocIel (Takux Kak Scenedesmus quadricauda) B kadecTBE MOJCIBHBIX
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OpPraHM3MOB II03BOJIIET TECTUPOBAaTh HMX CKOPOCTh pocTa U 3(P(PEKTUBHOCTH
dboTocuHTE3a MPHU PA3TUIHBIX KOHIICHTPAIUAX TSHKEIBIX METAJUIOB, YTO ITOMOTaeT
OLICHUTH TIOTEHIMATBHBIA PUCK ATHX 3arps3HUTENCH Uit BoAHbIX pactenuit (Kalaji
etal., 2017).

Bo-BTOpbIX, KHMBBIE MOAEIBHBIE CHUCTEMBI MPEAOCTABISIOT MHPOPMALHIO O
OBICTPOM M HEMOCPEICTBEHHOM OHOJOrM4eckoM orBeTe. [I0ocKoIbKy MOJENbHbIE
OpPraHu3Mbl OOBIYHO MMEIOT KOPOTKHUU KU3HEHHBIA IIUKI U OBICTPO PACTYT, OHH
CHOCOOHBI  OBICTPO pearupoBaTb Ha U3MEHEHHS B OKpYXKalIIel cpene,
IPEJOCTaBIIsAs MCCIIEAOBATENIAIM JIaHHbIE B peajbHOM BpeMmeHu. Hampumep, npu
UCCJeI0BaHNN KOMOMHKpoBaHHOTo Bo3aercTBua UV-B u3nyuenus u 3arpsisHenus
TSDKEJIBIMUA METAJVIAMH MCIIOJIB30BAHUE MUKPOBOIOPOCIIEH B KaY€CTBE MOJIEIBHBIX
OPraHM3MOB  MO3BOJIIET B  TEUYEHUWE  HECKOJbKMX  JHEH  HaAOIonaTh
¢usnonornyeckre U OMOXMMHYECKME pEaklMH, Takue kak oOpa3zoBanue ADK,
U3MEHEHUS! aKTUBHOCTU aHTHUOKCHUJAHTHBIX (PEPMEHTOB M CHIKEHUE COJECpPKaHUS
xsopoguiia (Lesser, 2006).

TpeTbe NMpeuMyIlIecTBO 3aKIOYAETCS B TOM, YTO KUBBIE MOJEIbHBIE CUCTEMBI
MPEIOCTABISIOT BO3MOKHOCTh PACKpPBITh KOHKPETHBIE MEXaHU3Mbl JIEUCTBUS
HKOJIOTHYECKUX CTpeccopoB. M3ydas (u3HOIOrMYECKHe, TEHETUYECKUE U
MOJIEKYJIIPHBIE PEAKIMH MOJEIbHBIX OPraHU3MOB B Pa3JIMYHBIX YCIOBHUAX
OKpYXalolel Cpelbl, YYEHbIE MOTYT TJIy0Ke MOHSATh, KaK 3arpsi3HUTENN BIIUSIOT
Ha Owuornormyeckue mpouecchl. Hampumep, HCMOnb3ys MOJEIBHOE pacTEHUE
Arabido®Cls thaliana, MO0XXHO ¢ TOMOIIBIO aHaIM3a O3KCIPECCHH TEHOB M
IPOTEOMUKH BBISIBUTH, KaK TSKEJIbIE METAJLIbl BO3ACHCTBYIOT Ha METaOOINUYECKHE
NyTH B pacTUTENbHBIX KieTkax (Barkla et al, 2014).

Kpome TOro, »uBble MOJAEIBHBIE CHCTEMBI IIMPOKO HCHOJB3YIOTCS B
HKOJIOTUYECKUX HCCIEIOBAaHUAX [UJIl OLEHKH NOTEHIHMAIBHOIO pHUCKA HOBBIX
3arpsi3HUTENIEH, TaKUX KAaK HAHOYACTHIIbI, OCTATKH JIEKAPCTBEHHBIX CPEJCTB U
NECTULIU]IbI, KOTOPbIE MOTYT MPEACTAaBIATh YIpo3y ISl OKpyKaroulell cpeabl U
3710pOBbsl 4elOBeKa. Vcrmonb3ys MOAENbHbIE OpraHU3Mbl, MCCIEIOBATEINd MOTYT
OBICTPO TIPOBOJIUTH CKPUHUHI U OLEHKY OKOJOTMYECKOW TOKCHUYHOCTH M

noTeHIa a OMOAKKyMYJISIIIMU 3THX HOBBIX 3arpsizuuteneit (Handy et al., 2008).
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2.6.2.2. Orpann4eHnsi ;)KUBbIX MOJEJbHBIX CHCTEM

HecMmoTpst Ha MHOXKECTBO MTPEUMYIIECTB, KUBBIE MOJICJIbHBIE CUCTEMbI UMEIOT
CBOM oOTrpaHuyeHusi. Bo-mepBbIX, pe3yinbTaThl HUCCIENOBAaHUN B J1aOOpPaTOPHBIX
YCJIOBUSIX MOTYT HE NOJIHOCTBIO OTPaXKaTb PEAaKUUHU OPraHU3MOB B IMPUPOIHOMU
cpene. DKCIEpUMEHTAIBHBIC YCIOBHS B JIA0OpAaTOPUU OOBIYHO YIMPOIICHBI U HE
BKJIIOYAIOT BCEM CJIOKHOCTH M JUHAMUKHU MPUPOIHBIX 3KocucteM. Hampumep, B
7a00pATOPHBIX YCIOBUSIX TEMIIEpaTypa, OCBEIICHUE U MOCTYIUICHUE MUTATEIbHBIX
BEILIECTB OOBIYHO SIBJISIIOTCSI MMOCTOSIHHBIMM, B TO BpeMsl Kak B MPUPOJIHOMN cpelie
ATH (PaKTOpPbl U3MEHYMBBI U MOTYT CYIIECTBEHHO BIUSTH Ha PEaKIIMU OPTaHU3MOB
(Preston, 2002).

Bo-BTOpHhIX, BHIOOpP BUIOB B KUBBIX MOJCIBHBIX CUCTEMAX MOXET IPUBECTH K
MPENB3ATOCTU PE3y/IbTaTOB. MoJleTbHbIE OpPTraHu3Mbl OOBIYHO BBIOMPAIOTCS Ha
OCHOBE UX JKCIEPUMEHTAIbHOW MPUTOTHOCTU, YYBCTBUTEIBHOCTU K M3MEHEHUSIM
OKpYy)Xaroliei cpeapl U PEnpe3eHTAaTUBHOCTH OUOJIOTHYECKUX XapaKTEPUCTHK.
Opnako H2TOT BBIOOP BHUJIOB HE BCErla MOXET IMOJHOCTBIO OTpa)kaTh BCe
MHOTOOOpa3ue M CIOKHOCTh OWMOTHI B dKocHcTeme. Hampumep, ucmnonbp3oBaHUE
OJJHOTO BHJA BOAOPOCIEH B KAYECTBE MOJEIBHOIO OpraHu3ma JUisi OLEHKHU
BO3JICUCTBUSA 3arpsi3HEHUS TSHKEJIBIMA METaJlJIaMU HE MOXKET MOJIHOCThIO OTpaXkaTh
IMOTCHIIMAJIbHBIM PUCK TAKOTO 3arpsA3HEHUs [JI1 BCEM BOJHOW DSKOCUCTEMBI,
MOCKOJIBKY pa3HbIe€ BUBI BOJOPOCIEH U Jpyrue BOJHBIEC pacTEHUsI MOTYT 00J1a1aTh
pa3Hol YyCTOWYMBOCTBIO M Mexanu3mamu orBeta (Cairns, 1994).

B-Tpetbux, BpeMEHHBIE pPAMKH HCCIECIOBAHUM HAa JKHUBBIX MOJIEIBHBIX
CHUCTEeMaX OrpaHUYCHBI. XOTs JIA0OpaTOpHBIE MCCIIEAOBAHUS MO3BOJISIOT MOJyYaTh
OBICTpBIC pE3YJIbTaThl 3a KOPOTKOE BpEeMsi, OHHM OOBIYHO HE MOTYT OXBAaTHTh
JIOJITOCPOYHBIE 3KOJIOTUYECKUE TPOILIECCHl M BIMSHUE W3MEHEHUW OKpYKarolen
cpenbl. Hampumep, HakoIUIEHHE TSDKEIBIX METANIOB B OKpYXKAlOLIeH cpene u
OroMarHuuKamys MOTYT 3aHUMATh TO/IbI WU JIAXKe JACCATUIICTHS, B TO BpeMsl Kak
7abopaTopHbIe HCCIIEOBAaHUSI OOBIYHO OTPAaHUYEHbl HECKOIBKUMH HENENsIMU WU
mecsuamu (Hickey & Clements, 1998).

B 3aKJIIIOYCHHUEC, KHUBBIC MOJCIBHBIC CHCTCMBI HMMCIOT BAaXXHOC 3HAYCHHUC B
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HKOJIOTUYECKUX UCCIEIOBAHUSAX, MPEAOCTABIASl MOIIHbIE HWHCTPYMEHTHI [JIst
MOHMMAHUS BO3JECUCTBUS 3arps3HUTENICH HA AKOCHUCTEMbI, OIIEHKH IKOJIOTHUECKUX
PUCKOB U pa3pabOTKW CTpaTreruil ympaBlieHUs OKpyKaroiei cpeaod. OmHako
UCCJIEIOBATENSIM CJIEIyeT YYUTHIBATh OTPAHMYEHUS] ITHX CHUCTEM M TINATEIBHO
OIICHUBATh MEPEHOCUMOCTh U PEAUTUCTUYHOCTh KCIIEPUMEHTAIBHBIX PE3YJIBTATOB.
B Oyayumx wucclenoBaHUSX CJEIYyeT COBEPIIEHCTBOBATh JU3aH KUBBIX
MOJICJIbHBIX CUCTEM, COUYETas UCIOIb30BAHUE PA3IMUYHBIX MOJEIBHBIX OPTaHU3MOB
1 (haKTOPOB OKpYKaroUel cpenbl A 00Jiee KOMIUIEKCHOM OLIEHKH KOJIOTUYECKHUX
PUCKOB M TMOTEHIMAIBHOTO BO3JCUCTBUS H3MEHEHHI OKPYXAaIOWIEH Cpenbl Ha
HKOCHUCTEMBI.

2.6.3. Hcnoab3oBaHWe MOAECJIbHBIX CHCTEM [JI NPOTHO3MPOBAHMS
IKOJIOTHYECKHUX MOCJIeCTBHI

B oskonormyeckux — UCCIEAOBAaHUAX  MOJICIBHBIE  CHUCTEMBI  IIMPOKO
MPUMEHSIIOTCS ISl IPOTHO3UPOBAHUS MTOTEHIUAJIBHBIX MOCJIEICTBUI N3MEHEHU B
OKpYXKalollle CpelAe Ha OSKOCUCTEMbl. BBOAsS pa3lIMyHbIE HSKOJIOTHUYECKHUE
MIEPEMEHHBIE B MOJIECJIbHBIE CHUCTEMBI, UCCIENO0BATEId MOTYT MOJEIUPOBATh, KaK
ATU MEPEMEHHbBIE B3aHUMOJICUCTBYIOT IPYT C IPYTrOM, U OLEHUBATh MX BIIUSIHUE HA
OTJENbHbIE BHUABI WIH IEJbl€ AKOCUCTEMBbl. DTOT METOJ[ TMOKa3ajl BBICOKYIO
IIEHHOCTh B TaKWX OOJACTSIX, KaKk MPOTHO3MPOBAHUE W3MEHEHHS KIMMaTa,
pacrnpocTpaHeHHe 3arpsA3HSIONIMX BEIISCTB M OMojorudeckue nusazuu (Grimm et
al., 2005).

IIporuo3upoBanue BO31eCTBHSI U3MEHEHHS KJIMMATA HA IKOCUCTEMbI

N3menenne kiamMara CTajo OJHOM M3 IVIaBHBIX JKOJOTHMYECKHUX MpodIeM
ro0anpHOTO Macmitada. Mcmonb3yst MOMEIbHBIE CHCTEMBI IS MOICIUPOBAHUS
NOTEHIUAJbHBIX  MOCJIEACTBUM  M3MEHEHUs  KJIUMara Ha  AKOCUCTEMBI,
MCCIIEIOBATEIM MOTYT ONPEACNIUTh, KaK MOBBIIMICHUE TEMIIEpaTypbl, U3MEHEHUE
pekrMa OCaJIKOB, TIOBBIIICHHWE YPOBHA MOpPS W Jpyrue (akTopbl BIUSIOT Ha
CTpYKTYypy U GYHKUMHU 3KocucteM. Hampumep, mopenupoBaHue B jaboparopuu
Pa3IMYHBIX TeMMepaTypHbIX yciaoBud U KoHIeHTpauuid CO2 mo3BONSIET U3YYHTb,

KaK 3TH W3MEHEHHS BIMSIOT Ha (POTOCHHTETUYECKYIO 3((PEKTUBHOCTH, CKOPOCThH
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pocta u Meraboinmyeckue MyTH pacTeHuid. VccriemoBaHMs MOKA3bIBAIOT, YTO IO
Mepe MOBBIIICHUSI TeMIepaTypbl (HoTocuHTeTHUECKAs 3()(PEKTUBHOCTh HEKOTOPHIX
BUJIOB PACTEHHI MOXET 3HAUUTENIbHO CHIDKAThCS, YTO, B CBOIO OYEPEIb, MOXKET
IPHUBECTH K M3MCHCHMIM B IMKJIE yraepona B skocucremax (Pefiuelas & Filella,
2001).

Kpome Toro, monenbHble CHUCTEMBI HCHOJNB3YIOTCS JUIS TPOTHO3UPOBAHUSA
BO3/ICMCTBUS U3MEHEHUSI KIMMaTa Ha ONpeieNieHHbIe OMOJIOTHYEeCKUE COO0IIeCTRa.
Hampumep, MoaenupoBaHHe CHCTEMBI KOPAUIOBBIX pPHGPOB B  YCIOBHSX
NOAKHUCIICHHsSI OKeaHa IMOKa3bIBaeT, YTO CHIDKCHHWE YpOBHA PH W moBbIimieHHe
TEMIEPATyphl 3HAYUTEIBHO CHIDKAIOT CKOPOCTh KaibIUpUKAMu pU(POB, UYTO
HETaTHMBHO CKa3bIBAaCTCSI HAa BBDKMBAHUM U POCTE KOPAUIOB. DTHU PE3yJbTaThl
CITy’KaT HayYHOUW OCHOBOW JJisi pa3pabOTKU CTPATEeTHil OXpaHbl M BOCCTAHOBJICHUS
skocrcTeM kKopayuioBbix pudos (Hoegh-Guldberg et al., 2007).

OneHka pacnpocTpaHeHHsl 3arpsi3HAIOIIUX BeIIeCTB M IKOJIOTHYECKHUX
PHCKOB

MopnenbHbIE  CHUCTEMBI  TaKXKe HIPalOT BAXKHYI POJb B OICHKE
pacrpoCTpaHEHUs 3arPS3HSIOMINX BEIIECTB U UX JIOJITOCPOYHBIX MOCIESACTBHMA JUIS
IKOCHUCTEM. 3arps3HSIONINE BEIIeCTBA (TaKUe KaK TSHKEIbIe METAJUTBI, TeCTUIUIBI
U CTOWKHE OpraHMYecKHe 3arps3HUTENN) MOTYT IPOHUKATh B JKOCHCTEMBI
pa3IUYHBIMU NYTAMH (Hanpumep, arMoc(epHbIe 0CAIKH, TOBEPXHOCTHBIN CTOK) U
OKa3bIBaTh BPETHOE BO3/ICUCTBHE HA KUBBIC OPTaHU3MBI M OKPY)KAIOIIYIO CpEdy.
Hcnonb3yst MOAENnbHBIE CHUCTEMBI, HCCIIEAOBAaTeI MOTYT MOJEIMPOBATh ITyTH
PacipOCTpaHEHUS 3arpsA3HSAIONIMX BEIIECTB, UX OMOAKKYMYISLUIO U JUHAMHKY
MUTpAIMU B DKOCUCTeMax. Hampumep, u3ydeHue pacrpoCTpaHeHHUS W HAKOTUICHHS
TSDKEJIBIX METAJUIOB B BOAHBIX JKOCHCTEMaxX C HCIIOJNB30BAHUEM BOJTHBIX
MOJIETBHBIX CHUCTEM MOXKET MOMOYb MpPEACKa3aTh, KaK ATH 3arpsS3HUTEIH OyayT
HAKaIUTMBATHCS B TIHMIIEBBIX MENSAX H Kakue IMOTCHIMAIbHBIE PHUCKU OHHU

IPEACTABISAIOT JIJIS BBICIIMX XMIHUKOB M 310poBbs uenoBeka (Chapman et al.,

1998).
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B 3TOM KOHTEKCTE MOJEIBHBIC CHUCTEMbI HE TOJBKO IIOMOTAIOT IOHSTH
MOBEJICHUE 3arps3HSIONIMX BEIIECTB B OKPYXKAIOIICH cpeae, HO M MOTYT
UCIIOJIB30BAThCSA  JIJII  TECTHPOBAHUS  PA3IMUHBIX  CTPATeTHH  yIpaBJICHUS
OKpY Karollel cpeaol U CHIKCHUS BRIOPOCOB 3arps3HSIONIMX BemecTB. Hampumep,
MOJEIA MOTYT OBITh HCIIOJIB30BAHBI JII MMHUTAIUU Pa3JIMYHBIX CTPATETUH
PUMEHEHUS MTECTUIIUIOB U IPOTHO3UPOBAHUS TOTO, KaK 3TH CTPATETHH TOBIIUSIOT
Ha KOHIICHTPAIIMIO 3arpsS3HSIONIMX BEIIECTB B pEeKaxX M 03epax, MPeaOCTaBIISSA
HayYHBIE PEKOMEHIAMHN Ui TPABUTEIBCTB W JIAI, MPUHUMAIOIINX PEIICHUS
(Cambien et al., 2020).

IIporHo3dupoBaHue  3KOJOrMYECKHX  IOCJIEIACTBHII  OHOJTOTHYECKHX
UHBA3MI

buonoruvyeckne MHBA3MU MPEACTABISIOT COOOH OJHY W3 TJIAaBHBIX yrpo3 I
r00anbHOr0 Ouosiornyeckoro pasHooOpasus. C MOMOIIBI0 MOJEIBHBIX CHUCTEM
HccleIoBaTeld  MOTYT IIPOTHO3UPOBATh, KaK WHBA3WBHBIC BHABI OyayT
KOHKYPUPOBAaTh C MECTHBIMH BHIAMHU 3a PECYpPChl W MPU KAKUX YCIOBUSAX OHU
MOTYT OBICTPO Pa3MHOXAThCS W pacmpocTpaHsaThbea. Hampumep, ucnosnbp3zoBaHue
MOJICITBHBIX CUCTEM JIJIsi M3YYCHUS MHBA3UBHBIX PACTCHHH MTO3BOJIIET UCCISAOBATh
KOHKYPEHTHBIC TPEUMYINECTBA WHBA3WBHBIX BHUIOB B Pa3IUYHBIX YCIOBHUIX
OKpYXarolenl cpeapl W UX TOTCHIMAIbHOE BIMSHHE HA MECTHYIO ¢iopy
(Jarnevich et al.,, 2020). Dtu wuccineAOBaHUS TIOMOTAIOT OINPEACIUTh 30HBI
BBICOKOTO PHCKa M YCTaHOBHTH NPHOPUTETHI JJIs YIPABJICHUS WHBA3WBHBIMU
BUJIaMHU, YTO CITIOCOOCTBYET pa3paboTke 6oiee 3 (PeKTUBHBIX Mep OOPHOBI.

IIpumMeHeHne MOEJBLHBIX CHCTEM B IKOJIOTHYECKOM yIIPaBJIeHUH

[ToMuMO Hay4dHBIX HMCCIIECIOBAHUN, MOJICIbHBIE CHCTEMbI TaK)KE€ MOTYT OBITh
WCIIOJIb30BAHBl  JIJIT  DKOJIOTHYECKOTO YMPABICHHUS W TPUHITHS PEIICHUH.
Monenupyss ~ pa3IMyHbIC  CTpaTerMd  yIpaBieHUs (Takhue Kak  oXpaHa
MECTOOOUTAaHWN, BOCCTAHOBJICHHE JKOCUCTEM, KOHTPOJbL 3arps3HEHHS U T.1.),
MOJICJIbHBIE CHCTEMBl TIOMOTAOT OILICHUTh WX IOTCHIIMANbHBIC TOCICACTBUS M
3¢ (HEKTUBHOCTh. DTO MO3BOISCT MEHEIKEPaM MOHATh BO3MOXKHBIC PE3YJIBTATHl U

pPUCKHU 70 (PAaKTUUECKOTO BHEAPEHHS] MEP, YTO ONTHUMH3UPYET MPOLECC MPUHATHUS
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pemenuii. Hampumep, ¢ MOMOIIBI0O MOJENBHBIX CHCTEM MOXHO CMOJEINPOBATH
pa3IUYHBIC CTPATETHH BHUIOBA PHIOBI U OMPEACINUTh, KAK MAKCUMAJILHO YBEIIMUNUTh
SKOHOMUYECKYIO BBITOJy TPU COXPaHEHUU YCTOWYMBOCTU PHIOHBIX pPECypcoB
(Holden et al., 2024).

2.6.4. Kak MmojaejibHbIe CHCTEeMbl MMHUTHPYWT HJIH OTKJIOHSIIOTCH OT
peajibHBbIX YCJI0OBHI OKPYKAKIIEH Cpeabl

Hecmotpst Ha OOdBIION TOTEHIHWAT MOMAEIBHBIX CHCTEM B HCCICIOBAHHIX
OKpY)KaloIel Ccpemapl W DSKOJIOTHYECKOM YIIPABICHWUH, OHHM TaKKe HMMEIOT
OTIPE/ICICHHbIC OTPAaHUYCHMS] B HMMHUTAIMU PEAIbHBIX YCIOBHH OKpYKaIOIICH
cpensl. [ToHMMaHue 3TUX OTpaHUYCHHUI MOMOTAET MPABUIBLHO WHTEPIPETUPOBATH
pe3yabTaThl UcciaenoBaHui U 3PGEKTUBHO KCIIONIb30BaTh MOJCIBHBIE CUCTEMBI Ha
MIPAKTHKE.

Cnoco0HOCTH MOJEJMPOBATDH YCI0BHS OKPY:KalOLlell cpeabl

OnHuM #3 TMIaBHBIX MPEUMYIIECTB MOJIETBHBIX CHUCTEM SBISIETCS HX
CIIOCOOHOCTh TOYHO HWMHUTHPOBATh KOHKPETHBIE JKOJOTHYECKHE (HaKTOPHI B
KOHTPOJIMPYEMBIX  YCIOBUSX. Takoll KOHTPOJb TIO3BOJIIET HCCIIEA0BATESIM
HE3aBUCUMO YIIPABIATh M TECTUPOBATH pA3JIMYHbIE TIEPEMEHHBIC, TaKUE Kak
TEeMIlepaTypa, HWHTEHCUBHOCTh CBETa, YpPOBEHb NHUTATCIBHBIX BEIISCTB U
KOHIIEHTpaIst 3arps3Hstonmx BemecTB (Dudgeon, 2010). Takum oOpasom,
MOJICTTLHBIC CUCTEMBI MOTYT BBISBIIATH MPSMOE BIUSHHUE YKOJIOTHICCKHUX (PAKTOPOB
Ha OTpe/IeTICHHbIC OMOJIOTHYECKUE MPOIIECCHI U MPEAOCTABIATh TOHUMAHKE TOTO,
Kak 9Th (aKTOphl BIMSIOT HA ECTECTBEHHBIE JKOCHCTeMbl. Hampuwmep,
JabopaTopHbIC MCCIEIOBaHUS MOKAa3ajid, YTO YBEITWYCHHE WHTEHCHUBHOCTH CBETa
MOKET TOBBICUTH (POTOCHHTETUYECKYIO d(PPEKTUBHOCTH BOMHBIX PACTCHHM, TEM
caMbIM CITOCOOCTBYS yBeJIWYeHHUIO iepBuyHOi npoaykuuu (Hader et al., 2007).

MonenbHbIe CHUCTEMBI TaK)Ke€ TIO3BOJISIIOT  MOJCIHPOBATh  COBOKYITHOE
BO3/ICHCTBUE MHOXECTBA CTPECCOPOB. B IKCIIEpUMEHTANIBHBIX YCIOBUSX MOXKHO
OJHOBPEMEHHO yMPaBIATh TAaKUMU TEPEMEHHBIMH, Kak Temrmeparypa, pPH,
KOHIICHTPAIHS 3arpsI3HSAIONIMX BEIIECTB, YTOOBI HAOMIOAATh X KOMOMHUPOBAHHOE

BO3/ICCTBHE HA MOJIENIbHbIE OPraHU3Mbl. Takoe MHOTO(AKTOPHOE MOAETUPOBAHUE
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MOMOTAaEeT BBISIBUTh MEXAHU3Mbl PEAKIMUM OPraHU3MOB Ha CIOXKHBIE YCIOBHS
OKpY>Kalolllel cpeibl U MPeNOoCTaBIsIeT HAyuYHYI0 OCHOBY JUIsl pa3paboTku Ooiee
KOMILJICKCHBIX cTpareruii oxpausl mpuposl (Baird & Van den Brink, 2007).

OrpaHuveHus U OTKJIOHEHUS] MOIeJIbHBIX CHCTEM

OnHako, HECMOTpPS Ha MHOTOYHCIICHHBIC MPEUMYIIECTBA, MOJICIbHBIC
CUCTEMBbl UMEIOT 3HAYMUTEIIbHbIE OTPAHUYEHUS B BOCIPOM3BEICHHUM CIIOKHOCTEH
MIPUPOIHBIX YCIOBHHA. Bo-mepBbIX, mabopaTopHbIe YCIOBUS OOBIYHO YPE3MEPHO
YIOPOIIEHBI M HE MOTYT TMOJHOCTHIO OTPa3UTh CIOXKHOCTH M pa3sHOOOpasue
IPUPOAHBIX DKOCHUCTEM. B peanbHBIX YCIOBHUSIX pPa3IUYHBIE HSKOJIOTHMUYECKUE
GbakToppl YacTO B3aMMOICHCTBYIOT HEIMHEWHO, YTO NPHBOAUT K TPYIHO
npe/icka3yeMbIM pe3ylibTaTaM, KOTOpble HEBO3MOXKHO TMOJHOCTBhIO BOCIPOU3BECTH
B snaboparopuu (Carpenter, 1996). Hanpumep, B npuposie C€30HHbIE U3MEHEHUS,
MOTOJTHBIC KOJICOAHWS W CJIOKHBIE MEXBHUIOBBIC B3aMMOJCHCTBUSA (TaKue Kak
XUIIIHUYECTBO, KOHKYPEHIIMSI U CHUMOHMO3) COBMECTHO BIHUAIOT Ha POCT U
pacrpoCTpaHEHHE OpPraHu3MOB, M 3TH (HaKTOPbl OOBIYHO HM30JIMPOBAHHO
UCCJIENYIOTCA B MOJEIBHBIX CHCTEMax, YTO OrPAaHHYMUBAET 0000IAEMOCTh
pe3ynbratoB uccienosanuii (Schindler, 1998).

Bo-BTOpHIX, OMYNIAIMKY B MOAEIBHBIX CHCTEMaxX OOBIYHO OYCHH OTPAHHYCHBI
u ynporieHsl. Hampumep, B 1a00paTopHBIX YCIOBHUSIX HUCTOIB30BAaHUE OJTHOTO BHUJIA
(HarpuMep, BOAOPOCIEH) UIsl MOIEIUPOBAHUS 1I€JI0W BOJHOU IKOCUCTEMBI MOXKET
YIOYCTUTh W3 BUIY CJIOXHBIC IHUIICBHIC B3aMMOOTHOIICHHS W JKOJOTHYCCKUC
GYHKITMUA MEXy Pa3HBIMHU MOMYISIITUSAMU. Takoe ympoIIeHHE MOXKET MPUBECTH K
NIEPEOIICHKE MJIM HEIoOolleHKe oOiel peakmuu skocucteMbl (DeAngelis &
Waterhouse, 1987). IToatoMy pe3yasTaThl, MOJYYCHHBIC B MOJCIBHBIX CHCTEMaX,
CJIeTyeT MHTEPIPETUPOBATh C OCTOPOKHOCTHIO, OCOOCHHO TPU MX MPUMECHEHHH
JUTS IITUPOKOMACIITAOHBIX YITPABICHUYCCKUX PEIICHUH.

[loBbIlIeHHE MPAKTHYECKOH MPUMEHUMOCTH MOIEJIBLHBIX CHCTEM

JUisi  TIOBBIIEHHMS] TPAKTUYECKOM MPUMEHUMOCTH MOJEIBHBIX CHCTEM
UCCJIEIOBAaTEIM TIOCTOSSHHO COBEPILEHCTBYIOT SKCIIEPUMEHTANIbHBIA [U3aliH U

MCTOAOJOI'NIO. OI[HI/IM N3 paClIpOCTPAHCHHBIX IMOAXOA0B ABJIACTCS HMCIIOJIB30BAHUC
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MHOTOBUJIOBBIX MOJIETIbHBIX CHUCTEM, KOTOPbIE BKJIIOYAIOT B Ce€0s HECKOJBKO
pPa3TUYHBIX BUIOB M (DYHKITMOHAIBHBIX TPYII JUisi OOJiee IMOJHOTO OTPaKEHUS
CIIOKHOCTH TPUPOJHBIX OJKOocucTteM. Hampumep, BBEIEHHE B SKCHEPHUMEHT
HECKOJIBKMX BHUJOB XHUIIHUKOB W JKEPTB I[IO3BOJIAECT JIy4lI€ CMOJAEIHPOBATH
CJIO’KHBIC IMHIIEBbIC OTHOIICHMS M TUHAMHUKY H3MEHECHHH B skocucTteMe (Petchey et
al., 2004).

Kpome Toro, yaensie cTpeMsaTcs pa3padaThiBaTh U IPUMEHITH 00JIee CIIOKHBIE
YUCJIEHHBIE MOJIENI, KOTOPbIE MOTYT UHTETPUPOBATh HH(DOPMAIINIO U3 MHOKECTBA
MCTOYHHUKOB JAHHBIX (TaKUX KaK HKCIIEPUMEHTAJbHBIC JTaHHbIC, JaHHBIEC MOJIEBBIX
HaOJMIOJICHUM W JaHHBIE JHUCTAHIIMOHHOTO 30HIUPOBAHUSA), UYTOOBI TOYHEE
MOJICJIMPOBAaTh  CIIOKHBIE IIpOLECCHl B NpPUPOJHOW  cpexe. Hampumep,
KIIMMaTUYECKUE M THUAPOJOTHUYECKHE MOJIETM 4YacTO COYETAlOT pa3INYHbIC
dbuznyeckre, XUMHUUYECKUE M OHOJOTUYECKHE MPOLECChl MJi MPOTHO3UPOBAHUS
BO3/ICHCTBUS M3MEHEHMs Kiumara Ha skocucteMmbl (Schneider et al., 2017).
[IpumeHeHne TakuX KOMIUIEKCHBIX MOJEJEH TMOBBIIIAET TOYHOCTh U HAJAEHKHOCTD
MPOTHO30B H  obOecrieunBaeT 0Oojiee TPOYHYID HAYYHYHO OCHOBY  JUJIst
DKOJIOTUYECKOTO YIIPABJICHUS.

Takum oOpa3oM, MOJIENIbHBIE CHUCTEMbl HMMEIOT HE3aMEHHMOE 3HAuCHHUE B
HKOJIOTMYECKUX MCCIENOBAHUSAX U YIPABICHUM OKpyxawmeil cpegoil. OnHu
MPEeAOCTaBISAIOT A(OPEKTUBHBIA WHCTPYMEHT JJIi TOHUMAHHUS TOCJEACTBUN
U3MEHEHU B OKpYXalolllel cpele, MPOTHO3MPOBAaHUSA OyIylIMX W3MEHEHHUH B
PKOCHUCTEMAaX M CONCHUCTBHs pa3paboTke HAaydyHO OOOCHOBAaHHBIX CTpaTETUi
yIpaBlICHUA OKpyxawuie cpenod. OIHAKO OTrpaHUYEHUS MOJICJIBHBIX CHUCTEM
TaKkke HANOMHHAIOT HaM O HEOOXOAMMOCTH OCTOPOXKHOTO TIOAXOJa TIpHU
WCIIOJIb30BAHUM ~ 3THX  WHCTPYMEHTOB, OCOOCHHO TIpM  DKCTPAMOJSAIUN
7a00paTOpPHBIX PE3yIbTATOB HA peajbHbIe PKOCUCTEMBI. bymyliue uccienoBaHus
JIOJKHBI TPOJIOKaTh COBEPIIEHCTBOBATh METOJIBI MCIOJIB30BAHUSL MOJEIBHBIX
CUCTEM, COYETAas PA3TUYHBIE MOJIEJIBHBIE CUCTEMBI U CIIO)KHBIE UCTOUHHUKH JTAHHBIX
JUIsi 0ojiee TOYHOTO MOJETUPOBAHMS CIOKHOCTEH M JAMHAMHUKUA MPUPOTHBIX

O9KOCHCTECM.
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Ha mpakTtuke HCroib30BaHUE MOACIBHBIX CHUCTEM CIIOCOOCTBYET HE TOJIBKO
HAayYHBIM HWCCIICIOBAHUSAM, HO W HMMEET BA)XXHOE 3HAUCHUE VIS TIOJUTHUKOB M
YIPaBJISIONMX OpraHoB. [y0okoe MOHWMMaHHME BO3MOKHOCTEH M OTpaHUYCHUI
MOJICTBHBIX CHCTEM TO3BOJSET J(PQPEKTUBHEE pearupoBath Ha MII0OATbHBIC
W3MEHCHHS OKPYXKAIOIIEH CPebl M SKOJOTUYECKUE KPU3UCHI, & TAKKE MPOJIBUTATh
[EJIM YCTOMYHMBOTO Pa3BUTHSI U OXPAHBI TIPUPOJIBI.

3. MarepuaJbl 1 MeTOAbI HCCJIETOBAHUS

3.1. KyabTUBHpOBaHUE KJIETOK U MOATOTOBKA MPOO

3eJIcHyI0  XJIOPOKOKKOBYIO MHKPOBOIOpOCHb Scenedesmus quadricauda
KYJIETUBUPOBAJIM aCENTUYECKU HA cpee YereHckoro npu 23 + 1°C u mocTossHHOM
nepeMeInBaHuU (120 00/MUH) npu HEIMPEPHIBHOM OCBEILICHUU
JIOMUHECIICHTHBIMU JIAaMITAMH TIPU TUIOTHOCTH (POTOCHHTETHYECKOTO CBETOBOIO
notoka (Photosynthetic Photon Flux Density, PPDF) 50 mxmons m™ ¢ B Tedenne
4 nHeW; INIOTHOCTDH KJIETOK JocTUrana 3-4 X 10° knetox mT ™.

Jlnst cepuii SKCIIEPUMEHTOB MO BIMSIHUIO MOHOB MEIM U cepedpa Ha pocCT
KJICTOK MAaTouHyr KyasTypy Scenedesmus quadricauda moxaroraBiuBaiii B
npoiiecce KynbruBanuu B cpene [Ipara B reuenue 7 gueit B kiumarocrare (RDN-
560B-3, Kwuraif) ¢ aBromarnyeckum uepemoBanueM nHs (16 uwacos, PPDF 50
MKMOJb M~ c'l) ¥ HOouM (8 YacoB) Ha MOMEIICHHBIA B KJIMMATOCTAT IIEHKEp IS
MOCTOSIHHOTO TepeMelnBanusa cycnensuu kierok (120 o6/mun). Ilocne storo
MPOU3BOAMIACH TMOATOTOBKA MPOO C IJIOTHOCThIO — 2,5% 10° kierok Mol B
po3pavyHbIx (prakoHax mo 15 M1, KOTOpbIE TMOCJE ATOTO MOMENIANINCh B TE K
ycrmoBusi. Ilocime 3Toro moacyeT KIETOK, HM3MEPEHHE CyXOro OcTaTka u
OTHOCHTENIbHOM mepeMenHoi duyopectenimn (F./Fy,) nmpoBoauim kaxpie CyTKH B
OJTHO U TOKE BPEMs B TEUCHHUE 8-MU CYTOK.

KynsruBupoBanue 1uanoOakpetu - Synechocystis sp. PCC 6803 B
crangaptHoit cpeae BG-11 6e3 gobasnenus IATA npu 24 = 1°C u nmocrossHHOM
nepeMenuBaHun (120 00/MUH) npu HETPEPHIBHOM OCBEILICHUH
JFOMUHECIICHTHBIMU JIAMITAMUA TIPH TUIOTHOCTH (POTOCHHTETHUYECKOTO CBETOBOTO

2 -1 o
rmoroka 50 MKMOIb M- ¢~ B TeUeHHE 7 JHECHU, ITOCJIC 4YC€rO0 IINIOTHOCTBb KIICTOK



106

nocturana 8,5 x 10" kimetox M. ITocie KyIbTUBHPOBAHHS IIEPE] FKCIIEPHMEHTOM
CYCIIEH3UM MUKPOOPTaHU3MOB pa3eisuid Ha poObl 00beMoM 15 mit.
3.1.1. [ToacyeT KOJIHUYECTBA KJIETOK B CyCIIEH3UN
KoHTponb konuuecTBa KIETOK B CYCHEH3UHM MPOBOJUICS C MOMOIIBIO HUX
MOJICUeTa C HMCMOJb30BaHMEM Kamepbl [opsieBa M TPUHOKYISIPHOTO MHUKPOCKOIA
Zeiss/Axio Lab Al. IloacuuTeiBajioch KOJIWYECTBO KIIETOK B S5-TH OOJIBIINX
KBaJpaTax METOJIOM KOHBEpTa — MO OOJBIINM KBaJpaTaM B BEPIIMHAX U B IIEHTPE
nonsi ¢ Hacedkamu. [locie yero KOHIIGHTpalusi KJIETOK OTMpeAessiach IIo
cienyrouei popmyne:
C = N+5+10* (knetox/mu),
rjae N — cymMma KJI€TOK B 5-TH TOCUUTAHHBIX KBaJparax.
3.2. U3mepenus adcopouumn
Crnextpsl 3aTyxanusi A(A) perucTpupoBaliu B CIIEKTpaIbHOM auana3zoHe 400
- 800 HM Ha PpPYYHOM OJIHOJIYYEBOM CIEKTpO(OTOMETpPE, OCHAIEHHOM
MHTETPUPYIOIIEH NONOCThIO. Mcnonb30Banack KBapleBas KIOBETa AUaMETpoM | cm.
B kayecTBe WCTOYHMKA CBETa W JIETEKTOpA CBETa MCIOJIb30BAIM TaJOTEHHYIO
gamny u CCD -cnekrpomerp (USB2000, OceanOptics, CIIIA) coOoTBETCTBEHHO.
WuTerpupyromasi  MOJIOCTh  3HAYUTENBHO  YMEHbBIIAET  HECHeIH(pUIecKoe
ociia0JIeHre CBETa, BO3HUKAIOIIEE M3-3a PACCESHHS CBETa B MyTHBIX 00pasiiax, HO
HE YCTpaHSET €ro Mo’aHOCTbI0. YTOOBI ObITh ONMKEe K MCTUHHOMY NOIIOLICHHUIO,
NPUMEHSJIACh YIPOIICHHAsl TOMpaBKa Ha paccesHue. g Kaxaoro CIeKTpa
ocimabnennst A(A) oneHuBaTOCh 3HaueHue cmemenus A750, koTopoe 3arem
BbrunTanoch. [lonmydyennsiii cnektp A*(A)= A(A)- A750 nanee OyneT HA3bIBATHCS
CIIeKTpoM morioienusi. I3MeHeHus: coaepkanusi Xjaopopuiia 1 KapOTUHOU OB
OTCJIC)KMBAIUCH 1N VIVO ¢ TTOMOIIBIO CIIeKTpoB A*678 m A*48(0, COOTBETCTBEHHO.
N3mepenue abcopOiuu 1uaHOOAKTEpUN MPOBOAWIM Ha CHEKTpodOTOMETpe
SHIMADZU UV2600i (Snonus).
3.3. OcHOBHAaA cXxeMa IKCNEPUMEHTA
Knerku Bomopocnei, B3siThie B cpenHel norapupmuueckod (asze pocra,

WHOKYJIMPOBAJIM B MpPO3pauHble MpOOMpPKH 00beMOM 15 mi1 co cBexel cpemoi.
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CopeprxkaHue KJIETOK KOPPEKTUPOBAJIN 10 KOHEYHOTO 3HaueHHs abcopOiun A*678
0,04 (mpumepno 1,5 X 10° kmetox Mi-1), 4ToObI M30EXKATh CAMO3ATCHEHHS H
peabcopOiuu  payopecrieHiuu.  3areM  00pas3ibl  BOJOPOCIEH  MoJBEpraiv
BozneicTBro 0 (koHTpOJR), 0,1, 1, 10 MkM CuSO,4 u 0,05, 0,1, 1 MkM AgNO; B
TedeHue 2 u 24 4. OgHy rpymiy OpoOUpoK JepKajid B TEMHOTE, a IPYTYIO - IpH
HEMPEPHIBHOM OCBEIIEHUH JTIOMUHECIIEHTHBIMU JlamnaMu ipu PPFD 50 mxmoibs m”
2t
KonnenTpauus npano0akrepuil B mpobax cocrasisiia mpumepro 4,0 x 107
kJeTok * M- 1. [Ipu sTom neiicTBuu Meau u cepedpa Obu10 B KOHIIeHTpanusax 10-80
1 1-10 MkM COOTBETCTBEHHO.
3.4. HUcciaenoBanme BJHSIHHE MeaM W cepedpa Ha PpPOCT NOIMYJISALHHA
MHUKPOBOIOPOCIei
Jlns uccnenoBanus BiausiHus noHoB menu (0,1-10 mxM) u cepebpa (0,05-1
MKM) Ha pOCT KyJAbTYphl TOTOBWJIM 00pa3ibl 00beMOM 15 MII ¢ KOHIIEHTpaIuei
KIeToK 2,5 x 10° wrerok M. KonTponsHble 06pasipel 1 o6pasusl ¢ CuSO4 1
AgNO; momemanu B kiaumaroctar ¢ temmeparypoi 23 £+ 1°C u mOCTOSHHOM
BcTpsixuBanuu (120 06/MuH) npu aBTOMaTH4YeCKoM uepenoBanuu AHs (16 4acos, C
PPDF 50 mkmons M2 ¢*) i Houn (8 wacoB). [TocUeT YMCICHHOCTH KIIETOK, CYXOil
Macchl ¥ mapamerpa - F/Fn, (oTHOocuTenbHas mepeMeHHas (IIyopecleHIUs) B
oOpasiax NpoOBOAWIM KaXbl€ CYTKH B OJIHO U TOXKE BPEMs B T€UEHHUE §-MU CYTOK.
3.5. U3mepenus ryopecueHuuu xjopopuiiia a
3.5.1. KpuBble uHayKknun ¢uyopecueHun xjaopoduiia a
Kpusble uHaykuuu (iayopecleHIMd XJopoQuiia a perucTpupoBaivd B
CYCIICH3USX BOJOPOCIICH, aIallTUPOBAHHBIX K TEMHOTE, C TIOMOIIIbIO uryopuMeTpa
AquaPen-C AP-C 110 (Photon Systems Instruments, Yexwus). PPDF wu
JUTUTEILHOCTh BCIIBIIIIKM CHHEr0 aKTHHUYHOTO cBeTa (A = 455 HM) cocTaBisiv
3000 MkMOTH M° ¢ M 2 ¢ COOTBETCTBEHHO. KMHETHKY CBETOMHIYLHMPOBAHHOI
dunyopecueHiuu  xjuopoguiia @ aHaidu3upoBanu ¢ nomomibio  JIP-Tecra,
npeIokeHHOTo B padoTax (Strasser, Strasser, 1995; Strasser et al., 2004) (tabnuia
3.1).
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Tabnuya 3.1 - [lapamempot u pacuemuwvie unoexcol JIP-mecma ananu3a KuHemuxu
@nyopecyenyuu xnopoguina a (Strasser, Strasser, 1995; Strasser et al., 2004)

[TapameTtp Onucanue
dbayopeciieHIu
WNuTtencuBHoctu dayopecuenuu npu 0,05
Fo, F3, F1, F (yposens O), 2 (nuk J), 30 (muk |) Mmc

MakcuMasibHasi (pIyopecleHIMs BO BpeMs nuka P

Vi = (Fy—Fo)lFy

OTHOCHUTENbHAS IEpEMEHHAs
dayopectieHIms nuka J

Vi= (Fi - Fo)lFy

OTHOCHTENbHAS TIEPEMCHHAS
dayopecuenius nuka I

4) = VJ(mOKcuKaHm) -
VJ(KOHmpOﬂb)

Pasnocth 3HaueHMni PyHKIUN V; KOHTPOIS U
TOKCHUKaHTa

Al = Vl(mozccukaﬁm) -

VI (xoumponv)

Pasnocth 3HaueHnit pyHKUIU V| KOHTPOJIA U
TOKCHUKaHTa

Mo =4 x (Fs00uxc — Fo)/Fy

HauvanpHblit HaKI0H (B Mcfl) WHIYKIAH
duryopecuenimm V = f(t)

Fu/Fn=(Fn—Fo)/Fn

MaxkcuManbHBIM KBAaHTOBBIM BBIXOJ]
nepBu4Hol poroxumuueckon peakuuu B OCII

l//Eozl—VJ

BeposiTHOCTB TOTO, YTO 3aXBaYCHHBIH
HKCHTOH IIepeMeNIaeT IEKTPOH 3a mpeaensl Qa-

P, = FulFm X we,

KBaHTOBBIN BBIXO/T 3JIEKTPOHHOTO
TpaHCIIOpTa

5Ro = (l - V|)/(1 — VJ)

BeposTHOCTB, C KOTOPOM 3IEKTPOH OT
MEKCUCTEMHBIX JJIEKTPOHHBIX [TEPEHOCUNKOB
nepeMeniaercs K KoneunbiM akuentopaM B OCI

PRy — Fu/Fn > (1-V)

KBaHTOBEIN BBEIXOJ BOCCTAHOBJICHUS
KOHeuHbIX akuenTopoB B OCI

KBanToBas 2¢(heKTHBHOCTH paccenBaHUs

¢p, = 1—FJ/Fy
SHEPIrUU B BUJC TEIUIa
ABS/RC = Mg x (V;x [TormomaemsIii MOTOK 3HEpruu Ha PL]
Fo/Fr)
DIy/RC = PaccenBaembliit moTok HEpTUN Ha PL]
Mo x (1 - FJ/Fy) x (V;—
Fo/Fp)

Plags = (ABS/RC) 'x F./F,

X

(1 - FV/Fm)ilx V/on (1 - l//Eo)71

[Tokazarenb PyHKIMOHATBHON aKTUBHOCTU
OCII, OTHECEHHOM K MOTJIOIIAeMOI YIHEPTUH
(unaexc npousBoautenbHocTH OCII)

B xpuBoil uHAYKUIMU (IIyOpPECLHEHIMH XJIOPO(DUIIa @ BBIACISIIOT HECKOIBKO (a3,

m3BeCcTHbIX Kak  O-J-1-P

MEPEXO/IbI,

OTpaxkaromme IOCJICAOBATCIBHOC

BOCCTAHOBJICHUC IICPCHOCYMKOB JJICKTPOHOB B BHGKTPOH-TpaHCHOpTHOﬁ 11(805¢
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(OTL), mnaBHbIM oOpazom, B @DCII. HavanpHblil ypoBeHBb (IyOpeCUECHIIMU
(ypoBenb O, F,) COOTBETCTBYET HMHTEHCHUBHOCTH IpU «OTKpBITBIX» PLI, korma
XUHOHHBIN akuentop Qa HAXOAUTCS B OKUCIEHHOM COCTOSIHMM. YdacTok O-J
00yCIIOBJIEH CBETOMHAYIIMPOBAaHHBIM BOCCTaHOBIEHUEM Qp, a mocienyromias dasza
J-1-P orpaxkaer nanpHeiilliee HAKOIJIEHUE BOCCTAHOBIEHHOTO (Qa B pe3ynbrare
BOCCTaHOBJICHUS aklenTopoB Qp U myna miactoXxuHoHOB (PQ), a Takke KOHEUHBIX
akuenropoB B OCI (Stirbet, Govindjee, 2011). Maayknuonnasi KpuBasi JOCTHTACT
cBoero makcumyMma npu ~200 mc, korna PLI mepexoasT B «3aKpbITOE» COCTOSTHUE C
BoccTaHOBIEHHBIM Qa (ypoBeHb P, Fpy).

[TockonpKy mpeAnosaragoch, YTo MeJlb U Cepedpo CYIIECTBEHHO BIUSET Ha
ONTUYECKUE CBOMCTBA  (OTOCHHTE3UPYIOIIUX  KIETOK, Mbl  pacCUUTAIH
cneunpuynbie a1 A*455 sunauenus F, (F*) u Fp (F*n), 4roObl TOYHO
OTCJIC)KUBATh BIIUSIHUE TOKCHMKAHTOB Ha (POTOXMMHUYECKOE M HEPOTOXMMHUYECKOE
TYIIEHUE HE3aBUCUMO OT OJHOBPEMEHHOIO W3MEHEHHUSI COJIEPKAHUS KIIETOK,
COJIepKaHUS MUTMEHTOB M YITaKOBKU MUTMEHTOB.

3.5.2. Uupykuuonnbie kpusbie (Ilepexoannie mpoueccsl) GuiyopecueHIun
OTeJIbHBIX KJIETOK

NHnykimonHele  KpuBble  (MEpeXOAHBIE  Mpolecchl)  (uyopecieHIuu
OTICNBbHBIX KJIETOK OIpPEACISIM C TOMOIIbI0 MHUKpODIyopuMeTpa ¢ OBICTPOIi
4acTOTOM MOBTOpeHHUs, omucaHHoro paHee (Kuznetsov et al., 2021). B kaxmom
oOpasiie aHanu3upoBain 50 alanTUPOBAHHBIX K TEMHOTE KJIETOK. {71 yBenuueHus
COOTHOIIICHUSI CUTHAJ/IIIYM TPUMEHSUIM TEXHUKY YCPEIHEHHUS, KOTJa JUIsl OJHOU
KJIIETKH PETUCTPUPOBAIM ceputo M3 10 HMHIYKIIMOHHBIX KPUBBIX (MEPEXOTHBIX
mpoiieccoB). B mensax skoHomuu BpeMeHu orpeaessiu Toibko OJ-dazy (0 — 1 mc)
nepexoqHoro mpoiecca QuyopectieHnud. g  KaXaol KIETKH —TMOJTy4asu
HavyaJibHOE 3HaueHue (pryopecieHuu Fy, v 3HaueHne Makcumyma (QpuryopeciieHIIuu
B COCTOSHMHM OAHOKpaTHO cpaboraBmero PI[ (ommoro o6Gopota), KoTOpoe
obo3Hauanu kKak Fg. ®otoxumuueckuit kBaHTOBBIM Bbixog DCII onpenensau

cieayromum oopazoM: Dps) = (Fs—Fo)/Fs=AF/Fy;.
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3.5.3. CBeroBble KpHBbIE OTHOCHUTEJbLHOM CKOPOCTH JIMHEHHOIO
371eKTPpoHHOro Tpancnopra (rETR) u NPQ

Kpusbie ObICTPOTr0 CBETOBOTO OTKJIMKA U3MEPSIIN C OMOIIIBIO (hiIroopomMeTpa
Water-PAM  (Walz, [Iepmanus) 1pu  TOCIEAOBATEIIbBHOM  YBEIWYEHUU
WHTEHCUBHOCTH  akTMHH4YHOro ceera (0 — 1400  mxmomws/mM2/c—1);
IPOIOJDKUTEIEHOCTh KaXKI0T0 CBETOBOTO mara coctasisuia 20 ¢. dakrudeckuii (Fy)
u MakcumanbHbiil (Fp,’) ypoBHU (ayopecuieHIIMM U3MEpsuld B KOHIIE KaXKIOTO
sTana ocBelleHusd. Benuunny F onpenesnsiim npu Ka)xaoM YpOBHE OCBELIEHHOCTH,
a F,’ omnpememsuii myreM MoAadyd UMITYJIbCa HACHIIIAIONIUX  BCIBIIIEK
IPOAOIKUTENBHOCThIO 0,8 ¢ M MHTEHCUBHOCTBIO MpuOnu3uTenbHo 3000 MKMOIb
M? ¢'. NPQ paccuMThiBadH B COOTBETCTBHHM C cooTHoureHneM IllTepHa—
®onemepa kak NPQ = F/F.’-1, tne Fp,’ — MakcumasibHas QiyopecieHIus B
aJanTUPOBAHHOM K CBETY COCTOSIHUM TIOCTE TOJIa4d HMMITYJbCAa HACBIIICHHUS.
OtHocuTenbHas ckopocTh mepeHoca 3MekTpoHoB (ETR) Obuta paccumrtana kak
ETR = ®PSII X uateHcuBHOCTH cBeTa X (,5.

3.5.4. Kpusble 3atyxanus ¢uyopecueHiun

UccnenoBanbl  MHIYIUPOBAaHHBIE J1a3€pOM  IUKOCEKYHIHBIE  KPHUBBIC
3aryxaHusi PIyopecleHIIMU B KIETOYHBIX CYCIIEH3USAX U HA OTJEIbHBIX KJIETKAX.

3aryxanue (¢UIyOpecleHIIMM B KJICTOYHBIX CYCIEH3USIX aHAIU3UPOBAIU C
MOMOIIBIO KOPPEIMPOBAHHOTO [0 BPEMEHHM TMOACYETAa OAMHOYHBIX (DOTOHOB.
Cucrema peructpauuu coctosia u3 miatel SPC 150 (Becker & Hickl),
rubpugHoro nerekropa HPM 100-40 (Becker & Hickl), monoxpomatopa ML44
(Solar) u demrocekynanoro Bo3Oyxaaromero yasepa TOPOL (Avesta Project
LTD). Jmunra BomHbl BO30OyxkaeHus 450 HM W CHeKTpadbHas Tojoca
nerektupoBanuss 690+10 um. Jlnga aHanu3a 3aperucTPUPOBAHHBIX 3aTyXaHUUN
¢aryopecueHImu IPUMEHSIIACh npoleaypa JIByXAKCTIOHEHITUAILHON
anmpoKCUMalUK (MTIOATOHKH).

AMILTUTYY ¥ BpeMs KU3HHU (IIyOPECLEHIIMU B OTAEIbHBIX KJIETKaxX U3ydaiu
¢ nmoMotielo cuctemnl "Fluorescence Lifetime Imaging Microscopy", onucanHoi

panee (Semenov et al, 2023).
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KuneTtuku 3aTyxaHusi ObUIM ONpEAENEHbl HA OHUX U TeX K€ M300paKeHUIX
KJIETOK JJIsl IByX Pa3HbIX CIEKTPaAJIbHBIX JUANa30HOB SMUCCUU - st 680HM U i
530um. Cpemnee BpeMs >KW3HH, tm, pacCUMThIBaIU 1Mo Qopmyne: tm=Ai1i+AT,
1ocJie MpeABapUTeIbHON HOPMUPOBKY aMIIuTyn A + A;=1.

3.6. CniekTpocKkonusi KOMOMHALIMOHHOIO PACCesIHUS CBeTa

CrexTpbl KOMOWHAIIMOHHOTO paccestHUs CcBeTa o0pas3la u3Mepsu C
MOMOIIBI0 KOH(OKATLHOTO paMaHOBCKOTO MuKpockoma inVia Qontor (Renishaw,
BenukoOputanusi). JliHa BOJHBI BO30YXKIAIOLIEroO Jiazepa coctamisiia 488 HM.
Hcrnonb3yeMble B 3KCHEPUMEHTE MapameTpbl ObUIH: AUPPAKIIMOHHAS PEIIeTKA -
2400 n/MM (TUHUM HA MWUIUMETP), 00beKTUB - 50X, Bpems skcno3unuu - 10 c,
MomHOCTh Jazepa 10% or max = 50 MBT, ogHa MOBTOPHOCTH U3MEpPEHMUS,
crieKTpanbHbIi auamason 800-1800 cv . [Ipemnaparsl Iyist H3MEPEHHUS TOTOBUIIHCH
C MOMOIIbI0 HaHeceHUs: Kar 20 MK CYCIEH3UU KIJIETOK, COOTBETCTBYIOIIETO
oOpaslla Ha MPEIMETHOE CTEKJIO, KOTOPYI) HAKPBHIBAIM MOKPOBHBIM CTEKJIOM.
[locme  JBYXMHUHYTHOM  BBIIEPKKH, MPUTOTOBICHHOTO Mpernapara  Karuis
pacTekanach Mo BCEH IUIOWIAN MO MOKPOBHBIM CTEKJIOM M YACTUYHO MOJCHIXAJa
no kpasMm. [locime 3Toro B moje 3peHUss MHUKPOCKONA BBHIOMPAIUCH KIETKU
ClydyallHbIM O00pa3oM M MPOU3BOAMIACH PETUCTpaIvs CHEKTpa KOMOUHAITMOHHOTO
paccestHusl.

3.7. CkaHupyO1Ias 3JIeKTPOHHAT MUKPOCKOIUSA

Uccnenosano BiausiHUE UOHOB MEIU U cepedpa Ha MOP(DOJIOTUIO KIETOUYHON
CTEHKH MHKpoBomopocieii Scenedesmus quadricauda mociie ux 24-X 4YacoBoi
WHKyOallMM C TOMOIIBI0 METOAa JJIEKTPOHHOM CKaHUPYIOIIEH MHKPOCKOIUU
(COM). ITpenaparsl aa COM roToBUIM Ha CHEIHUATBHBIX MOAJIOKKAX, K KOTOPBIM
KpEenuJICAd JIBYXCTOPOHHUW YIJIEPOAHBIM CKOTY, HA KOTOPBIM HAHOCWJIACH KAaILUIX
CYCHEH3UI KJIETOK 00pasioB MUKpoBoaopociei. [locie BeIChIXaHUS mpemnapaTroB
OHM HANBUISUIUCh 30JIOTOM JUIsl YBEIWYEHUS MPOBOJUMOCTH C TMOMOIIBIO
BaKyyMHOI'O HMOHHO-pacnbUIMTeNbHBIN ycTpoiicTBa (SBC-12, Kuwurait). Ilocne
HambUIEHUs O00pa3lpl TMOMENIAIM B BaKyyMHYIO KaMmMepy CKaHHPYIOUIETO

anekrporHoro Mukpockorna KYKY-EM6200 (KYKY Technology Co., LTD.,



112

Kurait). Kak ToIbKO BakyyM B Kamepe gocturan 6oxee 3x10™ Topp, mpoBoamiu
ckanupoBanue u (Qotorpadupoanue oOpas3noB. HeobxomuMmbie mapamMeTpsl
MUKpOCKONa U noixydeHue portorpaduit 00pa3ioB KOHTPOIUPOBAIKUCH C TOMOIIBIO
opuruHaibHoro mporpammHoro obecnedeHuss — KYKY-EM6X00. OcHoBHble
nmapaMeTpbl MHUKpPOCKONA ObUIM YCTaHOBJEHBI CIEAYIOIIUM 00pa3oM: TOK
HACBIIICHUA HUTH Hakajla — 2,5A, BbICOKO€ HampsbkeHue - 16 kB. YBenuueHnue
MHKpockona coctaBuiio ot 3,00 xo 5,00 TsIC.

3.8. CrarucTnyeckast 00padoTKa M NpeacTaABJICHHE MOJYYEHHbIX JaHHBIX

OKCHEpUMEHTAIbHBIE HMCCIIEIOBAaHUSI TPOBOJAWINCH B TPEX HE3aBUCHUMBIX
CepusiX, KaXaas U3 KOTOPbIX BKIIOYajda HE MeHee TpEX MapaljIeIbHbIX
HNOBTOPHOCTEH JJIs1 KaXk10ro uccaenyemoro oodpasua. Takol moaxon obOecrieunBan
BBICOKYIO  CTEIEHb JOCTOBEPHOCTH M  BOCHPOWU3BOAUMOCTH  IOJTYyYEHHBIX
pE3YABTATOB, TIO3BOJISISI UCKIIIOYUTH BIMSHHUE CITy4YailHbIX (PaKTOPOB.

[lepBuunasi 00pabOTKa JTaHHBIX, PACUYET CTATUCTUUYECKUX MApaMETPOB H
BU3yaJM3aldsl  PE3yJAbTarOB  BBINOJHSJIUCH C  MCIOJIb30BAaHUEM  IAKETOB
NpUKIAAHBIX mporpamMm Statistica, Bepcust 13.3.704.19 (StatSoft, Inc., 2025;
http://www.statsoft.com), Microsoft Excel u OriginPro, Bepcust 2023b. Jlns
Ka)KJIOT0 MOKa3aTessl pacCUUTHIBAIIMCH cpefHue apupmerndeckue 3HaueHus (M) u
COOTBETCTBYIOIIIME CTaHIApTHBIC OIIHOKK cpeanero (SEM).

CrannmaptHas ommbOka cpennero (SEM) maxoaunach kak:

SEM=

o

n-1

[ne:

0 — CTaHJapTHOE OTKJIIOHEHUE BEIOOPKH,

N — yucio HabmoAeHUN (MTOBTOPHOCTEH).

JLiist OLICHKH CTaTUCTUYECKOU 3HAYUMOCTH pa3Iuuni MEXIY
CpaBHUBAEMbIMU I'PYIIIIAMU UCIIOIB30BAJICS JIBYCTOPOHHUM t-KpuTepuid CThIOJEHTA
JUIS. HE3aBUCUMBIX BBIOOPOK. Pazinuusi CUMTAIUCh CTAaTUCTUYECKU 3HAYUMBIMU
npu ypoBHe 3HauumocTu p < 0,05, ecnu mHOe He ykazaHo. [Ipu HeoOxomumocTu

HOPMAaJIbHOCTBb PACIpPCACIICHUSA ITPOBEPAIACh C MCIIOJB30BaHHEM TECTa I_Haano—
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Yuiika, a roMOT€HHOCTbD IUCTIEPCUI — € IPUMEHEHUEM Kputepus JIeBeHa.

B cnyuae ananu3za 6osee AByX rpym JaHHBIX TPUMEHSJIICS OJHO(DAKTOPHBIN
nucnepcronnbiit ananu3 (ANOVA). [Ipu BBISIBICHUHM 3HAYUMBIX PAa3IHMUUANA MEKIY
BbIOOpkamMu 1o pesyapraraM  ANOVA  NpoBOIMIIMCH, ~ MHOXKECTBEHHBIE
arlOCTEpUOPHBIE CPABHEHUS C WCIIOJNb30BAaHUEM KpUTEpHs ThIOKM WM TecTa
JlaHHeTa, B 3aBUCUMOCTH OT CTPYKTYpPbI JaHHBIX.

[Toctpoenune rpadukoB, BKIIOYAs CTOJOYATBIC NHArpaMMBbI C OIIMOKAMH,
3aBUCUMOCTH M KpuBble, BbinonHsiock B OriginPro u Excel. Bce rpaduxu
COINPOBOXK/JIAJNCh O0O3HAYEHHEM JOCTOBEPHBIX Ppa3IMYUil MeXAy TpyIIamu,

OoTpaKaromux pPe3yjabTarbl CTATUCTUYCCKOIO aHaJIn3a.
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4. Pe3yabTarhl M 00CYyKIeHHE
4.1. U3yyeHue BIUSAHUS HOHOB MeJU U cepedpa Ha pa3sMHOKEHHUE KJIETOK
Scenedesmus quadricauda u uX (POTOCHHTETHYECKYI0 AKTHBHOCTb.

B »TOM wmCcnenoBaHMM TNPUMEHEH CYIIECTBYIOUUMN OOIIENpPU3HAHHBIH
MOJIXO/, WCTOJB3YEeMBbI TP MOHUTOPUHTE Pa3IUYHBIX IOJUTIOTAHTOB. MBI
UCCJIEIOBaIN BIUSHUE MOHOB MEIU W cepedpa Ha pOCT MOMYJISIUU KIETOK, UX
CYXyl0 Maccy, a Takxke Ha 3(PQPEeKTHBHOCTh MX (DOTOCHHTETHUYECKOTO armapara,
OTpeACIIIEMYIO TI0 TMapaMeTpy — OTHOCHTENbHAs TepeMeHHas (IyopeCICHITHS
(Fv/Fm).

Ha pucynke 4.1.1 npencraBieHbl JaHHbIC MO BIUSHUIO MOHOB Menu (A) u
cepedpa (b) Ha kuHETHKY pocTa nomynsaiuu Scenedesmus quadricauda.

N3 puc.4.1.1.A BUAHO, AOCTOBEPHOE OTJIUYME B KOJIMYECTBE KIETOK B
MOMYJISIIINY TIPH TSHCTBUH MEIH 110 CPABHEHUIO C KOHTPOJIEM HAOIIIOIACTCS TOIBKO
pH JCHCTBUY TOKCUKAHTA JIMIIb Ha 4-€ CYTKU MPU MAKCUMAaJIbHOW KOHIIEHTPALUU
(10 mxM). B Oonee mo3nHue cpoku HaOIOAaeMcs J0303aBUCUMBIA 3D EKT

BJIIMAAHUA MCIHU Ha CHHUIKCHHSA POCTA KOJIMYCCTBA KJICTOK B ITOITYJIAIIWMH.

KpuBbie pocTa KynbTypbl A

i
S

= =
o N

\
*

1A 1O DI

*

(o]

*
FOAO! @1
* %

Konnuecrso knetok, Nx10° knetok/mn

0 1 2 3 4 5 6 7 8 9

Bpemsa MHKy6auum, CyTKu

—@— KoHTponb CuSO4 0,1 mkM CuSO4 1 mkM CuS04 10 mkM
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KpuBbie pocTa KynbTypbl B

-
~

12

10

Konnuecrso knetok, Nx10° knetok/mn

0 1 2 3 4 5 6 7 8 9

Bpems MHKy6auum, cyTku

—@— KoHTponb AgNO3 0,05 mkM AgNO3 0,1 mkM AgNO3 1 mkM

Puc.4.1.1. Buusinue Cu** (4) u Ag" (B) na pocm nonyisyuu 6 cycnensuu Kyismypol
Mukpogodopocau S. quadricauda. Hukybayusi Kiemoxk nposoounacv npu
HenpepbleHOM OCeueHul c6emom unmencusHocmoio 50 mxmons m™> ¢ npu
memnepamype 24 °C. * — docmoseproe omaudue om koHmpois npu p < 0,05.

[Ipu neiictBun cepedbpa (puc.1b) no3o3aBucumbiii 3hHEKT CHIKEHUS pocTa
MOMYJISIIIUU OKa3aJjcsi 00jee BBIPAXKEH MO CPAaBHEHHUIO C TAKOBBIM JJII MEIH, JTaXKe
P MEHBIINX KOHIEHTpaIMsaX. UYTo yKa3plBaeT Ha OOJBIIYI0 TOKCHYHOCTH
cepeOpa, KoTOopoe, Kak Mbl TMpeArnojaraeM CBs3aHO C 0Oosee BbIPAKEHHOU
renepanuein AOK npu yyactuu cepedpa.

[Ipencrabnennsie B Tabmumax 4.1.1 u 4.1.2 naHHple MO BIMSHUIO HOHOB
MeIu U cepedpa, COOTBETCTBEHHO, Ha CYXOM OCTAaTOK B JKCHEPUMEHTAIBHBIX
oOpasnax KOppeaupyIT ¢ JaHHBIMA IO KHHETHKE pOCTa KYIbTyp. Tak TpH
KoHIeHTpanmu Menu 10 MM HaOmomaeTcsi CHIKEHUE POCTa, HCCIETyeMOTo
napameTpa Ha 4-¢ CyTKH UHKYOaIuu.

Tabnuya 4.1.1. Bauanue uomos meou u 6pemeHu UHKYOAyuu HA CYXOUL
ocmamok  Kynemypwl Scenedesmus quadricauda. Macca cyxoeo ocmamka
npeocmasienHa 6 6ude CpeoOHUX 3HAYEHUN 6 M2 U UX CPeOHeK8aOpamuyecKux

OUUOOK.
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Bpems,
KoHTponb CuS0O4 0,1 mkM CuSO; 1 mKkM CuSO4 10 mKkM
CYTKM
0 1,250 £ 0,063 1,250 £ 0,063 1,250 £ 0,063 1,250 £ 0,063
1 1,975 £ 0,099 1,763 £ 0,088 1,603 £ 0,080 1,525 £ 0,076
2 2,538+0,127 2,288 +£0,114 2,099 £ 0,105 1,950 £ 0,098
3 3,050+0,153 2,838+0,142 2,565 10,128 2,4000,120
4 3,600+ 0,180 3,963 £ 0,198 3,313+ 0,166 2,715+0,138
5 4,150 + 0,208 4,450 £ 0,223 3,850+ 0,193 3,102 £ 0,158
6 5,100 £ 0,255 4,850+ 0,243 4,163 £ 0,208 3,450+0,183
7 5,800+ 0,290 4,838 £ 0,242 4,405+ 0,220 3,720+ 0,198
8 5,838 £ 0,292 4,938 £ 0,247 4,453 £ 0,223 3,950+ 0,203

Tabnuya 4.1.2. Brusnue uonos cepebpa u 8pemeHnu uHKyoayuu Ha cyxot 0Cmamox

Kynemypul Scenedesmus quadricauda. Macca cyxoeo ocmamka npeocmagnena 6

8UOe CPEOHUX 3HAYEHUL 8 M2 U UX CPEOHEeKB8AOPAMUYECKUX OUUDOK.

Bpems, cyTkun KoHTtponb AgNO; 0,05 mkM AgNO; 0,1 mkM AgNO3 1 mkM
0 1,250 £ 0,063 1,250 £ 0,063 1,250 £ 0,063 1,250 £ 0,063
1 1,975 £ 0,099 1,863 £ 0,093 1,788 £ 0,089 1,725 £ 0,086
2 2,538 +£0,127 2,225+0,111 2,013+0,101 1,750 £ 0,088
3 3,050+ 0,153 2,763 £ 0,138 2,513+0,126 1,800 £ 0,090
4 3,600 0,180 3,663 0,183 2,663 +0,133 1,850 £ 0,093
5 4,150 + 0,208 4,213 +0,211 3,175 £ 0,159 2,405+ 0,120
6 5,100 + 0,255 4,450 + 0,223 3,270 0,164 2,700+ 0,135
7 5,800 + 0,290 4,750+ 0,238 3,638+ 0,182 3,005 + 0,150
8 5,838 £ 0,292 4,850+ 0,243 3,738 £0,187 2,750+ 0,138

[Ipu sToMm npu neiicTBumM cepedpa d3DPEeKT CHMKEHUS CyXol Macchl Ooliee

BBIPDAKEH YE€M IPU JEUCTBHUM MEOU U KOPPEIUPYET C JAHHBIMHU I10 CHHM)KEHHUIO
pocTa KylabTyphbl IIpH ACHCTBUM MOHOB cepedpa. 3HAYUTEIbHOE CHUKEHHE POCTa
CyXOH Macchl pu JeHCTBUU cepedpa B KOHLIEHTpauuu | MKM mposBiiseTcs yxe Ha
3-e¢ cyTku (Tabmuia 2) Takke, Kak U CHWKEHUE POCTa KYJAbTYPHI MPHU JICHCTBUH
cepeOpa B 1ol koHIIeHTpauuu (puc.4.1.1.b).

Mpb1 uccienoBaid BIUSIHUE MEOUM M cepedpa Ha CYCNEH3UI0 KIETOK
Scenedesmus quadricauda, peructpupys mnapamerp F,/F,, moKka3bsBarommii
(OTOCHHTETUYECKOTO MHUKpPOBOJIOpOCTIEH U, B

b PEeKTUBHOCTH amnmapara

gactHOCTH, @OCII — OTHOCHTENBHYIO NEPEMEHHYIO (IyOPECUCHINIO WU
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(1)OTOXI/IMI/I‘{CCKI/II‘/JI KBAaHTOBBIN BBIXO/, KOTOpI:Iﬁ IMOJIyunJs  3HAYUTCIIbHOC

pacnpocCTpaHeHHE TIPH WCCICAOBAHUSIX TOKCUYHOCTH Pa3IMYHBIX areHTOB Ha
(dhoTOCHUHTE3UPYIOIINE aKBaTHUEeCKUe opranu3mel (Maropus, Pyoun, 2012).
Tabnuya 4.1.3. Bausnue uonos meou u épemeru UHKyOayuu Ha OMHOCUMENbHYIO

nepemennyio ¢nyopecyenyuro (Fv/Fm) cycnenzuu Scenedesmus quadricauda.

AeHb KoHTponb CuS04 0,1 mKM CuSO; 1 mKkM CuSO4 10 mKkM
1 0,516 + 0,026 0,512 +0,026 0,515 + 0,026 0,512 + 0,026
2 0,639+ 0,032 0,649 0,033 0,626 + 0,031 0,576 + 0,029
3 0,635+ 0,032 0,617 +0,031 0,592 + 0,030 0,542 + 0,027
4 0,656 + 0,033 0,531 0,027 0,514 £ 0,026 0,502 + 0,025
5 0,595 + 0,030 0,490 + 0,025 0,484 + 0,024 0,434 £ 0,022
6 0,612 + 0,031 0,460 + 0,023 0,453 £ 0,023 0,413 £ 0,021
7 0,618 £ 0,031 0,472 + 0,024 0,462 + 0,023 0,418 + 0,020
8 0,660+ 0,033 0,540+ 0,028 0,549 + 0,029 0,468 + 0,023

Tabnuya 4.1.4. Brusnue uonos cepebpa u 8pemenu uHKyoayuu Ha OMmHOCUMENbHYIO

nepemeHnuyio ¢nyopecyenyuro (Fv/Fm) cycnensuu Scenedesmus quadricauda.

AeHb KoHTponb AgNO3 0,05 mkM | AgNO; 0,5 mkM AgNO3 1 mkM
1 0,516 + 0,026 0,513 £ 0,026 0,496 + 0,025 0,498 + 0,025
2 0,639 + 0,032 0,636 + 0,032 0,609 + 0,030 0,605 + 0,030
3 0,635 + 0,032 0,628 + 0,031 0,610+ 0,031 0,605 + 0,030
4 0,656 + 0,033 0,537 £ 0,027 0,515 + 0,026 0,508 + 0,025
5 0,595 + 0,030 0,435 + 0,022 0,397 £ 0,020 0,385+ 0,019
6 0,612 + 0,031 0,450 + 0,023 0,404 + 0,020 0,401 + 0,020
7 0,618 + 0,031 0,526 + 0,026 0,416 £ 0,021 0,412 £ 0,021
8 0,660 + 0,033 0,599 + 0,030 0,441 + 0,022 0,452 + 0,023

W3 npencraBiaeHHBIX B TaONMLAX AAaHHBIX BUIHO, YTO U ME€Ib, U cepedpo
BBI3BIBACT [10303aBUCHMOE CHWXkeHHe mapamerpa F,/Fn, ¢ TeueHuem BpemeHH,
tabmuua 4.1.3 u 4.1.4 coorBerctBeHHO. llpu AeiicTBUM 00OMX TOKCHKAHTOB
3HAYUTEIBHOE CHI)KEHHE MCCIIEyEMOro NapaMeTpa HAYMHAET MPOSBIIATHCS Ha 4-¢€
CYTKH MHKYOAIIMH KYJIBTYPBI KJIETOK, YTO KOPPETUPYET C MPEABLAYIIUMH TaHHBIMH

N0 KWHETUKE pOCTa KYyJIbTYphl U €€ CyXol maccel B oOpasznax. M3HauanbHO
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noHWKeHHbIN apametp Fv/Fm, cooTBeTcTBYIOIIMI TpuMepHOMY 3HadeHuto — 0,51
MO-BUANMOMY MOXKHO OOBSICHUTH HadyaJIbHBIM CTPECCOM TIPU MEPEHOCE KIETOK U3
MaTOYHOU KYJIBTYphl B HOBYIO cpely ajisi oOpasioB. Jlanee Ha 2-e¢ u 3-€ CyTKHU
napameTp B3pacTaeT BO BceX o0Opasilax, MoKa3bIBas aJalTaldio KJIETOK Jake Ha
dboHe neicTBUA TOKCHKAHTOB. [Ipm 3TOM HaumHas ¢ 4-X CYTOK MPOUCXOIUT
CHUKCHHME, MCCIEIyeMOro MapaMerpa Jaxe Npu HU3KUX U CPEIHUX
KOHIEHTpAlUSIX ~ METAJJIOB,  TakKUM  OOpa3oM  TMOKa3biBasg  OOJBIIYIO
YyBCTBUTEJIBHOCTh (POTOCHMHTETUYECKOIO ammapara K JCUCTBHUIO METAJUIOB MO
CPaBHEHHIO C KPUTEPUSIMH POCTa KYJBTYpPbl KIETOK U UX CyXOil Macchl MPU 3TOM
Bo3zaeciicTBun. Hanbombinee otmnune F/Fy, oT koHTpOss (o4t B moaTopa pasa)
HaOJIOaeTCsl MpU JeHCcTBUU cepedpa B KOHIEHTpanuu — 1 MKkM Ha 5-e cyTku
WHKyOaInu, a Meau B koHuentpanuu 10 MM Ha 6-cytku. [Ipu 3ToM Ha 8-€ cyTKH
HaOmofgaeTcss yacTuuHoe mnoBblieHWe Fv/Fm, ocobeHHO 1pu  Maibix
KOHIICHTPAIUSIX TOKCUKAHTOB, YTO MOXET FOBOPUTH 00 aJlanTalliOHHOM ITpoliecce
B BBDKHMBAEMbIX U BHOBH OOpa3oBaHHBIX KieTkax. HaumOomnbmuii Takod sddext
ajanTainuy HaOMIofaNICs TIPU JCHCTBUU cepedpa B HAMMEHBIIEH KOHIICHTPAIUH -
0,05 MxM (paznuune ¢ kouTposaem — 10%).

Takum o00pa3oM HCMOJIL30BAaHUE, YK€ 3apPEKOMEHJIOBaBIIMX  ceOsl,
«KJIACCUYECKUX» HAOOPOB MEOB MCCJIENOBAHUS TOKCUYHOCTH TOJUTIOTAHTOB HAM
yIaJ0Ch OOHApYXKUTh, YTO MEIb U CepeOpOo B MHUKPOMOJISIPHBIX KOHIIEHTPALIUSIX
oOnazaer J0303aBUCEMOM TOKCHMYHOCTBIO, KOTOpas 3HAUUTEIbHO HAYMHAET
MPOSBIIATHCS, HAUMHAA C 4-X W 3-X CYTOK MHKyOalnu KIJIETOK C TOKCHKaHTaMU
COOTBETCTBEHHO. [Ipum 3TOM (oTOCHMHTETHUECKMI amnmapar MHKPOBOAOPOCIEH
OKa3bIBAETCs 00JIee YYBCTBUTEILHBIM K BO3/ICHCTBHIO METAJIIOB.

JInsi BBISBIICHUSI CKPBITBIX TOKCUYECKMX BO3JICUCTBHUM TOKCHUKAaHTOB M HX
MEXaHU3MOB B 00Jie€ paHHHE CPOKH MbI MPOBEJIH JabHEHUIINE HCCIEIOBaHUS C
WCIIOJIb30BAHUEM PA3JIMYHBIX CIIEKTPATIbHBIX MOJX0I0B U METOJUK.

4.2. UccaenoBanue BO31elicTBHE HOHOB Cu’' B Pa3HBIX KOHIEHTPAUAX
Ha mnepBUYHbIe (OTOCHHTETHYECKHEe TMpolecchl Yy  MPECHOBOIHBIX

MuKpoBoaopocaeii Scenedesmus quadricauda ¢ moMOmBbIO CHEKTPAJbLHBIX
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METOJI0B NpH KyJILTHBAIMH Bojopocieii ¢ momamum Cu’’ B TeMHOBLIX M
CBETOBBIX YCJIOBHAX.

OnsIT MO AEHCTBUIO MEAU ObLI MOCTABIIEH B ABYX BapHMaHTax — B TEMHOTE U
IpU IOCTOSHHOM OCBEUICHHHM. XOTSI CBETOBOE BO3JEHCTBUE YaCTO YCHJIMBAET
MOBpEXAarolIee JAeiicTBHEe HEOIAronpusITHBIX (PaKTOPOB HA (POTOCHHTETUUYECKUMN
anrmapar KJIE€TOK BOIOPOCIEH, Mbl CUNTAEM, YTO MHKYOAlusl KIETOK IPU CBETOBOM
oOMydeHWH C¢ TOYKH 3peHus Merabonmm3ma KIETOK sBIseTCS  Oosee
(U3HOJOTMYHBIM BapUAHTOM OIbITa. [[03TOMY IEepBBIM A€7I0M PaCCMOTPUM TO, KaK
JNEHCTBYeT Menb IpU TOCTOSIHHOM 00aydeHuH. OCOOEHHOCTH €€ BIMSHHS B
YCIIOBUSIX TEMHOBOTO METa00IM3Ma OyyT pacCMOTPEHBI OTAENBHO.

4.2.1. [eiictTBue MeaM Ha TNHMIMEHTHBIA COCTaB B KYJbType

MHKpoBogopocau S. quadricauda mpu nHKy6aIuu HA CBETY

OnpIT 0 AEHUCTBUIO MEAM OBLI MOCTABIEH B JBYX BAPUAHTAX — B TEMHOTE U
IIPU TIOCTOSSHHOM OCBELICHUHU. XOTS CBETOBOE BO3JIEHCTBHE YacTO YCHUJIMBAECT
MOBPEXJIaoIlIee JIeUCTBHE HEOIAaronpusITHBIX (HAaKTOPOB Ha (POTOCHUHTETHUECKUUI
anmapar KJIEeTOK BOJOPOCJEH, Mbl CUMTAaEM, YTO MHKYOalusl KJIETOK MPU CBETOBOM
oOydeHUH C TOYKH 3peHuss Merabonm3mMa KIETOK sBIseTcs  Oosee
(M3HOJOTMYHBIM BapUAHTOM OIbITa. [l03TOMY MEepBbIM A€JI0M pacCMOTPUM TO, Kak
NEHCTBYeT Menb NpU TOCTOSIHHOM 00aydeHuH. OcOoOeHHOCTH €€ BIMSHHS B
YCIIOBUSIX TEMHOBOTO MeTab0I1M3Ma OyIyT pacCMOTPEHBI OTAENBHO.

Pe3ysbTaThl 10 ClIEKTPAM NMOIJIOIIEHUS

HccnenoBano BiAMsHIE HOHOB MEIM HA MOMIOIICHUE B 00JIACTH XJIOpoduiLia
a (678 HM) 1Ipu CBETOBBIX yCIOBUsAX MHKyOarmu. Kak BuaHo u3 pucynka 4.2.1., 3a
24 yaca B 3aKpbITOM ()JIaKOHE B KOHTPOJIBHBIX YCIIOBUSIX YBEIMYEHHS COJEP KaHUs
xJyiopoduiuia He mpoucxoaut. OnTHYecKas INIOTHOCTh B 00pa3liax ¢ CoAepKaHUEM
mean 0, 0,1 u 1 MxM coxpansierca Ha ypoBHe 0,04, KOTOpBIM ObLT 3alaH Mmpu
HayaJdbHOM pa3BEICHUM MATOYHOM KYJIBTYphl BO BpeMs €€ TMepecajkd B

HKCIIEPUMEHTAIbHBIE POOUPKH.
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Cu?* CBeTtoBaA UHKybauusa

0.04 11 T

0.03 - ] Control
S © @0.1uM
< 0.02

H1uM
0.01 - H10uM
0
2h 24h

Puc.4.2.1. Hzmenenue onmuueckou nNJIOMHOCMU 6 NONOCE NO2NOUJEeHUS
xnopopunna «a» (Amax=678 mum) xynomypor muxposooopociu S. quadricauda e
KOHmMpoJe u npu uHKyoayuu ¢ meovi * Uukyoayus Kiemok 00 HaA4ala usmepeHus
npogoounacy 2 u 24 4 npu Henpepvi8HOM 0C8eUjeHUU C8emOoM UHmMeHCUeHocmbio 50
Mmoot * — docmogeproe omauyue om koumposs npu p < 0,05.

JlelictBue Menu B KOHUEHTpauuu 10 MKM conmpoBOXKAAETCS YMEHBILIEHUEM
ONTUYECKOM MIOTHOCTU: HA YETBEPTh Uepe3 MEpPBbIC 2 yaca U MOYTH B JABOE Yepe3
cyTku (puc.4.2.1.).

Taxxe wccienqoBaHO BIWSHHE HOHOB MEIW Ha TOTIIONICHWE B OONacTH
MOJIOCKHI KapOTHHOUIOB (480 HM) MpU CBETOBBIX YCIOBHIX MHKYOAITUH.

[Tornmomenue KapoOTUHOUJIOB Takke cCj1abo U3MEHSETCS BO BpPEMEHU
uHKyOaruu 1pu  KoHieHtparusax meau 0, 0,1 uw 1 mMxM, HO mOCTenEeHHO

YMEHBIIIACTCS TIPU IEHCTBUM Meu B KoHIeHTparmu 10 MxM (puc.4.2.2.).
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Puc. 4.2.2. Hzmenenue onmu4eckou NIOMHOCMU 6 HNOJNOCE NO2NOULEHUS
KApOMUHOUOO8 (Amax=480 HM) Kyremypol muxposooopocau S. quadricauda 6
KOHmMpoJe u npu uHKyoayuu ¢ meovro. Mukyoayus Kiemok 00 HaA4ala usmepeHus
nposoounacs 2 u 24 4 npu HenpepvieHOM 0C8eUleHUU CBEMOM UHMEeHCUBHOCMbIO 5()

2 1 4
MKMOJIbM " *C .

— docmosepHoe omaudue om KoHmpousa npu p < 0,05.

[To pe3ynbrataM M3MEPEHHI B ABYX MOJOCAX MBI MCCIIECIOBAIA OTHOIIICHUE
MOTJIOMICHUS XJIOPO(HUIIIA K TOTJIOMICHUIO KApOTHHOUIOB.
N3 puc.4.2.3. BUIHO, YTO OTHOIIECHHE ITOIVIOMICHHS XJIOPO(HIIa K IMOITIOMICHUIO
KapOTHMHOWJIOB dYepe3 2 daca WHKyOallud TMPAKTUYECKH HE HU3MEHSIETCS.
O6HapyxeHO ymeHbllleHHe He Oosiee ueM Ha 10% depe3 24 vaca MHKyOanuu C

MebI0 B KOHIIeHTpauuu 10MkM.
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Puc. 4.2.3. Hamenenue omnowenusi UHMEHCUBHOCU NO2IOUeHUs XA0POPUILIA K
NO2IOUWEHUIO KAPOMUHOUOO8 KYIbmYypbl Mukposooopocau S. quadricauda 6
KOHmpoie u npu uHKyoayuu ¢ meovto. Mnkybayus Kiemox 00 Ha4ana usmepeHus
npogoounacy 2 u 24 4 npu Henpepvi8HOM 0C8eUjeHUU CeMOM UHMEHCUGHOCbIO 50
MmO M 2

Takum o6pazom u3 pucyHkoB 4.2.1-3. crmemayer, 4To B KOHTPOJBHBIX
YCIOBUSIX M TIPU HU3KHUX KOHIEHTpAIUSAX MEIU colepkaHue xyopoduiia u
KPOTHHOUJIOB TPAKTUYECKH HE U3MEHseTcsa. [IpM OTHOCHTETBHO BBICOKOM
koHreHTpammu Menu (10 MxM) HaOmromaeTcss TMOCTENIEHHOE pa3pyllieHue
xjopodmiia U KapoTHHOUIOB. [Ipy 3TOM KapOTHMHOHWIBI OKa3bIBAIOTCS OoJiee
YCTOWYUBBIMHU K MOBPEKICHHUIO, YTO MOXKET OBITh MPOSBICHUEM aJalTallHOHHBIX
MPOIIECCOB K CTECCOPHBIM yCIOBUSM. [lOCKONBKY HW3MEHEHHE COACpNKaHUS
MMUTMEHTOB B CYCIICH3UH BIMSICT HA MHTCHCUBHOCTD ()MIYOPECIICHIINK XJIOPOhUIIa
(mapametpsl F, u Fy), nanHoe n3mMeHeHue HEOOXOAMMO YUWTBHIBATh MPU AHAIN3E
JTAHHBIX (IyopecleHrr. Mbl YIUTHIBAIA 3TO BIUSHHUE IyTEM pacdeTa yAeIbHBIX
napametpoB F*;, u F*,, 4roObl OTCNeXuUBaTh BIMAHHE MEIU OTACJIBHO Ha

(I)OTOXI/IMI/I‘-ICCKOC TYHICHUC W OTACIBHO Ha HG(I)OTOXI/IMI/I‘IGCKOG TYHICHHC
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BO30YXKJICHHBIX COCTOSTHUH Xjopoduiia (3To OyeT OTMEUYEeHO /1aiee B paboTte).

4.2.2. BiusiHue MeaM HA MHTEHCHMBHOCTH (MIyopeCHEeHUHH OTKPBITBIX M
3akpbIThIX PLI ®CII B cycnen3um kiaeTok S. quadricauda npu ux HHKyO0anuu
B CBETOBBIX YCJI0BHUSIX

Mpl wWccnenoBaiM BIWSHUE MEIUW Ha CYCIEH3WIO KIETOK Scenedesmus
quadricauda, peructpupys mapamerp F,/F., moka3piBaromnmii 3h(HEeKTHBHOCTD
(OTOCHHTETHUYECKOTO ammapara MuKpoBogopociedr u, B uactHoctu, OCII —
OTHOCUTEJIBbHYIO IEPEMEHHYIO (DITYOPECUEHIUIO WU (DOTOXUMUYECKUI KBAHTOBBIM
BBIXOJ], KOTOPBIA TMOJTYYMJI 3HAUUTEIIBHOE PACHPOCTPAHEHUE IPU HCCIECTOBAHUIX
TOKCUYHOCTH PA3JUYHBIX AareHTOB Ha (POTOCHHTE3UPYIOUIME AKBATUYECKUE

opranusMmsl (Maropun, Pyoun, 2012).

Cu?* CBeToBaA UHKybaLua
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£
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Puc. 4.2.4. H3menenue omuocumenvHou nepemeHHoU (ayopecyenyuu Xaopoguina
KYIbmypul Mukposooopocau S. quadricauda 6 konmpone u npu uHKybayuu ¢ meowio.
Uukybayua rnemok 00 Hauana usmepeHus npogoounace 2 u 24 u npu
HeNPepLIBHOM OCBeUeH UL CBEMOM UHMEHCUBHOCMbIO 50 Mkmonb M >,
OtHocuTenbHas nepeMeHHas (IyopecleHIus XJI0poduiuia B KOHTPOIbHbIX

ycinoBusix ymenniuaercs ot 0,78 nipu 24 uzmepenuu a0 0,7 npu 244 u3mMepeHun
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(puc. 4.2.4). Menp B konneaTpanusax 0,1 u 1MkM He BiausieT Ha 3HaueHue F./F,.
He6ombmoe cHmwkenune F,/Fn,, Ha ypoBHE HECKONBKUX IPOLEHTOB OT KOHTPOJIS,
MOKHO HaOJI01aTh JUIIb MPU KOHIIEHTpauuu Meau 10MkM.

JIJist yTOUHEHHUs TPENoiaraeMbIX HAMH MEXaHU3MOB MbI TIOCMOTPENH, Kak
m3MeHsroTest otaeabHo Fo m Fn,. UToObl mckimounts 3aBucuMocTh Fo m Fn, ot
KOHIICHTPAllMM THUITMEHTOB, MBI JEIWIM ucxoaHble 3HaueHuss F, u F, Ha
ONTUYECKYI0 IUIOTHOCTh CYCIEH3WH TIPH JUIMHE BOJHBI  BO30YXKICHHUS

bnyopecuennuu 450 HM.

Cu?* CeetoBas MHKy6auusa A Cu?* CeeToBas MHKyb6auua B
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$150 | _ ¢ e 2600 - A
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g 30 "
BilpM =]
? 50 - . % 200 - .
<$ H10pM <$ 100 - N 10uM
0 0
2h 24h 2h 24h

Puc. 4.2.5. Hamenenue yoenvHulx 3HAUEHUN MUHUMALLHOU (A) u MakcumanvbHol
¢nyopecyenyuu (B) (8 pacueme nHa eOuHuyy noioujeHHO20 C8emMoBOl IHepPIuUll)
KYIbmypbl Mukpogooopocau S. quadricauda 6 konmpone u npu uHKyoayuu ¢ meowio.
Unxybayus knemox 00 Hauana uzmepenusi nposoounacy 2 u 24 u npu
HENPEPLIBHOM OCEeUeHUU C8emOoM UHMEHCUBHOCIbIO 50 MKMOTbM ¢, * —
docmosepHoe omaudue om konmponsa npu p < 0,05.

VrnenpHOE 3HAUECHWE WHTCHCHUBHOCTH MHHHMAIBHOW (IYOpECICHIIMM B
pacueTe Ha EIUHUILy TOMIOIIEHHOW cBetoBoil sHeprum (F*;) B KoHTpome ¢
TEUCHHUEM BPEMEHH HM3MCHSCTCS HECYIIECTBEHHO. BO3MOXHO HMMEET MECTO ero
yBeIMYEHHE, HO He Oojee yeM Ha 7% ot 24 k 244 (puc. 4.2.5A), 4T0 MOXKET
TOBOPUTH O TOSIBJICHHH HEOOJBIIIOTO YWCIA 3aKPBITBIX PEAKIIMOHHBIX IIEHTPOB
dotocuctemnl 2 (PL] ¢ BoccraHOBiIeHHBIM Qp) B TEMHOBBIXYCJIOBHSX (TEMHOBAs
ajanTamnys HECKOJbKO MHHYT HeoOXomuMma TMepea IoJavyel HMMITyiIbca CBETa,
BBI3BIBAIOIETO (TYOPECIEHIINIO MOJIEKYII, u3MepsieMoro obpasia). T.e. mosiBieHue,

yaenbHas MakcuMalibHas uryopecuenuus (F*) B KOHTpoJie CHUXKaeTCs MPUMEPHO
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Ha 16% ot 24 k 24y (puc. 4.2.5b), uto yka3piBaeT Ha (HOPMUPOBAHKE HEKOTOPOTO
YpOBHSI HE(DOTOXMMHUECKOTO TYIICHUST B TEMHOBBIX (TIeped H3MEPEHUEM)
ycioBusix. Bo3moxkHo mosiBieHue 3akpbeiThix PIL[ M HekoToporo ypoBHs
HE(DOTXMMHYECKOTO  TYIIEHUS SBISETCS  CIEACTBUEM  aJalTallMi  KIETOK
BOJIOPOCJIE K YCIIOBHUSAM OCBEIIEHHOCTH. JTO CBA3aHO C TEM, YTO MaTO4YHas
KyJabTypa pocia B OonbllieM 00beMe, TOrlla KaK 3KCIEepUMEHTANIbHbIE 00pasiibl
pocnu B 0oJiee TOHKHX MPOOUpPKax, B KOTOPHIX OciaabieHne cBeTa KIeTKaMU MEHee
CYLIECTBEHHO.

B xonnentpanuu 0,1MKkM Menb He OKa3bpIBaeT KaKOTO-IHOO ACHCTBUS Ha
nokazarenu F*, u F*,, B cpaBHeHnu ¢ koutposnem (puc. 4.2.5). [Ipu 60r1ee BEICOKIX
KOHIICHTpALUSIX, ME/Ib BbI3bIBaeT yMeHblieHue u F*, u F*.,, Gonee BbIpaxeHHOE
IpU MaKCUMaJbHOM KOHIIeHTpaluu - 10MKM, 9TO yKa3bIBaeT Ha CUJIbHOE TYIIICHUE
BO30YXKJIEHHBIX MOJIEKYJ XJIopoduiuia 1o HehOTOXUMUUECKOMY Ty TH.

4.2.3. Biusinue MeIu HA MHTEHCMBHOCTH (IyopecHeHIMH OTKPBITHIX M
3akpeIThix PIl ®CII B ommHOYHBIX KJjeTKax S. quadricauda mpum mx
HHKY0AlMU B CBETOBBIX YCJIOBUSIX

B nomonHnenue k u3MepeHUsAM (QIIYOPECHEHIIMA Ha CYCIEH3USX KIIETOK
(ycpenHEeHHbIE TMOKa3aTelid MO AaHCaMOJI0 KJIETOK) Mbl TPOBEIU H3MEPEHHS
duryopeclieHIIMM Ha OAMHOYHBIX KJIETKaX. XOpPOIIO HM3BECTHO, YTO KIETKH B
NOMYJISILIUM CHJIBHO OTJIMYAOTCSA JAPYr OT Jpyra mo pasMepy, MO COAEpP’KaHUIO
(OTOCHHTETUYECKUX MMUTMEHTOB W TI0 XapaKTePUCTUKAM IEPBHYHBIX IMPOIIECCOB
dorocuntesa (Kuznetsov A. G., | et al 2021; Riznichenko G. Y., et al 1996.) Mu1
TaK)Ke OXKHMJIAJIM, YTO KJIETKH BOJOPOCIICH MOTYT OTIMYAThCSA APYT OT ApPyTa H I10
YYBCTBUTEIHHOCTH K TOKCHKAHTY.

B Gonee panHuX paboTax MO TOKCHYECKOMY JEHCTBHIO MOHOB MEIH OBLIO
OTMEUEHO HWHTEHCUBHOE TylieHue ¢uuyopecueHnuu xjuopodumia (Nirupama
Mallick, F.H Mohn, 2003). DT1o mnoaTBep)maeTcsi W HAIIMMHU JaHHBIMH,
MOJIYYEHHBIMU Ha CycleH3usax kieTtok (puc. 4.2.5, cHwxkenue F, u F, npu
KOHIeHTpauuu Meau - 10 MxM). Te KIeTKu, B KOTOPBIX AEHCTBUE MEIN 0Ka3aJIOCh

HanOoJiee CHIBbHBIM, OyIyT (PIryopeciupoBarh ciIa00 U MOTOMY MPAKTHUYECKH HE
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OyoyT BUIHBI B YCPEIHEHHOM CHTHajie (pIyopecueHuuu B cycrneH3uu. YToOwbl
YBUJIETh 3TH KJIETKM M M3Y4YUTh HUX CBONCTBA Mbl MPOBEIU HU3MEPEHUSI HAa
OJMHOYHBIX KJIETKAX.

Ha puc.4.2.6 kax10# Touke COOTBETCTBYET OJIHA KJIETKA.
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0 2000 4000 6000 8000 10000
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Puc.4.2.6. Coomnowienuss mexcoy uHmeHCUBHOCmMbI0 Makcumanvhou (Fy) u
unmeHcugHocmovlo Munumanvnou (Fy) ryopecyenyuu knemku 6 nonyiayuu
KIemoK KyIbmypbl MUKposoodopocau S. quadricauda 6 KOHMPONbHBIX YCLOBUSAX U
npu oelcmeuu UoHo8 Mmeou. Huxkybayus xiemox 00 Hauaia uMepeHus
npogoounacy 24 u npu Henpepvl8HOM OC8eUeHUU C8emoM UHMeHCUsHocmoio 50
MmOt M 2™

NurencuBnoctn mMunumainbHoi (Fo Ha kierky) m MakcumanbHou (Fst Ha
KJIETKY) (DIyopecIeHIIMn H3MEHSETCS B KOHTPOJIBHBIX YCIOBHSX OT KJIETKH K
KJICTKE HE MEHBIIIE, YEM B 3 pasa.

[To manubiM FRR-mukpodmyopumerpun HamMu OBITM PACCUUTAHBI TAKXKE
cpennue Ha KiIeTKy 3HaueHus F, u Fy (puc. 4.2.7). B 11e1oMm MOXXHO OTMETHUTH, YTO
yAeJbHbIEC MOKA3aTeNId Ha OJHY KJIETKY M3MEHSIOTCS B OIbITaX C MEAbIO ropasnio
CUJIbHEE, YEM TE K€ MOKa3aTelid B pacyeTe Ha €AUHUIY MOIIOIIEHHOW SHEPruu
(puc. 4.2.5, 244), dUYTO TOBOPUT O TOTEHUUATHLHO Oo0Jee  BBICOKOI
YYBCTBUTEJIBHOCTH (IyOPUMETPUU OJIMHOYHBIX KJIETOK TMPU HCCIEI0BAHUSIX
JICUCTBUS TOKCHUKAHTOB Ha KIETKH MHUKPOBOAOpOCIEH. B HameM KOHKpPETHOM

Cl1ydyac YyACJIbHLIC 3HAYCHUSA FO )41 Fst B 3aBHCHUMOCTH OT KOHLOCHTpaluu MCEIH
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U3MEHSUIUCh HEMOHOTOHHO. B ciiyyae MuUKpoduiyopuMeTpuu B KOHUEHTpALUU
0,IMkM Opmo 3adukcupoBano yBenmwdenue F, m Fg, a mnpm Oonpmmx
koHIeHTpauusx (1 u 10MxM) yMeHbIlleHUE, MpudeM I KoHIeHTpauuu 10MxkM

yeTbHBIC MTApaMeTPbl CHIYKAJINCH B 3 pa3a OTHOCHTEIBHO KOHTPOs (puc. 4.2.7).
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Puc.4.2.7. Cpeonue 3nauenus munumanvnon (Fy) u maxcumanvnou (Fg)
@yopecyenyuu Ha 00HY K1emK) Kyabmypvl mukposooopociau S. quadricauda 6
KOHMPONbHBIX YCA08UAX U npu Oeticmeuu meou. Hukybayus Kiemox 00 Hauald
usmMepenHusi nposoounacs 24 4 npu  HenpepuleHOM  OC8EUeHUU  C8EemOoM

2 1 %
unmencusrocmoto 50 mxmonvm ¢

— 00CMOoGepHoe omauyue om KOHMpOJis.
npu p < 0,05.

VYBennueHrne UHTEeHCUBHOCTEN Fy 1 Fgt Ha KIeTKy npu KOHUEHTpauuu MeIu
0,IMxM (puc. 4.2.7) NMOHATH CIIOXKHO, YYUTHIBasi TO, YTO OOIIEEe COAEpKaHUE
MUTMEHTOB B CYCIIEH3UM B CPABHEHHMH C KOHTPOJIEM HE U3MeHsu1och (puc. 4.2.1. u
puc. 4.2.2., 0,1MxM). BeposiTHO, Tak mposiBisieT ceOsi MHTMOMpyrolee ACCTBHE

MEIM Ha DdJIEKTPOHHBIM TpaHcnopT Ha akuentopHoi cropone @OCII npu

MHOTOKpPaTHOM MOBTOpeHnu uzmepenuit OJ-craauu B Mukpockone. B pe3ynbrare
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IIPU MTOBTOPHBIX M3MepeHUsAX OJ KpHUBBIX B KJIETKaX MOCTEIEHHO HAKaIlJIMBAIOTCS
3akpeiTele PL] m yBenumuumBaercs F,. B koHTponme mpu TeX k€ HACTpOMKAX
MHUKpOCKoNa 3akpbITele PL[ He HakamMBaroTCs, TaK KakK YCIIEBAIOT MOJHOCTBIO
BO3BpallaTbCsl B OTKPBITOE COCTOSHHE K CIEAYIONIEH HACBIIIAKOMIEH BCIBIIIKE
cBeTa, KoTopast unayuupyet OJ-nepexo.

Bo3MOXHO Takke, 4TO Mellb MHTUOMPYET KIETOYHBIA MHUTO3, U MOITOMY
COJIEp)KAaHUE MUTMEHTOB B pacyeTe Ha KJIETKY YBEJIMYMBACTCS IO CPABHEHUIO C
KOHTPOJIEM, IJI€ HOPMAJIBHOE JIEJICHUE KIIETOK IMpoaonkaercs. Bo BcskoMm ciydae,
ATOT pe3yasTar (pocT F, u Fg Ha KiIeTKy) He sSBIsieTCs CIy4ailHbIM, U 3aCTyKUBAET
JNaTbHEUIIIET0 W3Y4YEHHUs, TaK KaK aHaJIOTMYHOE YyBEIWYEHUE HaOMIoNald Mpu
JIeCTBUU MOHOB U HaHouacTHIl cepedpa (Tomopenko u ap. 2014).

Hecmotps Ha 10, uTO mpupona yBennueHus: F, Ha KJIETKy HE BIIOJHE SICHA,
ATO SIBJICHHE TMO3BOJISIET HA MUKPOCKOIE BBIIBUTH TOKCHUYECKOE JIEHCTBUE MEIU B
MaJlbIX KOHIIEHTpPAUUsAX, YTO HEBO3MOXHO TIPH U3MEPEHUSAX YCPEIHEHHBIX
CUTHAJIOB B cycrieH3uu (oguHakoBbie Fo* s xontposss u 0,1MxkM wmemu, puc.
4.2.5A).

Takum o0pa3om, HaOmOMaeMoe HaMHU YBEIWYEHUE HWHTEHCHUBHOCTH
(biyopecleHIIMM OAMHOYHBIX KJIETOK Mpu KoHIeHTpauusx meau 0,1 MmkM moxer
OBITH CBSI3aHO C T€M, YTO B MPUMEHSIEMON HAMU METOAMKU HE ObLIO J0CTAaTOYHOU
TEeMHOBOW ajanTanuu mnepen wuszMmepeHueMm. OtcyrcTBue 3Toro 3¢dexra mnpu
KoHIeHTpauu Meau 10 MkM cBsizaHO ¢ TeM, YTO OOJIBIIMI BKJIAJl B TOM Cllydae
BHOCUT HE()OTOXMMHUIECKOE TYIIIEHHE M BBIIBETaHUE XJIOpOoPLa (KOHIIEHTPAIIS
10 MmxM puc. 4.2.1).

HaunGonee wunHTEpecHBIM (HAKTOM, YCTAHOBIEHHBIM JUIsl KOHIICHTPAIMH
10MkM, siBRsieTCs TO, YTO KJIETKM B MOMYJSLIMM PEarupyroT Ha MPUCYTCTBHE
TOKCUKaHTa HEOAHOPOIHO. Tak, Ha pacrpeneieHuu KiIeTok B koopauHarax AF/Fg u
Fi (puc.4.2.8, depHble TOYKH) MOXHO HAOMIOMaTh, KaK KIETKH YCJIOBHO
pa3mendrTcs Ha Ba KlacTepa — OOMH C BBICOKOW HMHTEHCHUBHOCTBIO
dbnyopecuennuu  Fst (nuanazon 500-4000 oTH. e7.) W BBICOKUM 3HaYCHUEM

dotoxumuaeckoro kBantoBoro Beixoga PCIlI (nquanazon AF/Fg 0,3-0,5, puc.4.2.8
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YepHbIC TOUKHU CIPaBa), a BTOPO — ¢ HU3KOM MHTEHCUBHOCTHIO (hiiyopectieHnu Fy
(mnamazon  0-100 otH. em.) u HeOOMBITUM 3HAYECHHWEM (POTOXUMHUUYECKOTO

kBaHTOBOTO BhIxoaa PCIlI (nmuamazon AF/Fg 0-0,2, puc.4.2.8, yepHbIe TOUKHU CIICBA).
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Puc.4.2.8. CoomHowenust ~ mexcoy  UHMEHCUBHOCbIO — MAKCUMAIbHOU

dnyopecyenyuu knemku (Fst) u gpomoxumuueckum xeanmoswvim evixooom DCII
(AF/Fy) 6 nonynsayuu Kiemox Kyibmypbl Mukposooopociu S. quadricauda 6
KOHMPONbHBIX YCA08UAX U npu Oeticmeuu meou. Maxcumanvras ¢hyopecyenyus
knemxu (Fg) npeocmasnena 6 nocapugpmuueckux roopounamax. Hukybayus
KIIemOoK 00 HA4a1a umepenusi npo8oounacy 24 u npu HenpepvléHOM 0C8eujeHuUU
CBEMOM UHMEHCUBHOCIBIO 50 MKMONb M.

Taxke, kKak ¥ I CYCIICH3WH MBI TIOCUHTAIH CPEIAHUC 3HAYCHHS
dbotoxumuueckoro kBaHTOoBoro Bbixoga DOCIlI mnst BBHIOOPKHM MO OAWHOYHBIM
kiaetkam (puc.4.2.9).

B KOHTpPOJNBHBIX  YCIIOBHUSAX  CpeAHEE IO  KIeTKaM  3HA4YCHHE
dotoxumuaeckoro kBantoBoro Bhixoga OCII (mapamerp AF/Fg) cocraBmino okomno

0,44, daro 3ameTHO MeHbIle, yeM 3Hauenue F/Fp, (0,72), monydeHHoe ctaHmapTHO
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NpU HU3MEPEHHUAX B CYyCHeH3UH KIeToK (puc. 4.2.4, 244). Dra pa3HHUIla UMEET
CUCTEMATHYCCKUN XapakTep M OOyCIIOBICHA Pa3IUYHBIM COCTOSHHUEM 3aKPBITHIX
PEaKIMOHHBIX IIEHTPOB B TOT MOMEHT, Koraa (uUKcHpyeTcs MaKCUMasbHas
dbnyopecuennus («single turnover state» Ha MuxpoduiyopumeTpe U «multiple

turnover state» Ha (TyaHUMETpE - aKBaIlCH).
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Puc.4.2.9. 3uauenuss cpeoneco no Kiemkam @GOMOXUMUUECKO2O KBAHMOBO2O
svixooa DCIl kynemypwur muxposooopociu S. quadricauda 6 KOHMPOIbHLIX
yenosuax u npu Oeticmsuu meou. HuKyoayus Kiemox 00 HAyald umepeHus
nposoounacs 24 4 npu Henpepvi8HOM OCBEUjeHUU C8emomM UHMeHCUueHocmbvio 50
Mrmonb M 2ct. * — docmoseproe omauuue om konmpons npu p < 0,05.

[Ipu nobGamnenun meau usmeHeHuss AF/Fg Ha WHIUBUAYalbHBIX KIIETKaX
(puc. 4.2.9) 3HauuTenbHO OoOJiee BBIPAKCHBI, YeM H3MeHeHus 3HadeHwuit F./F,
MOJYYEHHBIX CTAHIAPTHO MPU M3MEPEHHSX B CYCHCH3UM KJIeTOK (puc. 4.2.4, 244).
Tax mpu kouuentparuu mean 10 mxM 3nauenue AF/Fg ymeHbpmanocs B monropa
pasa HUXKe KOHTPOJIbHOTO (0T KOHTpoibHBIX 0,44 1o 0,3), B TO BpeMsi KaK 3Ha4YCHHE

F./Fm yMEHBIIAIOCH JUIIb HA HECKOJBKO MPOIEHTOB (OT KOHTPONBHBIX 0,72 10
0,68, puc. 4.2.4).
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N3menenns B mapamerpax (hIyopecleHIIMM B OTBET Ha JEHCTBHE METAIJIOB
B koopauHarax AF/Fg m Fy BUIHBI HEIMOCTAaTOYHO XOPOIIO W3-3a CKYYEHHOCTH
TOUYEK, COOTBETCTBYIOIIUX Pa3HBIM KJIETKaM, IMMO3TOMY I OOJbIIEH HAIJISAIHOCTH

pe3yabTaThl U3MEPEHU Ha KJIeTKaxX ObUIM MPEACTABICHBl B BUIE TUCTOIPaMM (PUC.
4.2.10).

Cu CeetoBas uHkybaumua dF/Fst
100%

80%

60%
B KoHTponb
I B Cu 0,1mKM
40% H Cu 1ImKkM
. I Cu 10mKM
20% I
0% [

<0.2 (0.2,0.4) >0.4
dF/Fst

Donsa Knetok, %

Puc.  4.2.10. Tucmocpammvl  pacnpedeneHus  OOUHOYHLIX  KIEMOK  NO
gdomoxumuueckoi axkmuenocmu DCII. Ilo ocu abcyucc — omHocumenvHas
nepemennasn @nyopecyenyus (AF/Fst); no ocu opounam — oons kiemok 8 %.
Hukybayus knemok 6 KOHmMpone U C UOHAMU MeOu 00 HA4anid usmMepeHusl
nposoounace 6 meyeHue 24 4 npu  HenpepuiBHOM  OCBEUJeHUU  C8EMOM
unmencugrocmuio 50 mxmons ¢’

Becb nuanazon msmepeHHbix 3HaueHuit AF/Fst Ha Tpu oGnactu: obnacTh
Hu3kuX (0 — 0.2), cpenanx (0.2-0.4) u Beicokux (>0.4) 3nauenwmii. Ha puc. 4.2.10.
MOKA3aHO, KaKas J0Js KJIETOK B MOMYJSIIAN MONagaeT B 00JaCTH HU3KOH, CpeTHEH,
u BbicoKoM akTUBHOCTH DCII. B KOHTpONBbHBIX yclioBUAX B nonyisiuuu 6onee 90%

KJIETOK COOTBETCTByeT Kareropuu Bblcokoil akTtuBHOCTH DCII. C yBennuenuem
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KOHUEHTPAUX MEIU PACIpEAEICHUE KIETOK CMEIIAETCs] B CTOPOHY «CpPEOHEN» U
«HU3KoM» Kareropuu. Jlaxke mnpu rHOENd 3HAYUTENHHOM YacTH KIETOK, B
NOMYJISIIIUM TEM HE MEHEE OCTalOTCs KJIETKU ¢ BhICOKMM 3HaueHue AF/Fst. Takas
HEOJHOPOIHOCTh PEAKIMU MOXKET HMETh Ba)XXHOE OHKOJIOIMYECKOE 3HAYEHUE,
oOecrieunBasi BBDKMBAaHUE YaCTH TMOMYJIALMA B CTPECCOBBIX YCIOBUAX 3a CUET
TaKUX YCTOMYUBBIX K TOKCUKAHTaM KJIETOK.

Takum 006pa3om, MO JAHHBIM MUKPY(PIYOPUMETPUU Mbl BBISIBUIIM Pa3IHuHbIC
aCHEeKThl JEHUCTBUA MEAW Ha MOIMYJSALMIO KJIETOK, KOTOPbIE HE JOCTYIHBI METOIY
peructpanuu payopecueHunu B cycnen3un. K TakuM aciekraM OTHOCSITCS:

. YBEIMYEHHE TETEPOreHHOCTH MOMYJSIIUM [0 HWHTEHCUBHOCTHU
CUTHAJIOB (PIIyopecLieHIIMU Ha OJIHY KJIETKY;

. U3MEHEHHUE CPEIHUX 3HAYEHUH WMHTEHCUBHOCTU (UIyOpECIEHLIMH Ha
KJIETKYy (YBEJIMUEHHUE MPU MAJIbIX KOHLEHTpPAUUSAX MEOU W YMEHBIIECHUE IpHU
OOJBIINX KOHIIEHTPALUSAX MEAU B CPABHEHUH C KOHTPOJIEM);

. CHI)XEHHE CpeJHero MO KJIETKaM 3HayeHUsi OTHOCUTEIbHOU
nepemeHHo# dayopectiennnu (AF/Fg).

VYBenuuenue reTepOreHHOCTH MOMYJSIIUU 1o MHTEHCUBHOCTHU
(duyopecueHMM Npyu JEHCTBUM Meau B KoHueHTpanuu 10 MxM mpoucxoaut 3a
cuer 3HauutenbHoro (10 wu Oojee pa3) YMEHbBIICHUS HUHTEHCUBHOCTH
dbnyopecuennu (u Fo u Fy) B Hexoropeix kierkax. 1o Bceit Bumumoctu, ®CA
ATUX KJIETOK OKa3bIBaeTCsl Haubojiee YyBCTBUTEJIbHBIM K JIEHCTBUIO TOKCHUKAHTA,
MOCKOJIbKY B ATHX K€ KJIETKaX MBI PETUCTPUPOBATU OMU3KUE K HYJIIO 3HAYCHUS
dotoxumuueckoro kBaHntoBoro Bhixoga DCII (puc.4.2.8). U3-3a Toro, 4T0 Takue
KJIETKH cBeTATCS A0 10 pa3 MeHee MHTEHCUBHO, OHU XOPOILIO BBIIEISIOTCS CPEeau
JIPYTUX KIJIETOK MO JAaHHBIM MHUKPO(IyOPUMETPHUM, OJTHAKO OHU MPAKTUYECKUA HE
BJIMSIFOT Ha pe3ynbTarhl uamepenunii F\/Fn, B cycniensuu Ha npudope AquaPen.

4.2.4. [lelictTBue MeaM Ha MNUIMEHTHbI COCTAaB B  KYJbType
MHKpoBogopocn S. quadricauda mpu nHKYOAIIMH B TEMHOTE

[TonoOHBIN MOIX0/A, OMMCAHHBIN BBINIE B pa3zeie MPU U3yUYCHUH JEHCTBUS

MeIu Ha KJIETKH MUKpoBomgopochu S. quadricauda mpu cBETOBOW WHKYOAIlMyd MBI

IPUMEHUIIN U B CIy4ae TEMHOBOW MHKYOaluu oOpasIoB.
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Pe3ysabTaThl 10 ClIEKTPAM NOIVIOIIEHUS

CuZ* TemHoBas MHKYy6auuA
0.04 -
0.03 - ) ] Control
5 00.1uM
< 0.02 H
H1uM
0.01 m 10uM
0
2h 24h

Puc. 4.2.11. Hzmenenue onmuueckol nNJIOMHOCMU 6 NOAOCE NO2NOUeHUS
xnopoghunna «ay» (Amax=678 Hm) Kyibmypvl Mukposooopocau S. quadricauda 6
Koumpone u npu uHkyoayuu ¢ meovio. Mnkyoayus Kiemok 00 HAYaia usmepeHus
nposoounace 2 u 24 u 6 omcymcemeuu oceeujeHus. * — 0ocmoseprHoe omaudue om
konmpons npu p < 0,035.

Kak Buano wu3 pucynka 4.2.11, 3a 24yaca B 3akphITOM (JIakOHE B
KOHTPOJIHBIX YCJIOBHUSAX JOCTOBEPHBIX M3MEHEHHH IO COJEpKaHUIO XJopoduiiia
He BbIABICHO. OmNTHYecKas TUIOTHOCTh B 00pas3ax B TEMHOBBIX YCIOBHUAX
uHKyOaruu ¢ coxepxkanueM meau 0,1 m 1 MkM Takke coxpaHsieTCs Ha ypOBHE
Omu3KoM K KOHTposibHOMY — 0,04, KoTOpbIil ObLT 337]aH NPU HAYAJIBHOM pa3BeECHUN
MaTOYHOU KYJIBTYPHI BO BpeMs €€ MEepecajkd B KCIIEPUMEHTAILHbBIE MPOOUPKH.
HeiictBue meaum B KoHIEeHTpauuu 10 MKM CONpOBOXIAETCA YMEHBIIEHUEM
ONTUYECKOM MJIOTHOCTH: MOYTH Ha YETBEPTH yepe3 nepsoie 2 yaca u Ha 40% 4depes
cytkn uHKyOanuu (puc. 4.2.11). To ecTh 1m0 cpeaHUM 3HAYCHHSIM TIOBPEIKICHUE
xjiopoduiia ObUI0 MEHEE BBIPaKEHO, YeM B TAKOM K€ o0pasiie mpu uHKyOaruu 24

B CBETOBBIX ycioBUsX (puc. 4.2.1.).
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Tem He MeHee, pa3HUIly MEXKy CBETOBOM M TEMHOBOW MHKyOAIMe 1Mo 3TuM
JTAHHBIM HE yNAJIOCh MOJATBEPAUTH CTATUCTUYECKH, YTO HE MO3BOJISIET OJTHO3HAYHO
yTBEpKJIaTh O Hajauuuu  (OTOAMHAMHYECKHUX  IPOILIECCOB  MOBPEKICHUS
(OTOCUHTETUYECKOTO arnmapara BOJ0pociel py IeHCTBUM HOHOB MEIH.

[Tommonienne KapOTUHOWIOB NP TEMHOBBIX YCIOBHUSIX TAKXKE, KaK U IIPHU
CBETOBBIX, MOYTH HE M3MEHSETCS BO BPEMEHHM WMHKYOAIlMW MPU KOHILIEHTPAIUAX
Meau 0, 0,1 u IMKM, HO TOCTENEHHO YMEHBIIACTCS NPU JIEUCTBUU MEIU B

koHeHTpamnuu 10 MkM (puc. 4.2.12).

Cu?* TemHOBaA UHKybauusa

0.05 -
- +

004 || T
003 - X [J Control
S 00.1uM

<002
' m1uM
0.01 - H10uM
0

2h 24h

Puc. 4.2.12. HM3menenue onmuueckou njiOMHOCMU 6 NOAOCE NO2NOULCHUS
Kapomunouoos (Amax=480 um) xyremypwr muxposooopociu S. quadricauda &
KOHmMpoe U npu uHKyoayuu ¢ meovro. Mukyoayus Kiemok 00 HaA4ala usmepeHus
nposoounace 2 u 24 4 6 omcymcemeuu oceewjenus. * — docmoseprnoe omaudue om
kowmpons npu p < 0,05.

OTHOIIICHHE MOTJIOMIEHUS XJI0POPHIIA K IMOTIOMICHUIO KAPOTHHOMIOB Yepe3
2 u 24 daca MHKYOaIuu MPaKTUYECKH HE M3MEHSIETCS] MPHU BCEX KOHLEHTPALUAX

menu (puc. 4.2.13).
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Cu?* TemHOBaA UHKybauusa
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Puc. 4.2.13. H3zmenenue unmencugHOCmMuU NO210UeHUsL XI10PODUILA K NO2TIOWEHUIO
KapoOmuHouo08 Kyiemypbl Muxposooopociu S. quadricauda 6 xowmpone u npu
uHKyoayuu ¢ meovto. uKyoayus Kiemox 00 HA4ana uzmepeHus nposooulacs 2 u

24y4e omcymcmeuu oceeulerusl.

4.2.5. Bausinue MeId HA MHTCHCHUBHOCTH (UIyOpeCHEHUIHMH OTKPBITHIX M
3akpbIThIX P @CII B cycnensun kiaeTok S. quadricauda nmpu ux MHKyOanuu
B TEMHOBBIX YCJIOBHAX

Taxoke, Kak ¥ MPU UHKYOAIIMU KJIETOK B YCJIOBHSIX OCBELIEHUS C MEbIO NPU
pa3HbIX KOHIIEHTpausax (puc.4.2.4), nakyOanusi KJIETOK B TEMHOBBIX YCIIOBUSX C
MEIbI0 B TEX € KOHLUEHTpAUUsAX HE MPUBOAUIA K JOCTOBEPHOMY H3MEHEHHUIO
OTHOCHUTENIbHOM NEepeMEeHHON (uyopecueHIuu XJ0poduiuia MO CPaBHEHHUIO C

KOHTpoJieM (puc. 4.2.14).
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Cu?* TemHOBaA UHKybauusa
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Puc. 4.2.14. HU3zmenenue omHOCUMENbHOU NepeMeHHOU  ayopecyeHyuu
Xnopoghunna Kyibmypvl Mukposooopociu S. quadricauda 6 Koumpone u npu
uHKyoayuu ¢ meovto. ukyoayus kiemox 00 HAYala uzmepeHus nposoounacs 2 u
24 4 6 omcymemeuu oceeujeHus.

B KOHTpPOJBHBIX YCIOBUSIX NMPU HHKYOAIlMM B TEMHOTE, KaKk U B Cilyyae
WHKyOamMu B YCIOBUAX ocBemieHus (puc.4.2.5A), ymenapbHOE 3HAUCHHUE
WHTEHCUBHOCTU MHUHHUMAJIBHOW (IYyOpecIeHIIMM B pacueTe Ha CIUHUILY
nomionieHHou cBeToBoM sHepruu (F*,) uamensercs HecymectBeHHO (puc. 4.2.15A,
24 1 244 KOHTPOJIb).

IIpu nefictBum Meau B TeMHOTe B KoHIeHTpamuu 10MKM 3Hauenme F*,
YMEHBIIIAJIOCh, TPUYEM ITO CHUKEHHUE MPOTPECCUPOBAIO CO BpeMEHEM MHKyOaIuu
(puc. 4.2.15A, 244 npotuB 24, 10MxM). Takoe CHM)KEHHE MOXET yKa3bIBaTh Ha
yCUJICHUE TYIICHUS BO30YKJICHHBIX MOJIEKYJI xJjopoduiia 1o

HE()OTOXMMUYECKOMY TTYTH.
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Cu?* TemHoBas UHKy6aumn A Cu?* TemHoBasA ukybauus B
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Puc. 4.2.15. H3menenue yoenvHulx 3HAueHUll MUHUMANbHOU (A) u makcumanvHou
dnyopecyenyuu (B) (8 pacueme nHa eounHuyy nozioujeHHO20 C8emMoBol IHepeull)
KYIbmypbl MUkpogooopocau S. quadricauda 6 konmpone u npu uHKyoayuu ¢ Meobio.
Unrybayus xnemox 00 Havana uzmepeHus nposoounacy 2 u 24 4 6 omcymcmeuu
ocgewenus. * — docmoseprnoe omauuue om konmpous npu p < 0,05.

HamnoMuum, 4to mipu JeHCTBUM MEIY Ha CBETY MbI HAOJIIOalIi TEHICHIIUIO K
YaCTUYHOMY BOCCTAaHOBJICHUIO F*, 10 OKOHUaHUIO MEPBBIX CYTOK B CPABHEHUU C
24 unkyOanuei (puc. 4.2.5A, 244 npotus 24, 10MKM). DTO TOBOPUT O TOM, YTO Ta
WHTCHCUBHOCTh CBETA, KOTOPYIO Mbl BBIOpalM [JIsi TPOBEACHUS CBETOBOM
uHkyOanuu (50 MKMOJIB'M_Z'C_l), HE OKa3bIBACT ITOBPEXKIAIOIIETO JICUCTBUS Ha
(doToCHHTETUYECKMI anmapar KieTok. JleiicTBue Meaum Hapyllaer, MOMHUMO
doTocuHTe3a, Apyrue mporecchl B kieTkax. M B Takux ycioBusix (OTOCHHTES,
KOTOPBI TPOTEKAET Ha CBETY, CTUMYJUPYET MPOIIECChl penapamnuu kieTok. [Ipu
MHKYOAllMM KJIETOK B TEMHOTE (POTOCHHTE3 OTKIIOYAETCSA, B PE3YJIbTATe€ YEro
3aMeIJISIeTCA perapanus KJIETOK, M TOKCUYHOE JCUCTBHE MEIU Ha KJICTOYHBIC
CTPYKTYPBI U1 META00JIN3M yCUITUBACTCS.

B konnentpamusx 0.1 u 1 MkM Menb He OKa3blBajia JJOCTOBEPHOTO BIMSTHUS
Ha mokazarens F*, (puc. 4.2.15A). Ilpu stom npu koutentparuu 10 MM, mens
BBI3BIBACT YMCHBIIICHUE BEJIWYMHBI Napamerpa F*, mo cpaBHEHHIO ¢ KOHTPOJIEM,
KOTOpO€ UMeeT O0oJiee BBIPAKEHHBINM XapakTep NpPHU YBEJIMYCHUU BPEMEHU
uHKyOanuu 1o 24 yvacos. [Ipu onenke mapamerpa F* ., npu TeMHOBO# nHKyOauuu
KJIETOK BHUJHO, YTO OH YMEHBIIAETCS B KOHTPOJE MPU YBEIUYEHUU BPEMEHU

WHKyOaru KJIeTok oT 2 1o 24 gacoB (puc. 4.2.15B). B xonnenrpammsx 0,1 u 1
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MKM Melb HE OKa3bIBACT 3HAYUTEIBHOTO JIOCTOBEPHOTO HW3MEHEHHUS JTaHHOTO
mapaMeTrpa IO CpPaBHEHHUIO C KOHTPOJEM, TaKXke, KaKk U B CIy4yae CBETOBOM
uHkyOanuu (puc. 4.2.5B). Ilpu konnerTparuu 10 MkM HabIr0gaeTCA TOCTOBEPHOE
CHIDKEHHE JTOTO TapaMeTrpa 0 CpaBHEHHIO ¢ KoHTposieM Ha 50% uepes 2 gaca
WHKYyOaIuu 1 Ha 65% depe3 24 gaca waKyOaruu (puc. 4.2.15B).

4.2.6. Bausinue Meaym HA MHTEHCHBHOCTH (IyopecuHeHIUN OTKPBITHIX M
3akpeIThix PIl ®CII B ommHOYHBIX KJjeTKax S. quadricauda mpum mx
HHKYOAlIMU B TEMHOBBIX YCJIOBHSIX

AHaNOTUYHBIN TOAXO0J, ONMHUCAHHBIA BbIE (puc.4.2.6) MBI HCIOIH30BAIH
JUIST M3MepeHus (IIyOpeCIeHIMM Ha OJWHOYHBIX KIIETKaX IMPU HMX TEMHOBOU
WHKyOaruu 24 yaca npu JAeicTBUU Meau u 0e3 Hee (KoHTpouh). M3 pucynka 4.2.16
BUJIHO, YTO KJIETKA B TMOMYJISIUUA CHUIBHO OTIMYAIOTCS JAPYr OT Jpyra IO
WHTEHCUBHOCTU CUTHAJIOB (UIYOPECICHIINA KaK B KOHTPOJIE, TaK W MPH JACUCTBUHU
MEJIM BO BCEX KOHIICHTPAIIMSIX.
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Puc. 4.2.16. Coomnowenus medxcoy unmencugHocmvto maxcumaivrol (Fg) u
unmencueHocmoto Mmunumarvuou (Fy) ryopecyenyuu xnemxku 6 nonyuayuu
KJIeMOK KYIbmypul Mukposooopociu S. quadricauda 6 KOHMPOIbHBIX YCI0BUAX U
npu Oelicmeuu UOHO8 Meou. HHKyOayus Kiemok 00 Ha4yaia u3mepeHust

nposoounace 24 4 ¢ omcymcmeuu ceema.
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Taxxe, kKak U B cllydae CBETOBOM HMHKYyOallMy, HaMU ObUIA PACCUUTAHBI
cpennue Ha KieTky 3HaueHus F, u Fg mo nanueim FRR-mukpodmyopumerpun ans
cinydas 24-X 4acoBoM TeMHOBOW MHKyOammu (puc. 4.2.17). Takxke, Kak U B ciIy4yae
CBETOBOM MHKYOallMM, B ONBITE C MEIBI0 MOKAa3aTeIM WHAMBUIYATbHBIX KIETOK
U3MEHSIOTCA TOpa3lo CUJIbHEe, YeM Te JK€ IMOKa3aTeld B pacyeTe Ha EIUHUILY
MOMIONICHHOW JHEpruu (B CYCNEH3UH). OTO MOAYEPKUBACT MPEUMYIIECTBO
OPUMEHEHHOTO HaMu 0ojiee UYyBCTBUTEIBHOTO METOJA HCCIEJOBAHUA —

biryopuMeTpuH, OKa3bIBAIOIIYIO0 T€TEPOTCHHOCTh KJIETOK B MOIMYJISIIIUU.
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Puc. 4.2.17. Cpeonue 3nauenus munumanvnou (F,) u maxcumanvnou (Fg)
@nyopecyenyuu Ha 00HY KIemKy Kyabmypbl Mukpogooopociu S. quadricauda e
KOHMPONbHBIX YCA0BUAX U npu Oelicmeuu meou. Jlo Hauana uzmepeHus
nposoounace 24 u unkybayus Kiemox 8 omcymcmeuu ceema. * — 0ocmoeepHoe
omauuue om koumpoas npu p < 0,05.

Kak u B ciyuae cBetoBoi unkybauuu (puc. 4.2.7) yaenbHble 3HaueHus Fo u
Fi B 3aBUCMMOCTHM OT KOHIIGHTpAIlMd MEIW W3MEHSUINCh HEMOHOTOHHO. B
koHneHTpamusx 0,1 mw 1 MKM ObUIO 3aUKCHPOBAHO TIOYTH OJMHAKOBOE

yBennueHue F, u Fy mo cpaBHeHUIo ¢ KoHTposieM, a pu 0oJblIeld KOHIEHTPALUN
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(10 MxM) yMmeHbIlICHHE YICIBHBIX HapaMeTpoB modytu B 10 pa3 OTHOCHUTEIHHO
koHTpOst (puc. 4.2.17), uro ObUTO OOJIEe BHIPAKEHO MO CPABHEHHUIO CO CIIydaeM
CBeTOBOM MHKyOanuu (puc. 4.2.7).

Taxxe, kak W B cllydae CBETOBOM WHKyOaluu, HaOdromaemMoe HamH
YBEIMYCHHE WHTECHCUBHOCTH  (PIIyOPECICHIIMA  OAWHOYHBIX  KJIETOK TpHU
koHIeHTpanusx Meau 0,1 MkM MOXeT ObITh CBSI3aHO C TEM, UYTO B MPHUMEHSIEMOM
HaMHU MeTofuKe (MOBTOpHBbIE 3MepeHus: OJ-KUHETHKU OBICTPOM (IIyopecleHIINN
JUTSL TOCTHIKCHUST TIPUEMJIEMOTO OTHOIICHMsI CUTHAJ/IIIyM) TPW WHTHOMPOBAHUU
AIICKTPOHHOTO TPaHCIIOPTa MeNbio HabrogaeTcs HakorieHue 3akpbIThix PL OCII.
Taxol xe 3 ext HabmogaeTcss U Npyu KOHIEHTpauu meau 1 MxM.

[Ipu nevictBun Meau B koHIeHTpamuu 10 MkM, Takxke, Kak U B clydae
cBeTOBi wuHKyOanuu (puc. 4.2.7), HaOmOgaaId MHOTOKPATHOE YMEHBIICHUE
WHTCHCUBHOCTH MUHUMAJILHOW U MaKCUMaJIbHOW (PIIyOpeCIIEHIIMU Ha KJIETKY IO
CpaBHEHHUIO ¢ KOHTposieM (puc. 4.2.17). 310 MOKET OBITH CBS3aHO C YMEHbBIICHUEM
coliepkaHus XJOpopuiia Ha KIETKYy W JIONMOJHUTEIBHO OOJBIIMM BKJIAJIOM
HeoTroxumuyeckoro  Tymenus.  Hamuuume — Tymwmrtenedt  BO30YKIEHHOTO
xjopoduiia (3eakCaHTHHA WM KaTHOH-pagukana P680, KOTOphIii HaKaruIMBaeTCs
MPU WHAKTUBAIIMU KHUCJIOPOJI-BBIICISIONIETO KOMIIJIEKCA) MOXKET OBITh BBISIBICHO
M0 KMHETHKAM 3aTyXaHus (IyopecIieHIIMN B TUKOCEKYHIHOM Jauaria3one. JlanHbie
0 ATUM U3MEPEHUSIM OyIyT MPEACTABICHBI HUXKE.

Taxxe, Kak U MPU UHKYOAI[Mu B CBETOBX YCIOBUAX (puc.4.2.8) ycTaHOBIEHA
TeTePOreHHOCTh pacmpencieHuu kKiaeTok B koopauHataXx AF/Fg m Fyq m mns
TEMHOBBIX YCJIOBUN MHKYOallM OCOOCHHO BBIpAKEHHAS ISl KOHIICHTpAIlUU MEIH
B cpene unkyoaruu - 10MkM (puc. 4.2.18, yepHble TOUKH), KOTOpas yKa3bIBAaeT Ha
HEOJTHOPOJHYIO PEAKIMI0 KJIETOK B TOMYJSIMH HAa MPUCYTCTBHE TOKCUKAHTA B

JTAHHOM KOHLIEHTPALUH.
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Puc. 4.2.18. Coomnowenuss mexcoy UHMEHCUBHOCMbIO  MAKCUMATbHOLL
dnyopecyenyuu xnemxu (Fy) u gomoxumuveckum xeanmosoim evixooom OCII
(AF/Fy) 6 nonynsayuu kiemox Kyibmypbl Mukposooopociu S. quadricauda 6
KOHMPOJNIbHLIX YCI08UAX U npu Oelicmeuu meou. Maxcumanvnas ¢uyopecyenyus
knemku (Fy) npeocmasnena 6 nocapugpmuueckux rkoopounamax. HHKybayus
KJ1emoK 00 HA4aa u3MepeHus npogoounacy 24 1 ¢ omcymcmeuu céema.

Takxe Kak ¥ B ClIy4ae CBETOBOM HHKYOallud Ha pacrpenesieHuu KIETOK B
koopauHatax AF/Fg u Fg (puc. 4.2.8, yepHbIe TOUKH), IPU TEMHOBOW HHKYOAIUu
MOXKHO HaOJIIO[aTh, PACTpEACICHUE KJIETOK Ha JBE YCJIOBHBIX CyOMOMYJISIUU —
ofHa ¢ OoJyiee BHICOKOM MHTEHCUBHOCTHIO (prryopectieniinu Fg (muamazon 800-2000
OTH. €1.) W 3HaueHueM (oToxuMuueckoro kBaHToBoro Beixojga PCII (amanazon
AF/Fg 0,23-0,54, puc. 4.2.18, depHble TOYKM CIpaBa), a BTOpas — C HU3KOU
MHTEHCUBHOCThbIO (myopecuenumun Fg (nuanazon 0-1000TH.ed.) W 3HaYeHUEM
dbotoxumuueckoro kBaHToBOTO Bhixoga MCII (quanazon AF/Fg 0-0,42, puc. 4.2.18
4yepHbIe TOYKU clieBa). B cpaBHeHuu ¢ mHKyOamueid Ha cBety (puc.4.2.8 u puc.
4.2.18) 3mech Ooublliee KOJIUYECTBO KIETOK HAXOAUTCA B CYONONYJISIUH C

MEHbIIIEH UHTEHCUBHOCTHIO ()IyOPECLICHIINH.
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Taxoke, Kak U B clydae co CBETOBOM uHKyOaruei (puc.4.2.9.) Mpl IOCTpOUIIU
3aBUCUMOCTh CPEIHETO 3HauyeHUs (POTOXMMHUUYECKOTO KBAHTOBOTO Bbixoma DCII
(mapametp AF/Fg) 1Mo OOWHOYHBIM KJIETKAM B TEMHOBBIX YCIIOBHSAX HHKyOaldu

(puc.4.2.19).

0.6

0.5

HH

AN

HH

0.4

average AF/Fst

0.2

0.1

Control 0.1uM 1uMm 10um

Puc. 4.2.19. 3nauenus cpeoneco no kiemxam @Homoxumuyeckoco KaAHMOB020
svixooa DCII kynemypwvr muxposooopociu S. quadricauda 6 KOHMPONbHLIX
yenosusx u npu Oeticmsuu meou. Hukybayus xiemox 00 HA4alad umepeHust
nposoounace 24 u 6 omcymcmeuu ceemda. * — 0ocmogepHoe omaudue Oom
konmpons npu p < 0,035.

B KOHTpONBHBIX  yCIOBUAX  CpeAHee MO0  KIeTKaM  3Ha4YCHHE
dotoxumuueckoro kBaHTOBOro Bbixoga DOCII (mapamerp AF/Fg) B TeMHOBBIX
ycioBusix cocraBuisier okono 0,5 (puc. 4.2.19), yTto 3aMeTHO MEHbIIE, YeM
snauenue F./F, (okomo 0,7), monydeHHOE CTaHAAPTHO IPH HM3MEPCHHIX B
CYCIIEH3UH KJIETOK B TEMHOBBIX ycloBusxX (Puc. 4.2.14, 244). Dta pa3Huiia uMeeT
CUCTEMATHYECKUN XapakTep M OOyCIIOBICHA Pa3TUYHBIM COCTOSHUEM 3aKPBITHIX
PEaKIMOHHBIX IIEHTPOB B TOT MOMEHT, Korja (UKCHpPYETCS MaKCHMallbHas

duryopecuiennus (single turnover state vs multiple turnover state).
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Takoke, Kak U B cllydae CO CBETOBBIMU yCJIOBUSIMU MHKYyOanmu (puc. 4.2.10)
JUTsT OOJBINIEH HATIISTHOCTH PE3YJIbTaThl M3MEPEHUN Ha OMWHOYHBIX KIIETKAX MpHU
TEMHOBOM MHKyOaluu ObUIM MPEACTABICHBI B BUJIE THCTOIPAMM pacIpeeseHus

KJIeToK 1o mapametpy - AF/Fst (puc. 4.2.20).

Cu TemHoBasa uHKyb6auua dF/Fst

100%

80%

°\° 0,

< 60%

g B KoHTponb

[

: B Cu 0,1mKkM

[

g 40% Cu 1MKM
Cu 10mKM

20%

<0.2 (0.2,0.4) >0.4
dF/Fst

Puc.  4.2.20. Tucmoecpammvl  pacnpeoenenus  OOUHOYHLIX — KIE€MOK  NO
gdomoxumuueckoi axkmuenocmu DCII. Ilo ocu abcyucc — omHocumenvHas
nepemennas ¢uyopecyenyus (AF/Fg); no ocu opounam — oons xkiemok 6 %.
Hukybayus knemok 6 KOHmMpoie U C UOHAMU MeOu 00 HAYaia U3MepeHusl
npo8oOUNACy 8 medeHue 24 y npu omcymcmeuu 0ceeujeHusl.

Taxxe Bech nuamnazoH m3MepeHHbix 3HaueHnii AF/Fst Obin pacmipenenen Ha
Tpu obmnactu: obnacte Hu3kux (0 — 0.2), cpennux (0.2-0.4) u BbicokuX (>0.4)
3HAQUCHUI. B KOHTpOJIBHBIX YCHOBUAX B mnomymsiuuu okoso 90% kietok
COOTBETCTBYeT Kareropuu BbicOkoM aktuBHOcTH @DCII. C yBennueHnuem
KOHUEHTPAUX MEIU PaACIpEAENICHUE KIETOK CMEIIAETCS] B CTOPOHY «CpPEOHEN» U
«HU3KOM» Kareropuu. [Ipw HamOosnbIel KOHIEHTpPAIMd MEIW B TEMHOBBIX

ycioBusix okojio 70% kieTok momanaet B 061acTh HU3Ko# aktuBHOCcTH DCII.
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JlaHHbIE TaKXe TOKa3bIBAIOT HEOJAHOPOJHOCTh PEAKIUU KIETOK MpHU
TEMHOBBIX YCJIOBUSIX KOTOpasli HE BBISBISUIACH MPU HU3MEPEHUSAX HA CYCIECH3USIX
KJIETOK, YKa3bIBaIOIIEEe Ha Oonee MEPCIEKTUBHOE MIPUMEHEHUE
MUKPO(DIYOPUMETPUYECKOTO aHAIU3a OAMHOYHBIX KJIETOK JUIsI 9KOJIOTHYECKOTO
MOHUTOPHUHTA JIJISl OLICHKU TOKCUYHOCTHU TMOJIITIOTAHTOB.

4.2.77. Oco0eHHOCTH [eWCTBUA MeAM HA MHAYKIUIO OBICTPOIl
(diyopecueHIMH B KJIETKaxX KYJIbTYpbl MHKpoBomopocau S. quadricauda.
OJIP-kpuBble 1 UX MapaMeTpPhI

B stom paznene nccnenoBaHo BIMSHUE HOHOB MenH B KoHueHTpamusx 0,1, 1
u 10 MkM B Teuennu 2 u 24 yacoB MHKYOAI[MU MTPU HENPEPHIBHOM OCBELIEHUU U B
TEMHOTE Ha WHIYKIIUIO OBICTPOH (UIyOPECIEHIINHA KYIThTYPhl MUKPOBOIOPOCIH S.
quadricauda mo cpaBHEHHIO ¢ TaKOBOH B KOHTposie (KOHIEeHTparus meau - 0).
Hanbonee BbipakeHHBIN 3¢ GdexT HaOmomancs npu JIeUCTBUM MaKCUMaJIbHOU
KOHIIEHTpallU1 MeIu B TeueHue 24 yacos (puc. 4.2.21).

Ha puc. 4.2.21 npencraBieHsl UHAYKIIMOHHBIE KPUBBIE (ITyopecleHIMn XJI a
MuKpoBogopocar S. quadricauda mocie BO3IEHCTBHS COMM MEAW B Pa3IUUHBIX
KOHIIEHTPAIUSIX, U3MEPEHHBIE TMOCNIe 5-TH MUHYTHOM TEMHOBOW amanTaruu (mepen
KQXIbIM H3MepeHrueM). B kpuBod HHIyKIMH (iryopecieHiu X a BBIIEISIOT
HECKOJIBKO (ha3, u3BecTHhIX Kak O-J-1-P mepexosbl, oTpaxkaromiye mocieaoBareaIbHoe
BOCCTAHOBJIEHHE TEepEeHOCUHKOB 3ekTpoHoB B OTLI, maBubiM oOpazom, B DCII.
HauanbHbiii ypoBeHb ¢uiyopecueHuun npu 50 Mkc (ypoBeHb ) COOTBETCTBYET
WHTEHCUBHOCTH TIPH «OTKPBITHIX» PII, korma xuHOHHEIN aknenTtop Qa HaxoawTcs B
OKHCIIEHHOM COCTOSIHUM. Y4acTtok O-J 00ycloBI€H CBETOMHIYLIMPOBAHHBIM
BoccTaHoBlieHueM Qa, a mnocneayromas ¢aza J-1-P  orpaxaer npanmpHelee
HAKOIUIEHUE BOCCTAHOBIIEHHOTO QA B pe3yibTare BOCCTAHOBJIEHHS akenTopoB Qg U
myna miactToxuHoHoB (PQ), a takke koHeuHbIx akientopoB B OCI. IIpu ~200 mc
MHIYKIIMOHHAsI KpYBas IOCTUTAET CBOEr0 MakcumMyMma, ipu kotopoM PII nepexonsr B
«BaKphITOe» cocTosiHue ¢ BoccTtaHoBIeHHBIM QA. Kak BHIIHO W3 MpencTaBICHHOTO
pucynka 4.2.21 A, B, nocne unkyoaunu KyisTypbl ¢ CUSO,4 BbISBICHBI HU3MEHEHHUS B
dopme OJIP-xkpuBbix. Tak, B HambOomplelt koHueHTpaimu 10 MM oOHapyKeHo
YMEHBIIICHHEe WHTEHCHUBHOCTH (DITYOPECIICHIIMK IO CPaBHEHUIO C KOHTPOJEM Kak

CBCTOBBIX, TaK 1 B TCMHOBBIX YCJIOBHAX I/IHKY68,III/II/I.
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MUKPOBOOOPOCIU

S. quadricauda nocre 24 u

8030€UCmeEusl

145

KYIbmypol

CuSO4

6



146

koHyeumpayusx 0 (konmpons), 0.1, 1 u 10 mxMonw/n 6 ceemogwvix ycnogusx npu 50
umol m?st (A, C, E) u npu svixmiouennom ceeme (B, D, F). He nopmuposannvle
OJIP-kpuswie (A, B), OJIP-kpussie nopmuposanst na navanvuyto (npu 50 mxc) u
MAKCUMATbHYIO UHMEHCUSHOCIU (hryopecyenyuu u npeocmasiennl 6 sude Vt = (Ft
— Fo)/((Fm — Fo) (C, D) u pasnocmu snauenuti ¢ynxyuui AVt = (Vt(meov) —
Vt(konmponv)) (E, F).

IIpu BozneicTBUM cpeaHell KoHueHTpauuun 1 MKM © camMoii HH3KOU
koHIeHTpauuu 0,1 MKM He BBISBIEHO U3MEHEHHI B ()OpME KPUBOM MO CPAaBHEHUIO
C KOHTPOJIEM MPU HEMPEPHIBHOM OCBEIIEHUU. Toraa Kak, B TEMHOBBIX YCIIOBUSX
CpeIHSS ¥ HU3Kasl KOHIICHTPAIIU MM BBI3bIBAJIa M3MEHEHUS B (JOpME KPUBBIX 10
CpPaBHEHUIO C KOHTpOJiEM, yKasbiBawomue Ha Hapymenue B DT mpu neiictBuun

OTHX KOHHCHTpaHHﬁ.
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Puc. 4.2.22. Unoykyuonmsie kpuevle @uyopecyenyuu X1 a (@, b) xyremypor
muxposooopocau S. quadricauda nocre 2 (a, b) u 24 (c, d) u 6oz0eiicmseus CuSO4



147

6 xonyenmpayusix 0 (kowmponw), 0,1, 1 u 10 mxMonv/n. Cc, d — kpusvie OJIP
HOpMUPOBanvl Ha onmuyeckyio niomuocms (A455 nm — OD750 nm). Huxybayus

KIemoK 00 Hauaia usmepeHus npogoounacv 2 u 24 u npu HenpepvigHom

2 -1
oceeueruu ceemom UHmMmeHCUBHOCnvro 50 mxmonvm “c.

OtcyrcTBUe 3TOro 3(deKTa Mpu CBETOBBIX YCIOBHUSIX HHKYOAI[MH MOXKET
yKa3bIBaTh Ha aKTMBH3AIMIO pPENapaliiOHHBIX MPOLECCOB B 3TUX YCIOBHX, HA YTO
MBI YKa3bIBAJIM U B MPEIBIIYIINX pa3aenax padoThl.

Jns  Toro, 4dYTOOBl HWCKIIOYHTH BIUSHUE YMEHBIICHHS COICPYKAHUS
xJopopuisia B oOpa3uax IMpU BO3ACHCTBUM MEAHM, HHIYKLUUOHHBIE KpUBbBIE
HOPMUPOBAIH Ha ONTUYECKYIO TIOTHOCTH (OD455 nm — OD750 nm) (puc. 4.2.22.).

dopMa HMHIYKIIMOHHBIX KPUBBIX TOCIE HOPMHPOBAHHS Ha ONTHYECKYIO
IUIOTHOCTh ~ CYLIECTBEHHO HE  U3MEHWIAch, 4YTO  CBHUJETEIBCTBYET O
HE3HAYUTEIIHLHOM CHIDKEHUU COACPIKAHMSI XJIOPO(dUIIIa IPHU BO3ACHCTBUH MEIH.

W3MeHeHus: B OTAENbHBIX (a3aX MHAYKUMOHHBIX KPHUBBIX OBLIM BBISBICHbI
1ocJie HOPMHUpPOBaHUS Ha HadyaJbHBIA ypoBeHb (payopecueHuuu npu 50 MK

(yposens O) (puc. 4.2.23).
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Puc. 4.2.23. Hnoykyuonuvie «xpusvie gryopecyenyuu Xn a Kyibmypol
muxposooopocau S. quadricauda nocre 2 (@) u 24 (b) u sozoeiicmeuss CuSO, 6
konyeumpayusix 0 (koumpons), 0,1, 1 u 10 mxMonv/n. OJIP-kpusvie nopmuposarsi
Ha unmerncusHocms gayopecyenyuu npu 50 mxc u npeocmasienwvl 8 eude Ft/Fo — 1.
Unxybayus riemox 00 Hauana uzmeperus nposoounace 2 u 24 u npu

2 -1
HENpEPvLIBHOM OC8eUeHUU C6ENMOM UHMERCUBROCMbIO 50 mxmonv-m ™.
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Tak, mpu BO31eHCTBUU MeIU B BBICOKOM KoHIeHTparuu (10 MkM) BBIsSIBIIEHO
CHWXCHHE YpoBHEH ¢uyopectienniuu J, |, m P 1o CcpaBHEHHIO C KOHTPOJIEM.
Tymenue dayopecueniuu Bo Bpems ¢aszbl J-1-P MokeT cBUAETEIHCTBOBATH 00
MHTUOMPOBAHUU AJIEKTPOHHOTO TpaHcmopTra Ha jJoHopHOU cropoHe DCII u, kax
ciencTBue, HakoreHus P680+, KOTOphI 3HAYUTENBHO TYIIUT (UIyOPECHEHIUIO
xsopodumia (Govindjee, 1995). Cumwxkenne ¢aszsl J-1-P panee nabGnromamu mpu
BO3ICHCTBHH MEIIH Y IPYTHX BUIOB ciieHenaecmyca Scenedesmus obliquus (Dewez
et al., 2012), Scenedesmus incrassatululus (Perales-Vela et al., 2007) u y
xnopeibl Chlorella vulgaris (Oukarroum et al., 2012).

J11st TOrO, YTOOBI UCKIIIOUUTH BIMsHUE HadaabHOTO (Fy) 1 MakcumansHoro (Fp)
yYpOBHEH QIryopeceHIIny, HHAYKIITMOHHbIE KPUBbIE HOPMUPOBAIM HA 3T YPOBHU U
ObLIIM TIPENICTaBIICHbI BUJIE OTHOCHUTENIbHON mepemeHHou duryopecuennuu (F,) B
momeHTt Bpemenu t. V. = (F, — F)/(Fm — Fo) (pmc. 4.2.21 C, D). Dro
HKCIIEPUMEHTAJIbHOE BBIPAKEHHE TPUHATO B KadecTBe Mepbl Jomu  Qa,
HaXOAAIIErocsi B BOCCTaHOBIEHHOM COCTOSHMU [Qa—/Qagotay], B TMO3BOISET
paccMaTpuBaTh TOJBKO JMHAMHYECKOE HakorsieHne Qa— B pa3HbBIX 00pasiax
(Haldimann and Strasser, 1999).

Hexoropoe m3menenue B V; nocne cBetoBoil nukyoamnu ¢ CuSO,4 (10 MxM)
BoIsiBIicHBI HA ypoBHE | (V) mpu 30 mc, puc.4.2.21 C). Torma kak, mociie TEMHOBOM
uHKyOauu ¢ menpto (10 MKkM) BbISIBIIEH pOCT HE TOJBKO Ha ypoBHE |, HO Ha
ypoBHe J (V; mpu 2 Mmc, puc.4.2.21 D). YBenuuenue V; CBSI3aHO C HapyIICHHUEM
AIIEKTPOHHOTO TpaHcmopTa Mexay Qa u Qp, U, ciemoBaTeNbHO, HaKoTIeHuEM Qp-
HEBOCCTAHABIIUBAIOIIMX IIEHTPOB, HE CIIOCOOHBIX K peokuciaeHutro Qa— u
BOCCTAHOBJICHUIO IIyJla XMHOHOB. HauanbHbIi  HAKIIOH  OTHOCHUTEIBbHOU
nepemenHoit myopecrieniuun  (Mg), u3mepennbiii mexay S50 uw 300 wmkc,
YBEJIMYUBAJICS MPU BO3JCHMCTBUM BBICOKMX KOHUEHTpPALMKA MEIH, OTPAXKAOIIUN
yYBEIIMUEHHUE CKOPOCTHU 3akpbiBanus PLl B pe3ynprare orpaHuyeHHUs JIEKTPOHHOTO
TpancnopTa Mexay Qa 1 Qg.

JIist mydiied BU3yanu3aluu U3MEHEHW B Vi UHIYKIIMOHHBIE KpUBBIE ObLIH

NPEICTaBICHbBl B BHJE pa3HOCTH 3HaueHWd ¢yHkmwidn AV, = (Vymenp) —



149

Vi(xoutposb)) (puc.4.2.21 E, F). ITocne 24-x yacoBoii MHKyOanuu OOHAPYKEHO
yBenmuenne AJ. Hammume AJ cBs3aHo ¢ HakoruieHneM Qa—, T.e. CO CHIDKCHHUEM
ckopoctu Qa— peokucienus (Kalaji et al., 2014).

[Ipr BO3AEHCTBUM CpPEAHUX M BBICOKMX KOHUEHTPALMI MEIW OTMEYaJioCh
yBenuueHue Al, MakCUManbHBIM POCT KOTOPOTo Habmronasucs mocie 24-x 4acoBOu
WHKyOalluM TpH MaKCHUMaldbHOW KoHIleHTpauuu meau - 10 mxM. Hamumuume Al
MOYKET CBUJETEIHLCTBOBATh O CHIKEHUHM BoccTaHoBieHUs mynaa PQ. Kpome Ttoro,
uHaktuBaus geppenokcuH-HAJID penykrassl (PHP) takxe Obuta mpemsioxkeHa
Kak Qakrop, cnocobcTByrommii moseiaeHuto Al (Schansker et al., 2003).
[ToBbIlIEHHBIN YPOBEHD | Takke oTpa)xkaeT 3aMeJICHHbINA 3JIEKTPOHHBINA TPAHCIOPT

Ha akuentopsl @CI (Tsimilli Michael and Strasser, 2008).

A Light B Dark

Mo  Plass

Yeo Ppo
PRo . ko
5Ro
—m— Control 24 h L —m—Control 24 h D
—e— Cumin24 hL —e—Cumin24hD
—A— Cumid24 hL —A—Cumid24hD
—v—Cumax24hlL —v—Cumax24hD

Puc. 4.2.24 [lapamempwr ¢nyopecyenyuu JIP-mecma, npeocmasnenvt 6 e6uoe
npoyenma om Kommpons, 20e koumpoav = 100 %. S. quadricauda nocre 24-x
yacosou uHKyoayuu c meovto 8 konyenmpayusax 0 (kommponv), 0,1, 1 u 10
mxMonv/1 6 ceemogvix yeaosusx npu 50 umol m?2 st (A) u npu ewikmouenHom

ceeme (B). * — docmosepnoe omauuue om konmpons npu p < 0,05.
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Jlist Toro, 4ToObl KOJIMYECTBEHHO OIEHUTh HM3MEHEHUsS B HMHAYKIIMOHHBIX
KpUBBIX (pryopectieHnu xyopodumia Mel ucnonb3oBanu JIP-trect. Ha pucynke
4.2.24 npencraBiieHbl apaMmeTpbl (IIyOpEClCHIIMH, MOJIyYeHHbIE MOCIE aHaiu3a
OJIP-kpuBBIX.

[Tapametrp wg, (1-V]) oTpakaeT BEpOSATHOCTh TPAHCIOPTA DIIEKTPOHOB 3a
npenensl Qa . 3HauMMble W3MEHEHUsS B JAHHOM IapaMeTpe BBISBICHBI IPHU
BO3JICMCTBMM BBICOKOM KOHIEHTPALlMM MEAM B TEMHOBBIX YCIOBHUSAX, YTO
cornmacyercsi ¢ JaHHBIMH V; W My, TOpeAcTaBIEHHBIMH BHIIIE. YMEHbBIIICHUE
napamerpa @g, (Weo FV/FM), XapakTepu3yromero KBaHTOBBIN BBIXO]] JIEKTPOHHOTO
TpaHcnopTa Ha akuentopHoit ctopone @CII, Ob10 OOHApPYKEHO MPU CBETOBBIX U
TEMHOBBIX YCJIOBUSAX MHKyOauuu. OJJHAKO CHU)KEHUE (g, IIPU CBETOBBIX YCIOBUSIX
CBSI3aHO, IIABHBIM 00pa3oM, 3a CUeT 3HaYMMOro cHikeHus FV/Fm, a B ciyuae c
TEMHOBBIMHU YCIIOBUSIMU C MTapaMETPOM Yo CHUKEHHE IEKTPOHHOTO TPAHCIIOpTa
Ha ypoBHe nyna PQ u nanee k akuentopam ©@CIl Obl10 BBISBICHO B 3HAUUTEIBHON
CTETICHH Y KYIBTYp, MHKyOMPOBAaHHBIX C MEIbI0 B TEMHOBBIX YCIOBHUAX IIO
CPaBHEHHIO CO CBETOBBIMH YCIIOBHSIMH 110 U3MEHEHHIO ITapaMeTpoB oo ((1- V;)/(1-
VJ)) U QRro (WEO* Fv/Fm* 5R0)-

IIpn BO3meWCTBMM MeNW B BBICOKOM KOHIIEHTpPAUWW IIPU CBETOBBIX U
TEMHOBBIX YCIIOBUSIX BBISBICHO yMEHbILIEHUE oM akTuBHbIX Pl (yBenuuenue
ABS/RC). [nis Toro, 4To0bI CHU3UTH (POTOOKUCIUTENIbHOE TToBpexaeHue PI[ mpu
JAHHBIX YCIOBUAX, U30BITOK YHEPTUU BO30YKJICHUSI CHUXKAJICS 32 CUET MPOLECCOB
TEIJIOBOW JTUCCUTIALINY, YTO OBLIO MOKa3aHo 1o m3MeHeHuto napamerpoB DIp/RC u
@po- Tak, TIpU BO3NEUCTBUM MEIA BBIABICHO YBEJIMYEHUE KBAHTOBOM
3(pPEKTUBHOCTH IUCCUMAIMU TOIVIOUICHHOW »JHEepruu (¢p,) M paccesHus
normomenHoi sHepruu B Temno Ha aktuBHbIA PI[ (DIlo/RC). Ilpuuem Oonee
MOKa3aTebHOe U3MEHEHHE aHHBIX MapaMeTPOB OTMEUAJIOCh Y MPOO B CBETOBBIX

YCIIOBHUSIX.
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4.2.8. BiusiHue MeAM HA XapaKTep CBETOBbIX KPHUBBIX OTHOCHTEJIbHOM
CKOpPOCTH JIMHEHHOTr 0 3JICKTPOHHOI0 TPAHCIOPTA (rETR) U
HeoToxummuueckoe Tymenne NPQ

[TomyueHHBIE JaHHBIE C TOMOIIBIO OBICTPHIX HMHIYKIIMOHHBIX KPHUBBIX
duryopectieHIIMM XJIOpOouiia COrIaCOBBIBAINCH C JaHHBIMH OBICTPBIX CBETOBBIX
KpUBBIX (IyopeclieHIMu XJjJopoduiia, TMOJydeHHbIX ¢ mnomoipio PAM-
dbmyopumerpa. Ha puc. 4.2.25 mnpencraBieHbI CBETOBHIE KPHUBBIC JHUHEHHOTO

AIIEKTPOHHOTO TPAHCIIOPTA U HEHOTOXUMUUYECKOTO TYIICHUS.
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Puc. 4.2.25. bBuvicmpvie ceemogvie Kpusvle OMHOCUMENIbHO20 JIUHEUHO20
anekmponnozco mpancnopma (fETR) (A, B) u wnegpomoxumuueckoco mywenus
(NPQ) (C, D) S. quadricauda nocre 24-x uacoeoii umnkybayuu ¢ meovio 6
konyenmpayuu 10 mxM 6 ceemoswix ycnosusx npu 50 umol m2st (A C)u npu
svikmowenHom ceeme (B, D).

Kak BugHO ©3 TPENCTABIEHHOTO pPHUCYHKA, WOHBI MEIH OKa3bIBAJIU
HEOJIarONPHUATHOE BO3JECHCTBHE HA CKOPOCTh HEIUKINYECKOTO JJICKTPOHHOTO

TPAHCIOPTA, YTO MPOSBISJIOCH B YMEHBIIEHUM MakcHUMalbHOU ckopocTu FETR.



152

KpoMe Toro, B KOHTpOJiE€ B CBETOBBIX YCJOBUSAX HAOMIOMAIICS TMPAKTHUSCKU
JIMHEHHBI pOCT KpHBOii B IpoMexyTke ot 0 — 800 pmol m 2 s, a pu Bo3geiicTBHu
MeIM OH ObUT CHIDKEH B 1Ba pasa (0 — 400 pmol m2 s™7), 4To cBUIETEIBCTBYET 00
OTPaHUYCHUU 3JICKTPOHHOTO IMOTOKAa MPHU BO3JCHCTBHM TOKCHMKaHTa. Torma kKak, B
TEMHOBBIX YCJIOBHSIX CBETOJMMHUTHPOBAHHBIN y4acTOK B KOHTposie coctaBmi 0 — 400

*1, a TIpu BO3AeHCTBUM Meau ObLl cHukeH g0 200 pmol m?2st B

pmol m? s
OPUCYTCTBUU Meau oTMmedasicsi pocT Hedortoxumuueckoro tymieHus (NPQ) mo
CpaBHEHHIO ¢ KOHTposieM. 3HauntenbHoe yBenmueHue NPQ ormeuanocs y mpo0O B
CBETOBBIX YCIIOBHUSIX, YTO CBUJETEIILCTBYET 00 aKTHUBAIlMU 3alIUTHOTO MEXaHU3Ma
(BHOJIAKCAHTHHOBBIN 1K) MPOTUB (OTOMHTHOMpOBaHMS Ha cBeTy (puc. 4.2.25 C).
Torma kak, B TEMHOBBIX YCJIOBHSIX pazHuiia B 3HadeHusix NPQ s xoHTpons u
npoObl ¢ MebI0 He ObUIa CTONIB OoJibiion puc. (4.2.25 D), B cBSI3U ¢ TeM, 4TO B
OTCYTCTBUU CBETA HE MIPOUCXOJUT 3HAUUTENIbHOU reHepannn ADK.

4.2.9. Bausinue MeIM HA MapaMeTpbl KPUBLIX 3aTyXaHus (uiyopecueHIun
B NHMKO- M HAHOCEKYHJIHOM /HMANa30He B CYCINEH3WH KJIETOK KYJIbTYpPbI
MHKpoBoaopocyu S. quadricauda

311ech Mbl IIPUBOAUM TOJBKO PE3YJIBTATHI I MeIU B KOHIeHTpauuu 10MkM,
TaK Kak MO NpeIBapUTEIbHBIM U3MEPEHUSM (JIaHHbIE HE TpeNcTaBiIeHbl) AP (HEKThI
0osiee HU3KUX KOHIICHTPALMA ObUIM TPEHEOPEKUMO MajbiMH, a TOJHOIIEHHOE
U3MEpPEHUE CUTHAJIOB C MareéMaTUyecKol M CTaTHCTHYECKOM 00paboTKon
noTpeboBao Obl 3HAYUTEIHLHOTO BPEMEHH.

AHanmu3 KpUBOW 3aTyXaHWs B JIBYXOKCIIOHCHIIMAILHOM MPUOTMKCHUH IS
KaXJI0ro oOpasia gaeT 4 BEIMUUHBI — JBA XapaKTEPHBIX BPEMEHH (T U Ty), U JIBE
MPEAIKCIIOHEHTHI («aMIIuTyabs», Ay 1 Ay). Ilapa uucen 1, u A; xapakrepusyeT T.H.
«OBICTPYIO» KOMIIOHEHTY, KOTOpasi TMOKa3bIBaeT, KaK OBICTPO BO3OYXKIEHUE U3
CBETOCOOHMpAIOIEH aHTEHHBI 3aXBaThIBACTCS PEAKLMOHHBIM LEHTPOM (IIEPBUYHOE
paszzeneHue 3apsAa0B C MEPEHOCOM 3JIEKTpoHa Ha ¢eodutun). Bropas mapa uucenn,
T, U A,, COOTBETCTBYET BPEMEHU KHU3HM U aAMIUIUTYAEC «MEJICHHOW», WIIU
PEKOMOUHAIIMOHHOM, KOMITOHEHTBI, KOTOpasi BO3HHMKAeT B TOM cllydyae, €clid

ANIEKTPOH, MEPEHECEHHBIN OT Pggp HA peouTrH, HE MOKET OBITH CTAOUITU3NPOBAH
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nainee Ha XWUHOHHOBOM akuentope Qa (3akpeithie PLI). B Takom ciyuae
MIPOUCXOIUT PEKOMOMHAITUS AIEKTPOHA, Haxoasmerocs Ha peodutnne, U KaTMOHA
Peso’, M 0Opasyercst HeHTpanbHbIi Pggy B BO30YXkIEHHOM cocTostHuU. Ilporecc
PEKOMOUHAIIMK COTIPOBOXKJIAETCS YaCTUYHOM Oe3bI3NyuaTeIbHOW OTepEN SHEPTUH,
MOATOMY KBAHTOBBIN BBIXOJ (pryopecrieniuu xjaopodumia B cocrae OCII gaxe
IPU MOJHOCTBIO 3aKphIThIX PL] HUKOTNAa HEe MOCTUTaeT TaKUX BBICOKMX 3HAYCHUH,
KOTOpBIE U3BECTHBI JJIs1 XJIOpOo(Uiia B OpraHMueCcKuX pactBoputessix (6omnee 15%).

YcpenHeHHbIE TI0 TOBTOPHOCTSAM  PE3yAbTaThl HM3MEPEHHH 110 KPHUBBIM
3aTyxaHus (QIIyOpeCUEHIIMH B CYCIEH3WU TMpeAcTaBieHsl B Tabmuie 4.2.1.
[Tockonbky mapaMeTpsl A; U A, JIMHEWHO 3aBUCAT OT COAEPKAHUSI MUTMEHTOB B
oOpaslax, a cojep)KaHuhe 3TO HU3MEHsIach OT obOpasia K obpasiy (M3MEeHEeHUS
ONTUYECKON TIOTHOCTH Ha puc. 4.2.1 u 4.2.11), 11 KOPPEKTHOTO CPABHEHUST MBI
Cpa3y NpHUBOAUM HOPMHPOBaHHbIE 3HaueHus amiuutyd (A;* m Ay*) Ha enuHuily
MOTIIOIIEHHOTO BO30Y>K/IAIOIIEr0 CBETA Ha JUIMHE BOJIHBI BO3OYXeHUS 455HM:

Ar* = A/Dyss,

Az* = Az/D455.
Tabnuya 4.2.1. 3nauenue napamempos Kpuevix 3amyxauusi ¢hryopecyeHyuu 6
cycnenzuu S. quadricauda nocie 24 uacosoti unkyoayuu 6 memMHOBLIX U CEEMOBHIX

VCA08USX 8 KOHMPOJIE U 8 NPUCYMCMEUU Meou 8 kKonyenmpayuu 10 mxM.

- A A, TOJISA

Oo6pa3zen T1, HC . He * OTH. OTH. oL, A* 1y Ay2* 1, | MenJIeHHOH
el. KOMITOHEHTDI

Kontposns
TemuoBast 0,447 1,165 | 87,0 108,7 39 127 0,77
WHKyOaIms
Kontpons
CaeroBas 0,426 1,03 84,0 138,8 36 143 0,80
WHKyOaIms
Cu 10 MmxM
TemuoBast 0,452 1,201 | 45,9 86,9 21 104 0,83
WHKyOaIms
Cu 10 MmxM
CaeToBas 0,372 1,07 51,2 98,0 19 105 0,85
WHKYOAIs

XapakrtepHoe BpeMsi ObICTpOl KOMIIOHEHTBI 3aTyXaHUs T; B KOHTpOJE

COCTAaBHJIO OKOJIO 425-445 nc. HeOonpiive OTIMYUA B 3aBUCUMOCTA OT
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CBETOBOI/TEMHOBOM MHKYOallMM HAaXOAATCSA B mpenenax omuOku metoma. [lpum
JEHUCTBUM MEIU Ha CBETY XapaKTEpHOE BPEMs T; YMEHbIIMWIOCH OT 426 1o 372 mc
(Bcero Ha 13%). B TeMHOTE Melb HE BiMsIa HA BpEeMS T;.

XapakTtepHoe BpeMs PEKOMOMHAIIMOHHONW KOMIIOHEHTHI T; COCTaBUJIO B
koHTpose nopsaaka 1100 nc, u Takke TpakKTUYECKA HE U3MEHSIIOCh B 3aBUCHUMOCTH
OT TeMHOBOI/cBeToBOM MHKyOaruu (1165-1200 nc). 3ameTHOro BAMSHUS MEIU Ha
BEJTMYMHY T, MBI HE OOHAPYKHITH.

MBI OLICHUJIM YHCJICHHO BKJIAJ, PEKOMOMHAIIMOHHONW KOMIIOHEHTHI B OOIIYIO
TIJIOIIA/Ib IO/, KPUBOM 3aTyXaHus («J10Js MEUICHHON KOMIIOHEHTBI», 4.2.1). 31ech
XOpOIIIO BUIHO, YTO BO BCeX oOpasiiax oHa oueHb Bbicoka (0,77-0,85). 3To roBoput
O TOM, YTO B MPOLIECCE U3MEPEHUN KPUBBIX 3aTyXaHUsI COCTOSIHUE PEaKIIMOHHBIX
nentpo @OCIl B kieTkax ciemyeT OTHECTH K IMPEUMYIIECTBEHHO 3aKPBITOMY.
Takoe coCTOsiHME, OYEBHUJHO, BO3HHMKAJIO B IPOLIECCE MHTEHCHMBHOIO CBETOBOTO
oOy4yeHus: o0Opa3loB JIa3epoOM U JIOBOJIBHO JJIUTEITLHOTO HAKOIUICHHUS CUTHAJIOB.
DT0 00CTOSATENBCTBO CaMO IO ce0e HE SBISETCS HU «XOPOLIMM» HU «IUIOXHMY, HO
OHO TMIO3BOJIIET YTBEPKJaTh, YTO B HAIIMX SKCIEPUMEHTAIBHBIX YCIOBUAX
IJIOMAAb TIOJl KPUBOW 3aTyxaHWsi (IyopecleHIMd JOHKHAa COOTBETCTBOBATH
BEJIMYMHE MaKCUMaIbHOU (uryopecueHuuu Fy, mpyu cTaiioHapHOM OOJTy4YEeHHH.

Kak Obuto 3ameueHO BHINNIE, B CYCIEH3UAX KIETOK MeEIb HE OKa3bIBaja
BIUSHUS Ha JJINTEIbHOCTh KOMIIOHEHT 3aTyxaHusi Quiyopecuenuun. boree
CYILIECTBEHHbIC WM3MEHEHMS TIOJl JEeWCTBUEM TOKCUKAaHTAa MPOUCXOASIT C
aMILTUTyAaMHi KOMIOHEHT. BuaHo (Tabim. 4.2.1), uyto ammautyaa oeictpoit (A*) u
MemieHHOH (A2*) KOMIIOHEHT ymeHbinaercs B 1,5-2 pasza. Takke B 1,5-2 pasa
YMEHBIIIACTCS IO MOA OBICTPOM M MEJICHHOW KOMIIOHEHTOW (IapamMeTphbl
Ar*1y u Ay*-1p). DTO coracyercsi ¢ YMEHBIIEHUEM YIEIbHOW MaKCUMAJIbHOU
dbnyopecuennuu Fp*, xoropoe Mbl HaOMOIATU B CYCHEH3USIX Ha (uyopumeTpe
AquaPen (puc. 4.2.5 B, Cu-10MkM) u ¢ YyMEHBIICHHEM MaKCHMaJIbHOU
bnyopecuennuu Ha kietky (Fg Ha puc. 4.2.7).

Takum  o00pa3oM, 1O JaHHBIM U3MEPEHUN  KUHETUKU  3aTyXaHUus

¢iryopeciieHIIMM B CYCIEH3HIX MOKAa3aHO HaJM4YWe TYIHICHUsS MPHU JEHCTBUU MEIU.
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[TpyueM TymeHHWE 3TO NPOSBISIETCS JMIIb Ha YPOBHE aMIUIMTYH. SIBHBIX
NPU3HAKOB JIMHAMUYECKOTO TYIICHHS, MPU KOTOPOM OBl COKpaIIaloCh BpeMs
XKU3HU (IIyOpEeCIEHIIMHM, MO0 3TUM M3MEpPEHUsIM He BblIABIeHO. HaM wu3BecteH
TOJIBKO OAMH MEXAHU3M TYIIEHUs, KOTOPbI Obl OOBACHAN TaKHE PE3yJbTaTbl — 3TO
TylIeHHe npH nepeHoce cerocudbuparonmx komriekcoB oT OCII k OCI, Takxke
u3BeCTHBIN Kak «Statel-to-State2 transition». Eme B 1987 Ha Bomopocau pona
Scenedesmus ObLIO TOKa3aHO, YTO TMPH TAKOM IMPOIECCE BpPEMEHa 3aTyXaHWUs
(uryopecueHImn XJI0Opo(duiia OCTal0TCS MOCTOSHHBIMU B Mpeesiax OTKIOHeHU 5%
(Wendler J, Holzwarth AR. 1987), a TyuieHue aMmIuiMTyax OOYCJIOBJICHO
yYMEHbIIEHUEM pa3Mepa aHTeHHbIX KomiuiekcoB DCII. M3BecTHO Takke, 4TO
CUTHAJIOM K 3amycky «Statel-to-State2 transition» B (pHU3HONOTHYHBIX YCIOBHSIX
(0e3 TOKCHKAHTA) SIBIIIETCS BOCCTAHOBJICHHE ITyla XMHOHOB. BO3MOXXHO Menp npu
OONBIINX KOHIIEHTPAIUSIX HHAYIIUPYET UMEHHO TaKHe MEePEXOIbI.

Takum oOpazom s Meau OCHOBHBIE M3MEHEHHUs, HaOIogaemMble B
aMIUTATYIax KOMIIOHEHT pacraja, B TO BpeMs KaK BpeMs JKHM3HU MEHSIETCS
HE3HAUYUTEIbHO MO3BOJISIET TOBOPUTH O BO3HUKHOBEHUM TYIIEHUS BO30YKIEHHBIX
COCTOSIHUM IO CTaTUUYECKOMY MEXaHHU3MY, NpU KOTOPOM BpeMs 3aTyXaHMs
MEHSIETCS] HE3HAUNTENBHO.

4.2.10. BuusiHHMe MeAH HAa NapaMeTpbl KPHUBBIX  3aTyXaHUA
(¢uyopecueHIUM B NHMKO- ¥ HAHOCEKYHJHOM /MANa30He HA OTAeJbHBIX
KJIeTKaX

MBI TpoBeNM  JIOTIOJIHUTEIBHBIE HM3MEPEHHUS TMHUKOCEKYHJIHBIX KHUHETHK
3aTyXaHUs Ha OT/IETbHBIX TOUYKAaX N300paKEHUHN KIIETOK TIPH OOJIBIIIOM YBEITUYECHUHU
B I0JIE 3PEHHS CHEUUAIBHOTO MUKpPOCKOmNa (cM. MeToanl). KuHeTuku 3aryxaHus
OBLITM OTIpENeICHBl Ha OJHUX W TEX K€ M300pPaKCHUSIX KJIETOK JJIS ABYX Pa3HbIX
CIIEKTPaJIbHBIX JHANa3oHOB sMHUccUU - it 680aM u misg 530um. Kanan 680HM
COOTBETCTBYET XJopohumuty «a», a S30HM MPEANOIOKUTEIHHO CBOOOTHOMY H
ceazanHoOMy ¢ Genkamu A" (FAD"). KuHeTHku n3 Ka10i TOYKH N300paKeHns
oOpabarbiBai B JABYXIKCHOHEHIIMAJIbHOM MPUOIMKEHUU IO AaHAJIOTHH C
U3MEpPEHUSAMH B CYCIIEH3MM. 3aTeM JJis KaXJAOW TOUYKH M300pakeHUsI BBHIYMCIISIU

cpeliHee BpeMsl KHU3HU, Tn,, 10 popmye:



156

Tm =A1T1+A1T, TTOCIIE IPEIBAPUTEIHHON HOPMUPOBKHU aMITUTyn A; + A;=1.

[To pesymbratam pacu€ra T, H300pakKeHUs KJIETOK ObLIM OKpallCHbl B
HUCKyccTBeHHbIe 1BeTa (puc. 4.2.26). Ilpu 5ToM SPKOCTh KaXkJAOW TOYKHU
U300paKEHUsI COOTBETCTBYET MHTEHCUBHOCTH CBEUEHHMsI (MHTErpasl MoJ KPUBOM
3aTyXaHusl), a IBETOBOM OTTEHOK — BEJIMYMHE Tpy COMIACHO LIBETOBOM IIKaJie MO

KaXXJIbIM I/I306pa>KCHI/ICM.

53040 nm 680 x40 nm

Control

Cu

= %00 - 350 [pn)

Pucynox 4.2.26. Hzobpaxcenus kiemox S. quadricauda e ysemosoii wikane no
cpeonemy 8pemeHU JHCU3HU (yopecyeHyul Ty 8 08YX CHEeKMPAIbHbIX OUANA30HAX.
Cnesa — ouanazon 530 Hm 0151 KOHMPOIBLHO2O 0bpa3zya (Hasepxy) u obpazya uepes
24y unxybayuu ¢ uonamu meou 6 konyenmpayuu 10 mxM. Cnpasa — ouanaszon 680
HM O]l KOHMPOJIbHO20 obpaszya (Hasepxy) u obpaszya uepe3 244 uHKyoayuu c
uonamu meou 8 konyeumpayuu 10 mxM.

N3 pucynka 4.2.26 BHAHO, YTO M B KOHTPOJE W NPU JCHUCTBUU MeEIU

COACPKNUMOC KIICTOK HCOAHOPOJIHO KaK IO MHTCHCHUBHOCTU CBCUCHMA, TAK H 110
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BEIMUWHE Tp,. [lnMama3oH m3MeHeHus T, coctaBun 100-350 mc. s gucieHHOTro
CpaBHEHUSI KOHTPOJIBHBIX M300paXeHU ¢ M300paKCHUSIMHU KIETOK TIPH JICHCTBHH
TOKCHMKaHTa HaMH  OBUTM  JOMOJHUTEIBHO  TIOCTPOCHBI  THCTOTPaMMBbI
pacrnpeneneHuil MUKCEIO0B MO MapaMeTpy 7n (puc. 4.2.27). Otu pacnupeneneHus
MOCTPOCHBI TOJIBKO IO CBETIBIM 30HAM H300paKEHUH, KOTOPHIE aBTOMATHYECKHU
pazOuTHl MO TIOPOTY HMHTEHCHUBHOCTH. TakuM 00pa3oM TEMHBIC 30HBI MEXKITY

CBCTAMMUMUCH KIICTKAMH MbI HC YUUTBIBAJIN.

Cu
Control

Cu
Control

Norm. Probability

I 1 l 1 l 1 L} l L] I T l T l T

100 150 200 250 300 100 150 200 250 300
Average Lifetime (ps) Average Lifetime (ps)

Pucynok 4.2.27. Pacnpeoenenue mouexk u3o00padicenusi no cpeoHemy 8pemetu
HCUBHU GhryopecyeHyuU Ty 8 08X CNeKmpaivubix ouanaszonax. Crneea — ouanazou
5301m ona koumponvhoco obpaszya (6Hu3zy) u obpaszya uepez 244 unmkybayuu c
uonamu meou 8 konyeumpayuu 10mxkM (ssepxy). Cnpasa — ouanazon 680Hm Ons
KOHmMPONbHO20 00pasya (6HU3y) u obpasya uepes 24y unkyoayuu ¢ UoHamu meou 8
konyenmpayuu 10mxM (86epxy).

B xanane 680uM (x1opoduiii, puc. 4.2.26 cipasa) B oOpasiie ¢ MOHaAMH MeIU
MOYKHO BHJIETh IICHOOWH, TJ¢ WHTECHCHUBHO CBETATCSA BCE 4 KIICTKH, a TaKKe
IIEHOOWH, B KOTOPBIX €CTh 3aTEMHEHHBIC KJICTKH. JTO COIIACyeTCs C TEM, YTO MBI
HaOmonanu panee nmo OJ-curHanam Ha OTJAEIBHBIX KJIETKaX. AHAU3 THCTOTPaAMM

pacnpeneneHHﬁ IMOKa3bIBACT, 4YTO B MLCJIOM IIpHU HeﬁCTBHH MCIHU BPEMA KHU3HU
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cABUraercst B oobsacth Oosnee kKOpoTkux BenuuuH (puc.4.2.27 cnpapa). Eciu B
KOHTPOJIE MAaKCUMYyM pacrnpeneneHus Haxoautcss B obnmactu 200 mc, To mnpu
JEUCTBUU MEAM OH cMmelnaaercs B oonacts 170 nc. JlaHHble HAOMIOACHUS TOBOPST
O HaKOIUICHHH B KJIETKAaX 30H C HanOoyiee KOPOTKUM BPEMEHEM KU3HU. DTU 30HBI
MOT'YyT cOOoTBeTCTBOBaTh cBeueHnI0 DCl, koTopoe n3-3a OUeHb KOPOTKOTO BPEMEHU
#u3HH (30-80 11c) 0OBIYHO YCKOJIB3a€T OT BHUMAHUS MPU aHAIIM3E YCPEIHEHHBIX
(M0 KJeTKaM B CYCIEH3WM) KPUBBIX 3aTyXaHHWs B JIBYX OKCIIOHEHIIMAJIHLHOM
IPUOTMHKEHHH.

B kanane 530um (®AJ]" puc. 4.2.27 cnesa) pacnpeieieHHe CPEIHEro
BPEMEHH >KU3HU MpU JO0OABJICHUU MEIU Takxke u3MeHsiercs. OJHako B JJAHHOM
CJIy4yae MPOUCXOAUT YBEIMYECHHUE Tm, U MAKCHUMYM PACHPENEICHUS] CMEIIAETCS OT
130 nic B kouTpoe k 145 nic B oOpasiie ¢ koHreHTpanueit meau 10 MkM.

[lo umeromeiics unpopmanuu (M.C. Skala, et al. 2007) yBenuuenue 1y
TOBOPHT 00 yBenuueHHu noau cBobogHoro ®AJI" u ymensmeHnu gomu DA,
CBSI3aHHOTO ¢ OenkamMu. [IpuduHBI, TO KOTOPHIM 3TO MPOUCXOIUT, MBI 00CYKAaTh
HE TOTOBBI, OJHAKO MOXXHO CKa3aThb YTO 3ejeHas (IIyOpeCLCHIMsS SBISIETCS
YyBCTBUTEJIBHBIM K JICCTBUIO MEY UHAMKATOPOM. B 11e10M pacnpenenenue no
JUISL 3€JICHOM (PITyopecilieHITuY ToTydaeTcsl ropa3fo Oosiee y3koe (M B KOHTPOJIE, U
Npu JIEUCTBUM TOKCHUKAaHTA), YE€M paclpeieieHue Mo Ty M9 KpacHOU
diyopecueHuu xjaopoduiuia.

4.2.11. O0600uIeHUe Pe3yJbTATOB MO JACHCTBUI0 MEAM HA IEPBUYHBbIE
(doTocuHTETHUECKHE TPOLECChl Y NPECHOBOAHBIX MHKPOBOAOPOCJIEit
Scenedesmus quadricauda ¢ moMoIIbI0 METOIOB perucTpanuu (JyopecueHIuu
XJ0poduiLIa P KyJIbTHBALMH Boopocieii ¢ nonamu Cu’’ B TeMHOBBIX M
CBETOBBIX YCJIOBHSIX.

Taki 00pasoM, MPOBEICHHOE HCCICIOBAHNE BIMAHHMS HOHOB Cu’* Ha
NEepPBUYHBIC  TMPOIECCH  (POTOCHMHTE3a  MPECHOBOAHBIX  MHUKPOBOIOPOCIIEH
Scenedesmus quadricauda BBISBHIIO Psii BaXKHBIX aCIEKTOB BO3IEHCTBUS ITOIO
TOKCUKaHTa Ha (DOTOCUHTETUYECKUH anmnapar KJIETOK.

Tak BIMsAHHE Ha COACPKAHUC IMMTMCHTOB BBIABWJIO, YTO IIPHU KOHLCHTPAIWAX
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Cu® 0,1 u 1 MKM He HaGMIONANOCH 3HAYUTEIBHBIX M3MEHEHHH B CONCP)KAHHH
xyopopuia U kapotuHounoB. [Ipum konuentpammu 10 mMxM Cu** ormeueHo
CYLIECTBEHHOE CHIDKEHUE CoJepKaHUus O0OOUX THUIOB IUTMEHTOB, MpUYEM
KapOTHUHOUJbl OKa3ajuch 0Oo0Jiee€ YCTOMYMBBIMM K TOBPEKICHUIO. OTO MOXKET
yKa3bIBaeTh HA TO, YTO MIPH BHICOKMX KOHIIEHTPAITUSIX MEIb BBI3BIBACT JCTPAIAIUIO
MUTMEHTOB, BOBMO)XHO, YePEe3 OKUCIUTEIILHOE MTOBPEXKICHHUE.

[Ipu uccnenoBanuu M3MEHEHUs B MapaMmeTpax (IyopecHeHIIMH BbISBICHO,
YTO OTHOCHTENbHas nepeMmenHas ¢uyopecneHius (F./Fy) B cycneH3nn KIeToOk
MoKa3ajia He3HAYMTEIIbHbIC U3MEHEHHUSI JJaXKe MPU BHICOKMX KOHIIEHTPAIUSIX MEJIH.
OnHako W3MEpeHUsi Ha OTACNBHBIX KJIETKaxX BBIABUIN OoJiee CYIIECTBEHHOE
cHIKeHne poroxummudeckoro kBantoBoro Beixona ®CII (AF/Fst) npu geticteuu 10
MkM Cu®*. D10 pasindie MOMYEpPKHBACT BAXKHOCTh HMCCICHOBAHMI HA YPOBHE
OTACNBHBIX KJIETOK IS BBIIBICHUS J(PQPEKTOB, KOTOpPhIE MOTYT OBITh
3aMAaCKUPOBAHbI MPU U3MEPEHHUAX B CYCHEH3MM. Tak, U3MEPEHHsS Ha OTICIbHBIX
KJIETKaX TOKa3aJdd 3HAYUTEIbHOE YBEJIMYCHHE TeTEPOTEHHOCTH MOMYJSAIUU IO
napameTpam (ayopectieHuu npu aevicteun Meau. [Ipu xonunentparuu 10 MxM
Cu®* HaGIIOATOCH Pa3IeIeHNe TOMYISIINN Ha IBE TPYIIE C BHICOKOI M HU3KOM
WHTCHCUBHOCTBIO (pIIyopecleHIIMU. OTO MOXET YKa3blBaTh Ha Pa3INyHYIO
YYBCTBUTEJIIBHOCTh OTAEJIBHBIX KJIETOK K TOKCHYECKOMY JACHCTBUIO MEIU, 4YTO
MOYKET OBITh CBSI3aHO C PAa3IHUUsIMHU B (DU3MOJIOTHYECKOM COCTOSSHUU KIIETOK HITH
HaJUYHEM MEXaHU3MOB YCTOWYHMBOCTH Y YaCTH MTOMYIISIITUH.

[Ipu u3yueHuwn BIUSHUS MEIW HA AJICKTPOHHBIM TpaHcmopt, anamus OJIP-
KPUBBIX BBISIBII U3MEHEHUS B (DOPME KPUBBIX TIPH ACHCTBUU MEIH, OCOOCHHO MPH
BBICOKMX KOHIIeHTpanusax. Habmoganochk cHukeHNe ypoBHEH dyopecterHyu J, |
u P, 4TO yKa3pIBaeT Ha MHTUOWPOBAHHE DIICKTPOHHOTO TPAHCTIOPTA HA JIOHOPHOM
ctopore OCII. Yeenunuenue napametrpoB V; u My CBUIIETETBCTBYET O HAPYLIEHUHU
AIIEKTPOHHOTO TpaHcmopTa Mexay Qa u Qp, 4TO MpUBOAUT K HakomieHW0 Qp-
HEBOCCTAaHABIIMBAIOIIUX [IEHTPOB.

Taxxe mpu AeCTBUU Meau HAOMIONATIOCh yBEIMYEHHE HE(HOTOXMMHUYECKOTO

tymenust (NPQ), 0ocoOeHHO B CBETOBBIX YCJIOBHSIX. DTO MOXET YKa3bIBaTh Ha
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AKTUBAITMIO 3aIIMTHBIX MEXaHW3MOB, B YaCTHOCTH BHOJAKCAHTHHOBOTO ITMKJIA, IS
peaoTBpalieHus (OTOMHTUOUPOBAHUSI.

[Tpu aHanmm3e pe3yIbTaTOB BBISIBICHBI Pa3UYMs MEKIY BIMSHHEM MEIU MPU
CBETOBBIX M TEMHOBBIX YCIIOBHUSX MHKYIIMH. B 1enom, neiictBue meau Obu10 Oosiee
BBIPQOKCHHBIM B TEMHOBBIX YCJIOBHSX. DTO MOXKET OBITH CBSI3aHO C TEM, YTO B
CBETOBBIX YCIOBHUSX (DOTOCHHTE3 CTUMYJIHMPYET MPOIECCHl permapanui KIETOK,
YaCTUYHO KOMITCHCUPYS TOKCUYECKOE JICHCTBUE MEITH.

AHanu3 UW3MEpPeHHMsS KUHETHKW 3aTyxaHus  (IIYyOPECICHIIMA  BBISBHII
U3MEHEHUSI B aMIUIMTYAaX KOMIIOHEHT, HO HE B WX JUIUTEIBHOCTH. DTO MOXKET
yKa3blBaTh Ha CTATHYCCKUH MEXaHU3M TYIICHHUS, CBS3aHHBIM C TIEPEHOCOM
cBetocoouparonux komriekcoB or OCII k OCI (Statel-to-State2 transition).

Ananu3 3aryxaHus (UIyOpPECICHIIMH W aHAJIN3 W300paXCHW Ha OTAEIBHBIX
KJIETKaxX T[0Ka3ajdl W3MEHEHHS B PACHpEACICHUHA CpPEIHEr0 BPEMEHH IHKH3HH
duyopecuenuun kak ais xaopoduia, Tak u aug PAJLT. Uto MoKeT yKasbiBaTh Ha
KOMIUIEKCHO® BO3/ICHCTBUE Menu Ha pas3JInyHbIC KOMITOHCHTBI
(OTOCHHTETUUYECKOTO anmapara u MeTadoIu3Ma KIIETOK.

B 1ienom, pe3ynbrarhl HCCIENOBaHUS JEMOHCTPUPYIOT, YTO MEIh OKa3bIBACT
MHOTOIUIAHOBOE BO3/ICHicTBHE Ha (DOTOCHMHTETHUeCKHi ammapar S. quadricauda,
3aTparvuBasi pa3lIMYHbIC aCMEKTHl ero (QyHKIHOHUpoBaHUS. OCOOEHHO BaKHBIM
SIBJISICTCS BBISIBJICHHUE T€TEPOreHHOCTH OTBETa MOMYJISAIMU Ha IEHCTBHUE TOKCUKAHTA,
YTO TMOMYCPKUBACT HEOOXOIUMOCTh MCCIICIOBAHUN HA YPOBHE OTICIBHBIX KIETOK
JUIS.  TIOJTHOTO TIOHUMAaHHS MEXaHW3MOB TOKCHUYECKOTO JICHCTBUS MEIW Ha
(POTOCHHTETHYECKUE OPTaHU3MBI.

4.3. UccaenoBanue Bo3aelicTBHE HOHOB Ag' B Pa3HbIX KOHIEHTPAIMAX HA
nepBUYHbIE (doTocuHTETHYECKHE MPoecchl y MPeCHOBOTHBIX
MHKpoBoaopocaeii  Scenedesmus quadricauda ¢ mnoMombId  METOHAOB
perucrpanuu ¢uiyopecueHUU XJopoduia Npu KyJbTUBALUN BOAOPOCJIEH C
MOHAMH Ag' B TEMHOBBIX H CBETOBBIX YCJIOBHSIX

OneiT Mo aeiicTBHIO cepeOpa Ha Scenedesmus quadricauda Takxke, Kak u

paHee ObUI IIOCTaBJIIEH B ABYX BapHaHTaX — B TCMHOTC MW IIPHU IMMOCTOAHHOM
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OCBEUICHUHU C TeMH XK€ (PU3NYECKMMHU XapaKTePUCTUKAMU, KaK U TpHU JIEUCTBUU
menu. Takxke BHayajiae pacCMOTPHUM TO, Kak JIEHCTBYET cepeOpo MpH MOCTOSTHHOM
CBETOBOM BO37eicTBUU. OCOOEHHOCTH BIMSHUSL cepedpa B YCIOBHUSIX TEMHOBOTO
MeTabonu3Ma OyIyT pacCMOTPEHBI OTJEIBHO.

4.3.1. [leiictBue cepe0pa Ha NHMIMEHTHbIAH COCTaB B KYJbType
MHKpoBoaopocau S. quadricauda npu HHKYOGAMHU HA CBETY

Pe3yabTaThl 10 CIEKTPaM NOIJIOLIEeHHSA

UccnenoBano BiousgHUE HMOHOB cepedpa Ha TOIVIONIEHHME B  00JIaCTH

xJyiopoduia a (678 HM) MpU CBETOBBIX YCIOBUSIX HHKYOAITUH.

Ag* CBeTtoBasA UHKyb6auusn
0.06
.
0.05 - I
0.04 i
. O Control
<§ 0.03 - 00.05uM
B 0.1uM
0.02 - oy
0.01 -
0
2h 24h

Puc.4.3.1. H3zmenenue onmuueckou HNIOMHOCMU 6 NONOCE NOLOUJEHUS
xnopopunna «a» (Amax=678 mum) rynomypol muxposooopociu S. quadricauda e
KOHmpone u npu uHKybayuu c cepedbpom. HHKybayus kiemox 00 Hauania
usmepenuss nposoounace 2 u 24 4 npu Henpepvl8HOM OC8eUeHUU CEemom

2 1 %
unmencusrHocmoto 50 mxmonv-m ¢,

— 00CMOBEePHOe Omauyue om KOHMpOJis
npu p < 0,05.
Kak BumHO u3 prucynka 4.3.1, B TaHHOM SKCIIEPUMEHTE B YCIOBHSIX CBETOBOM

uHKyOamu 3a 24 yaca B 3aKpbITOM (pIakoHE B KOHTPOJIBHBIX YCIIOBUSX
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MPOUCXOAUT YBEJIMYEHHE colepkaHusl XJjopoduiuia npuMepHo Ha 26% 1o
CpPaBHEHHUIO C TaKOBBIM TIpH 2 dYacax uHKyOamuu. OnTudeckas IUIOTHOCTh B
obpaznax ¢ coxaepxkanueM 0,05 m 0,1 MKkM He 3HAYUTEIHLHO HM3MEHSETCSA IO
CpaBHEHUIO ¢ KOHTposeM. JleiicTBue ke cepedpa B HauOOJbIICH, UCCIETOBAHHOM
KOHIeHTpauuu 1 MKM conpoBOXKAAETCS TOCTOBEPHBIM YMEHBIIIEHUEM ONTHYECKON
IJIOTHOCTU TI0O CPaBHEHHMIO C KOHTpoOJieM, Oojee BBIpaXXEeHHOM Ipu 24 yacax
unkyOanuu (puc. 4.3.1). Cnexyer oOpaTuTh BHMMaHUE Ha TO, YTO MOAOOHBIN
3h(PeKT CHUKEHUST KOHIIEHTpAIMU XJIOpOo(uilia HaOIonaeTcs npu ACHCTBUN MeIU
B KoHIeHTpanuu B 10 Bbrmme (puc. 4.2.1 mens). Takum oGpaszom cepedpo
IPOSABIIAET O0Jiee TOKCUYECKHM 3PPEKT Ha 3TOT MapaMeTp MO CPABHEHUIO C MEBIO

IIpHU UX OJUHAKOBBIX KOHIOCHTPAUAX.

Ag*CBeTtoBasa UHKybauusa

0.07 -

0.06 1

0.05 - I I

O Control

_0.04 - .
s 00.05uM
< 0.03 -

: - mO0.1puM
0.02 - H1uM
0.01 -

0
2h 24h

Puc. 4.3.2. Hzumenenue onmuueckou NIOMHOCMU 8 HOLOCE NO2LOUJEHUS
Kapomunouoos (Amax=480 nm) kynomyper mukposooopocau S. quadricauda e
KOHmpone u npu uHKybayuu c cepebpom. Hukybayus Kiemok 00 Hauala
usmepeHuss nposoounace 2 u 24 4 npu Henpepvl8HOM OC8eueHUU CEemom

*

2 -1
unmencusHocmoto 50 mMKmonv-m ¢ . — docmoeepﬂoe onmjiudue om KOHmMpOJis

npup < 0,05.
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Taxxe uccienqoBaHO BIMSHHE HOHOB cepedpa Ha MOMIOIIEHHE B O0NacTu
M0JI0CHI KAPOTUHOUIOB (480 HM) IIPU CBETOBBIX YCIOBHIX MHKyOanuu (puc. 4.3.2).

[Tornomenne KapOTMHOUJOB TAaKKE YBEIMYMBACTCA TNPU YBEIUYEHUU
BpeMeHU MHKyOauuu oT 2 10 24 B KoHTpoJie (mpumepHo Ha 22%). U moutu He
U3MEHSIETCS TpH JCWCTBUM cepedpa B cpelde UWHKyOaluu KIETOK Tpu
KkoHIeHTpanusx cepedpa 0,05 u 0,1MxkM 110 cpaBHEHHIO C KOHTPOJIEM, HE3aBUCUMO
OT BPEMEHH MHKYOAIlH, HO TOCTETICHHO YMEHBIIaeTCs Mpu JICHCTBUH cepedpa B
koHreHTpammu IMKkM (puc. 4.3.2). Taxke, Kak W YMEHBIICHUE IOTJIOMICHUS
xjopopuiia 3pGEeKT CHUKEHHUS MOMIOIIEHUS KapOTHUHOUIOB YBEIMYHUBAETCA CO
BpeMeHeM. CHMKEHHME KapOTMHOMIOB MEHbIIE 4eM CcHukeHue Xiu. Ho ator
apdexr Oosiee BbIpakeH Ui cepebpa MO CPaBHEHHUIO C MEIbI0O IpHU TOU ke
KOHIIeHTpauuu (puc.4.2.2, Mesn).

Taxxe wucCcleqoBaHO BIMSHUE cepeOpa Ha OTHOIICHHE MOMIOIIEHUS

XJIOpo(HILIa K MOTJIOMIEHUIO0 KapOTUHOU OB (puc.4.3.3).

Ag*CBeToBana UHKybauusa

09 - T

0.8 - il

O Control
00.05uM
mO0.1uM
H1lpM

0.6

g0 ratio

(o)

+,0.4
®
< 0.3 -

0.2

0.1 -

2h 24h

Puc. 4.3.3. H3menenue unmencugnocmu no2nowerus Xaopo@uiia K no2ioujeHuro
KapomuHouoo8 Kyavmypsl mukpogodopociu S. quadricauda e xoumpone u npu

uHKybayuu ¢ cepeopom. Unkybayus kiemoxk 00 Ha4ana uzmepeHus nposoounacs 2
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2 -1
u24duy npu Henpepvl6HOM OCBEeU{CHUU C68ENOM UHRMEHCUBHOCNbBIO 50 mxmonvm ¢,

* — 0ocmosepnoe omaudue om konmpons npu p < 0,05.

OTHoIlIeHKE TOIVIOEHUs XJIOpOoPHIIa K MOIVIONIEHUIO KAPOTHHOUIOB Yepes
2 Yaca WHKyOaluu B CBETOBBIX YCIIOBUSX MPAKTUYECKU HE H3MEHSAETCS MpuU
JIEHCTBUN HOHOB cepedpa BO BCEX MCCIICAYEMBIX KOHIICHTPAIUSAX TI0 OTHOIIEHUIO K
KOHTPOJIIO, HO TMpU YBEIWYCHUU BPEMEHU HHKYOAIMu KIETOK C cepedpoM,
HaOIIOAeTCs 3HAYUTEIIbHBIN d(D(PEKT CHUKESHUS, UCCIIETyEeMOTO mapaMeTpa, OuTH
Ha 40% (puc. 4.3.3). Takoe CHMXEHUE HCCIEAYyeMOro mapamerpa yKa3blBaeT Ha
paspyliaroliee AecTBre cepedpa B CBETOBBIX YCIOBUIX MHKYOAIIMU, KOTOPOE €Ille
HE 3HAYMTEIHHO B TEPBBIE 2 Yaca WHKYOAIlMd W YBEIWMYUBACTCS CO BPEMECHEM.
CnemyeT OTMETUTH YTO MNpU JEHCTBUM Meau Takod 3(PQexT CHIKeHus Obul
3HAYUTEBHO HUXKE TIPU €€ MaKCUMaTbHOM KOHIIEHTpaluu (KoHueHTpanus B 10 pa3
BEIIIIC YeM KOHIICHTpanwus cepedpa, puc. 4.2.3 mMens).

Taxum o6paszom, u3 pucyHkoB 4.3.1-3 crenyeT, 4TO MPU CBETOBBIX YCIOBHSIX
WHKYyOaIiM B TIPHCYTCTBHHM cepeOpa B OTHOCUTEIHHO HU3KUX KOHIICHTPAIIHSIX
(0,05 u 0,1 MxM) conmepxanue xyiopoduiiia ¥ KPOTUHOUIOB MPAKTUUECKH HE
u3Mensiercsi. [Ipu OTHOCHUTENBHO BBICOKOM KOHIIEHTparuu cepedpa (1 MkM)
HaOIOaeTCs MOCTENEHHOE pa3pylIieHne Xiaopoduiuia u kKapoTHHOUA0B. [Ipu sToM
KapOTUHOUJIbI OKAa3bIBAIOTCS 00Jiee YCTOWYMBBIMHU K TOKCUYECKOMY JIEHCTBUIO
cepebpa. Hcmonb3ys mOpeaplaylivuil METOAUYECKUN TOAXOMA, YYMThIBasi, YTO
W3MCHCHHE COJCP)KAaHUS NMUTMEHTOB BIMSICT HA WHTCHCHUBHOCTH (DIYOpECIICHITHH
xynopodmmia (mapamerpsl Fo u Fpy), 1 HEOOXOAMMOCTH YUUTHIBATH 3TO MPU aHATIN3E
JTAHHBIX (IIYOPECUCHIIMHM, MBI YYUTBHIBAIIM 3TO BIWSHHE aajiee IyTeM pacuera
yAeNbHBIX MapameTpoB F*, u F*.,, 4T00BI TOYHO OTCIEXHMBATh BIMSHUE MEIU Ha
dboToxumMudeckoe U He(HOTOXMMUIECKOE TYIICHHE (f1aee B padoTe).

4.3.2. Baiusinue cepeOpa Ha MHTEHCUBHOCTH (UIyOpeCHEHIMH OTKPBITHIX
u 3akpeiThix PI ®CII B cycnmem3uum kJjerok S. quadricauda mpum mx
MHKYOAlMU B CBETOBBIX YCJIOBUSIIX

Taxxe, kak U B ciiydae ¢ Meapio (puc. 4.2.4) Mbl UCCIENOBAIN BIIUSHUE

cepebpa Ha cycrieH3uto KieTok Scenedesmus quadricauda, peructpupys napamerp
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- OTHOCHUTENIbHYI0 TepeMeHHyto ¢uyopecueniuio (F,/Fp), moka3siBarommii

3P PEKTUBHOCTH (OTOCHHTETHYCCKOTO arrapara MEKpoBoopociei (puc. 4.3.4).

Ag* CBeTtoBas UHKybauusn
0.9 -
0.8
0.7 nle
0.6 -
LEO05
~
w 0.4 -

|
-
i

O Control
00.05uM
H0.1uM
H1luM

0.2

2h 24h

Puc. 4.3.4. HUzmenenue ommuocumenvHou nepemeHnou Gayopecyenyuu
xnopoghunna Kyaemypel Mmukposodopocau S. quadricauda e xommpone u npu
unxkyoayuu ¢ cepebpom. Mnxybayus kiemox 00 HAuaia uzmepenus nposooulacs 2
u 24 4 npu HenpepLIBHOM 0CEeweHUU C8eMOM UHMEHCUBHOCIbIO 50 Mkmons-m™>-c .
* — docmogeproe omauuue om koumpons npu p < 0,05.

N3 puc. 4.3.4 BuUgHO, YTO OTHOCHUTENbHAs TMepeMeHHas QIIyopeCIeHIIUS
xJopoduiiyia B CBETOBBIX KOHTPOJIbHBIX YCJIOBHUSIX TPU YBEJIUYECHUU BPEMEHHU
UHKyOanuu OoT 24 g0 244  ymeHblaeTcss He3HauuTenbHo. Cepebpo B
xonnentpanusax 0,05 u 0,IMkM He BinuseT Ha 3HaueHue napamerpa F,/F.. Ho
yBEJIMUEHUE KOHIIEHTpAllUU cepedpa B Cpele MHKYOalluM MUKPOBOJOPOCIEH 10
IMKM  [OpUBOAMT K  3HAYMTEIBHOMY JOCTOBepHOMY cHuxkenuio F/Fp,
yKa3blBaKOIIEMy Ha HapylieHue 3()(PEeKTUBHOCTH NEPBUUYHBIX (POTOCUHTETUUECKHUX
MPOIIECCOB B PE3yAbTaTe€ NECTPYKTUBHBIX MPOIECCOB B (POTOCHHTETHUECCKUX
memOpanax u B PLI. Tlpu yBenudyenun BpeMeHu nHKyOauu 10 24 yacoB MPUBOIUT

JaCTUYHOC BOCCTAHOBJICHHUIO BCIIMYMHBLI 3TOIO IIapaM<cTpa IO CPABHCHHIO C 2



166

yacaMu HWHKYOallMM, YTO MOXKET yKa3bIlBaTh Ha BKIIOUEHHE aJaNTallMOHHBIX
pernapaMoHHbIX MPOLECCOB B YCIOBUSIX CBETOBOM MHKYOAITMH, YTO HE MPOUCXOIUT
B YCJIOBUSIX TEMHOBOW MHKYOAIMu (JJaHHBIE MPECTABICHBI B pa3jielie M0 BIUSHUIO
cepeOpa B YCJIOBHUSIX TEMHOBOW HKyOaluu cM. pgainee). IToT (akT TpedyeT
nanpHenmero uccieqoBanus. CreayeT HaNOMHUTh, 4YTO JaHHBIA 3(PQexT He
HaOJTFOAJICS TIPU ICHCTBUH MEIU TIPU CBETOBOM MHKyOanuu (puc. 4.2.4).

Taxoke, kKak ¥ B ciydae ¢ MeAbio (puc. 4.2.5) yTOYHEHUS MPEANOIaracMbIX
HAMH MEXaHU3MOB MBI MTOCMOTpEINH, KaK M3MEHAIOTCS oTnenbHo Fo u Fy u s
WCKITFOYEHUS] BIUSHUSA KOHIIEHTpAIlMU MUTMEHTOB Ha HMCCICIOyeMbIE IMapaMeTphl,
MBI AWM UcxoAHble 3HadeHus F, u F,, Ha onTHuYecKyio MIOTHOCTh CYCHEH3UU

NP JUTHHE BOJIHBI BO30YxeHus duyopectieHnuu 450 um (puc. 4.3.5).

Ag* CBeToBan UHKy6auus A Ag*CBeToBas MHKy6auus B
[ I‘ 5} I_ {'
2 150 1 i G 2 600 -
>¢, O Control >E O Control
'8 ('8
é 100 - 00.05uM ‘E 400 - 00.05uM
o o
a H0.1uM a HO0.1uM
* 50 - * % 200 -
< * B1lpM <$ * * B 1pM

0 0
2h 24h 2h 24h
* *

Puc. 4.3.5. Hzmenenue yoenbhvix 3HaueHuti MunumaivrHou (A) u
makcumanvhou gayopecyenyuu (B) (8 pacueme wma eounuyy nozioujeHHO20
€8emosoll dHepauu) Kyavmypsl mukposooopocau S. quadricauda e konmpone u npu
uHKybayuu ¢ cepeopom. MInkybayus Kiemox 00 HA4ania uzmepeHus nposoounacs 2
U 24 4 npu HenpepbIBHOM OCBeUeH UL CEEMOM UHMEHCUBHOCMbIO 50 MKMOTb M ¢,
* — docmogeproe omauyue om konmponas npu p < 0,05.

N3 puc. 4.3.5A BuAHO, 4YTO YACIbHOE 3HAYEHHE WHTEHCHUBHOCTU
MUHUMAJILHON (DITyOpEeCIIeHITMM B pacyeTe Ha €AWHUILYy TOMIOIMIEHHOW CBETOBOU
sHeprun (F*;) B KOHTposie ¢ Te4eHHMEeM BPEMEHU H3MEHSAETCS HECYLIECTBEHHO.
NMeer mecTo ero HE3HAYUTEIbHOE yMeHbIeHue, mnpuMepHo Ha 10% mpu
YBEJIMUYEHUH BpeMEHM HHKyOamuu oT 24 Kk 24u (puc. 4.3.5A). VYnenbHas

MakcuMmainbHas dayopectennus (F*.,) B koHTposne cHmkaercs nmpumepHo Ha 30%
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oT 24 Kk 244 (puc. 4.3.5B), uro yka3piBaeT Ha (OpPMHUPOBAHKE HEKOTOPOTO YPOBHS
HE()OTOXMMHUYECKOTO TYIICHUS, BEPOATHEE BCETO B MPEIISCTBYIOIINX U3MEPEHUIO
5-Tu MUHYTHOH TeMHOBOM amantanuu. B manbix (0,05 MxM) u cpennux (0, 1MxM)
KOHIICHTPALUSIX cepeOpo HE OKA3bIBACT KAKOro-IM0O0 JEHCTBUS Ha Mokaszarenu F*,
u F*, B cpaBHeHuu c koHTposieMm. IIpu Gosee BbICOKOU KOHIEHTpauuu 1MKM,
cepeOpo BBI3BIBAET 3HAYMTENIBHOE JTIOCTOBEpHOE yMmeHblieHue u F*, u F*, uto
yKa3blBaeT Ha CHJIBHOE TyIIEHUE BO30YKIEHHBIX MOJIEKYN Xjopoduina 1o
HE(HOTOXUMUYIECKOMY MYTH. DTOT 3PPEKT yCUIUBaETCS MPH YBEITUICHUH BPEMEHU
MHKYOAIIH.

Takum oOpazomM HOHBI cepeOpa TpH KOHUEHTpanuu 1 MKM BBI3BIBAIOT
JIOCTOBEPHOE CHMKEHHME coaepkKaHus (OTOCMHTETHMUECKHX IUITMEHTOB U
(boTOXMMHYECKOW AaKTUBHOCTH MHUKpoBojopocin Scenedesmus quadricauda B
YCIOBUSIX CBETOBOM WHKyOAIlMy, 4YTO YKa3blBa€T Ha BBICOKYIO TOKCHYHOCTD
cepebpa B ITOM  KOHIEHTpauuu. YacTe HSHEpPrum  pacxomyeTrcss Ha
HE()OTOXMMHUYECKOE TYIICHHE, BEPOSITHEE BCETO 3a CUET CHUKCHUS TOJTU aKTUBHBIX
PII. [Tomy4yeHHbIe NaHHBIE COTNIACYIOTCS C JIAHHBIMU TMOJYYCHHBIMH JJISI JPYTHX
BUI0B MukpoBogopocieit (Matorin, D. N., et al, 2013). 1o cpaBHEHHIO ¢ MeIbIO

cepedpo MposIBIISET OOJIBIIYI0 TOKCHYHOCTh JaKe MPU MEHBIITUX KOHIICHTPAIUIX.

4.3.3. Baiusinue cepeOpa Ha MHTEHCUBHOCTH (UIyOpeCHEHIMH OTKPBITHIX
u 3akpbIThiX PI[ ®CII B onmHouHbIX KiaeTkax S. quadricauda mpu ux
MHKY0AUMHU B CBETOBBIX YCJIOBHUSIX

Taxoke, kak u st Menu (puc.4.2.6) Mbl IPOBETH U3MEpPEHHsI (ITyOpeCICHITHH
Ha OJIMHOYHBIX KJIETKax, MpeJrnoarasg uX reTeporeHHOCTh B O0IIEeH MOMyIAlni, B
TOM YHKCJIE ¥ TI0 UX YYBCTBUTEIBHOCTH K cepedpy B kKoHIeHTpanmsix — 0,05, 0,1 u 1

MKM. Takast reTeporeHHOCTbh, Obljla HaMH BbIsiBIeHA (prc.4.3.6).
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Puc. 4.3.6. Coomnowenus mezxicoy unmerncuenocmoio maxcumanvhou (Fg) u
unmencugHocmoto munumanvnot (Fo) gryopecyenyuu knemku 6 nonyrayuu
KIemoK Kynvmypbl muxkposodopocau S. quadricauda e xkoumponvhvix yciosusix u
npu oelicmseuu UoOHO8 cepebpa. Muxybayus xiemox 00 Hauaia uMepeHust
nposoounace, 24 4 npu Henpepvi8HOM OCBeUjeHUU C8emom UHmeHcUueHocmvio 50
mrmonb et

Ha pucynke 4.3.6. MOXXHO YBHIETh 3HAUUTEIHHYIO T€TEPOTEHHOCTH KIJIETOK 10
napamerpam MuHuManbHOM (F, Ha kietky) m makcumanbHoOu (Fg Ha KieTky)
duryopeciieHIIMM Kak B KOHTpOJIe, TaK W B 00paslax C COACpKAaHUEM HOHOB
cepedpa B xoH1eHTpanusax 0,05 u 0,01 MmxM. OnHako pu KOHIIEHTpAILMK cepedpa
10 MxM HaOmromaercss TOJMBKO TMOMYJANMM KIETOK C HE3HAYUTEJIbHBIMU
3HAYEHUSIMU, OJIM3KUMHU K HYITIO (YepHbIE TOUKHN), TapameTpoB ¢uyopecteniuu (F,
u Fy).

Hamu Obumu paccumTaHbl Takke cpenHue Ha KieTKy 3HadeHus Fo u Fst mo
nanaeiM FRR-mukpodmyopumerpuu (puc. 4.3.7). B ienom MOXXHO OTMETHTBH, YTO

YACIBbHBIC IMOKA3aTCiM Ha OAHY KIICTKY HM3MCHAIOTCA B OIIBITC Iopasgo CHIIBHEC,
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4yeM Te€ € IOKa3zareiau B pacyeTe Ha EIMHMILY IMOIVIOIIEHHON »HEpruu s
cycrien3uu kietok (Puc. 4.3.5 A, B, 244), 4T0o Takke yKka3bpIBaeT Ha TOTCHIIUAIHHO
0osiee BBICOKYIO UYBCTBUTEJIBHOCTH (MIYOPUMETPUU OJMHOYHBIX KJIETOK U B HTOU
CEpUH IKCTIEPUMEHTOB.
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Puc. 4.3.7. Cpeonue snauenus munumanvnou (F,) u maxcumanvnoi (Fg)
@ryopecyenyuu Ha 00HY KIemKy Kyibmypbl Mukposooopociau S. quadricauda e
KOHMPONILHBIX YCA08UAX U NPpU Oelicmeuu cepeopa. Mukybayus kiemok 00 Havana
UMepeHuss npogoounacb 24 Y npu  HenpepuleHOM  OCBEUeHUU  CBEmOM
unmencusnocmuio 50 Mmonsm ¢, * — docmoseproe omuuuue om KOHMpOIs
npup < 0,05.

B 5TOM KOHKpETHOM cilyuyae yaelsibHble 3HaueHus Fo, u Fg B 3aBUCUMOCTH OT
KOHIIEHTpallUK cepedpa M3MEHSIMCh HEMOHOTOHHO. B konunentpammu 0,05 u
0,IMxM ©Obuto 3aduxcupoBaHo yBenuuenue F, um Fg, a mnpu Oomnbiiei
KOHIIeHTpaluu 1MKM 3HaUYUTEIbHOE YMEHbBIIICHUE OTHOCUTEILHO KOHTPOJIS, TOUTH
10 HyneBoro ypoBHs (puc. 4.3.7). CinemyeT OTMETUTh, YTO, €CIM CPaBHUBATH
pesyapTar ¢ moAoOHBIM aeiicTBueM Memu (puc.4.2.7), 10 3hdEKT CHUKECHWUS,
WCCJIEMYeMbIX MMapaMeTPOB MPHU JEHCTBUU cepedpa ropasfo CHIbHEE, TPU 3TOM

MaKcUMaJbHa KOHILIEHTpalus cepedpa B 10 pa3 MeHbIIIe 4eM Meu.
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Taxxe, kKak ¥ B ciTydae JACHCTBUS MU Ha, yBEIIMYCHUE 3HAYCHUS NCCIICTYEMBIX
napaMeTpoB  (IIyOPECICHIIMA  OMWHOYHBIX KJIETOK TpU  JECHCTBUM  MAJbIX
KOHIICHTpaIwii cepedpa MOKET OBITh CB3aHO C TEM, YTO B TMPHMEHSIEMOW HaMu
METOIMKE HEe OBLIO JIOCTAaTOYHOM TEMHOBOM a/IanTaliiy rnepen usmepenueM (puc. 4.3.7,
xkourieHTparusa 0,05 m 0,1MxM). HaGmomaembiii, oOpatabiii 3dekT cuapHOTO
cHIKeHUsI, TapameTpoB F, u Fy mpu koHmenTparmu cepedpa 1 MKM cBsi3aH ¢ TEM, 4TO
OOJIBITIHIA BKJIAJT B 9TOM CIy4ae BHOCUT HE(DOTOXMMHUECKOE TYIICHUE W BBHII[BETAHUS
XJIOpOHIUTa, KOTOPBIA TaKKe TIOATBEP)KAACTCS JIBIHHBIMH, ITOKA3bIBAIOIITUMHI
CHIDKEHHE nomtolieHus xiopoduia (puc. 4.3.1, konnentpanus 1 MxM).

Kak u B mpeapIaymux cepusix dKCIIEPUMEHTOB 110 U3YUCHHUIO JCHCTBUS MEIH
(puc.4.2.8) mo peructpanuu (HIyopecleHIIMM Ha OJWHOYHBIX KJIETKaX BBISBICH
(bakT, HEOTHOPOMHON peaKIUuu KJIETOK Ha JEeUCTBUE cepedpa B MaKCUMAaJIbHOM,

uccieayeMoi koHrenTpauu 1MkM (puc. 4.3.8).
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Puc. 4.3.8. Coommuowenus medxcoy uHMEHCUBHOCIbIO MAKCUMATbHOU
@nyopecyenyuu knemku (Fg) u gomoxumuveckum xeéanmosvim evixooom DCII
(AFIFsy) 6 nonynsyuu knemok kyaiemypwi mukposooopocau S. quadricauda e

KOHMPOJIbHBIX YCI08UAX U npu Oelicmseuu cepebpa. Maxcumanvuas grayopecyenyus
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knemku (Fg) npedcmasnena 6 nocapugpmuueckux kopournamax. Mukyoayus Kiemox
00 Hauana usmepeHus Npoeoounacv 24 4 npu Henpepvi6HOM O0C8eueHUU CEemoMm
unmencugrocmuio 50 mmons-wm ¢,

Tak, HaOmomaeTcs pacupeaeineHun kietok B koopauHarax AF/Fg u Fy (puc.
4.3.8, 4yepHbIE TOYKH ), B KOTOPOM MBI YCIIOBHO MOXKEM BBIICIUThH TPU KilacTepa —
OMH C HMHTEHCUBHOCTHIO (uyopecueHun Fg (auamazon 30-53 oTH. en.) u
BBICOKMM 3HaueHHeM (QoToxumuueckoro kBaHTOBOro Bbixona PCII (amamazon
AF/Fq 0,43-0,65, puc. 4.3.8 dYepHBle TOYKHM CJI€Ba W CBEpPXy), BTOpPOH — C
WHTEHCUBHOCTBIO (pryopecnieHiuu Fg (nuamazon 48-112 oTH. en.) U HEOOIbIIUM
3HaYeHUEM (OTOXUMHUYECKOTO KBaHTOBOTO Bhixoma ®CII (mmamazon AF/Fg 0,23-
0,31, puc. 4.3.8 depHbIe TOUKH CJIEBA U MMOCPEAUHE) U TPETUH - C UHTEHCUBHOCTHIO
dbnyopecueniu Fg (nmuanason 33-136 oTH. en.) U HEOONBIIMM 3HAYECHUEM
dotoxumuaeckoro kBaHToBOTO Bhixoaa DCII (amamazon AF/Fst 0-0,15, puc. 4.3.8
YepHbIE TOYKHU ClIeBa M CHU3Y). Bo Bcex 3THX KiacTepax HaOII0anoch HU3KOE
3HAaYCHUE WHTEHCHUBHOCTHIO (IIyopeciieHInn Fg 1Mo CpaBHEHHIO C KOHTPOJEM MU
oOpasliamMu ¢ MEHbIIIEH KOHIICHTpAaIUel cepedpa.

B xontpone knetku (puc. 4.3.8, mpo3padHbie KpPYKKH) pacIpeneiieHbl B
OCHOBHOM PaBHOMEPHO MO OJHOMY KIIACTEPY, 3aHUMAIOIIEMy HEKOTOPYIO 00acTh
(Fst — 2060-4645 otH. en. u AF/Fst — 0,33-0,49). IHTepecHO OTMETUTH, YTO TIPH
neicTBur cepedpa B HaumeHblieil konuenTpanuu 0,05MkM kieTku pacnpeneneHsbl
Ha JBa Kjactepa: oauH co 3HauyeHueM AF/Fy B pailioHe Hylis U BTOpO ¢ 0XBaTOM
mupokor oomactu (Fg — 749-7760 otH. en. u AF/Fg — 0,36-0,52), TO ecTh B 3TOM
kiacrepe doroxumuueckuii kBaHTOBBIM Bbixog DOCII (AF/Fst) comoctaBum ¢
KOHTPOJIbHBIM 00pa3iioM, a 3HaueHue Fg 3HAaUUTENbHO OTIIMYAETCS OT KOHTPOJIS B
KpaeBbIX O0JIacTAX 3TOro kiacrepa. llpu nelcTBUM CpemHel KOHIEHTpaIuu
cepedpa 0,1MkM HabmrogaeTCs Ba OCHOBHBIX KJIacTepa: MEPBBIM ¢ 3HAUCHUSMU
napameTpoB (Fg — 2160-5310 otH. en. u AF/Fy¢ — 0,38-0,4) u Bropoii (Fg — 1400-
7610 otH. en. m AF/Fst — 0,18-0,33). Takxke B 3TOM oOpasie co cpeaHei
KoHIeHTpauuet cepedbpa (0,IMkM) 3aduKcHpOBaHBI OJWHOYHBIE KIETKH C

HU3KUMH 3HaYeHUSIME Fg 1 AF/Fg OMu3kuMu K 3HAYSHUSAM 3TUX IMapaMeTpOB IPH
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BBICOKOM KOHIIeHTpauuu cepedbpa (1 MkM), yero He HabOIIOAAIOCH MPU ICUCTBUU
HU3KOW KoHIeHTpammu cepedpa (0,05MkM), d9TO yKa3bpIBaeT Ha HEKOTOPOE
MPOSIBJIEHNE TOKCUYECKOTO JeHCTBUE cepedpa yxKe IMPH 3TOM KOHIEHTpaIUH.
Taxxe, Kak U B MOPEABIIYIIUX CEPUAX IKCHEPUMEHTOB ObUIM PACCUUTAHBI
CpeIHue 3HaYCHUS 0 KiieTKaM (poToxuMmuueckoro kBantoBoro Beixoga @CII AF/Fy

(puc. 4.3.9).
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Puc. 4.3.9. 3nauenus cpeonezo no Kiemkam omoxumuieckoco Keanmoso2o
gvixo0a Gomocucmemvr 2 Kyabmypwl Mukposoodopocau S. quadricauda e
KOHMPONbHLIX YCI0BUAX U NPpU Oeticmeuu cepedpa. Unkybayus kiemok 00 Haudid
usMepenuss npoeoounacy 24 4 npu  HEnpepvi6HOM — OCECUJCHUU  CEEMOM

2 1 %
unmencusrocmoio 50 mxmonvm “-c.

— 00CcmogepHoe omaudue om KOHMpOJis.
npu p < 0,05.

B KOHTpOJBHBIX YCIOBUSX CpeAHEE MO KJIeTKaM 3HadyeHHe (HOTOXUMUYECKOTO
kBaHTOBOTO Bhixoga DCII (mapamerp AF/Fg) cocraBuno okono 0,44 (puc. 4.3.9),
9TO 3aMETHO MeHbIe, yem 3Hadenue F/Fp (0,71), momydeHHOE CTaHIAPTHO IMPH

U3MEPEHUSIX B cycneH3uu kiertok (puc. 4.3.4, 244). DOta pa3HUIla UMEET

CHUCTEMaTHUYECKUHI XapaKTep U 06YCJ'IOBJ'ICH8, Pa3INYHBIM COCTOAHHUEM 3aKPLIThIX
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PEaKIMOHHBIX IIEHTPOB B TOT MOMEHT, Korjma (UKCUpYeTCs MaKCHMallbHas
dyopecuennus (single turnover state vs multiple turnover state).

[Ipu nobGaBnenun cepebpa HaOMOAACTCS  J103a3aBUCUMOE  CHUKCHHE
napamerpa AF/Fyg  (puc.4.3.9). HaOmonaemple wu3MmeHenus AF/Fg Ha
WHAMBUIYAIbHBIX KJIETKaX 3HAYUTENbHO OO0Jee BBIPAKEHBI, YeM HW3MEHEHUS
3HaueHui F\/Fp,, MOJYyYeHHBIX CTAaHIAPTHO MPH M3MEPCHUSAX B CYCIICH3MH KIICTOK
(puc. 4.3.4, 24q). OcoOeHHO CWJIBHOE pasiaudnhe HaOIIomaeTCs MPH JICHCTBUH
MaJjioil u cpenHent konueHTpamuu cepeodpa (0,05 u 0,1MKkM cOOTBETCTBEHHO).

Takum oOpazom, Mo JaHHBIM MUKPY(GIYOPUMETPUU MBI BBISIBIIIA Pa3IUYHbIC
aCTIeKTHI JCHCTBHSI cepedpa Ha MOMYISIUIO KIETOK, KOTOPhIE HE TOCTYITHBI METOLY
peructpanuu (QIIyopeclUeHIIMH B CYCHEH3UM U OOHAPYXWIH TIeTepOr€eHHOCTb
MOMYJISIIIMY KJIETOK 1O MX YYBCTBUTEIBHOCTH K JIEUCTBUIO ATOTO TOKcUKaHTa. [Ipu
TOM 0c00asi TeTepOreHHOCTh HaOoAanach NpU JEUCTBUM HU3KOM M CpeaHel
KOHLIeHTpauuu cepedpa. Ilpu Oonpiioi KoHIEHTpanuu cepedpa OOJIBIIMHCTBO
KJIETOK TMPOSBISUIO CXOXKEe YMEHBIIEHHE HCCIeIyeMbIX MapaMeTpoB, YTO
yKa3bIBaeT Ha 3HAYUTEJbHYIO TOKCUYHOCTh cepedpa B 3TOM KOHLIEHTpaluuu. Tem He
MEHEEe UCIHOJIb30BaHUE MHUKPODIYOPUMETPUUECKOTO TIO/X0/a BBIABISET YKe
MPOSIBIISIFOIIYIOCS TIOANOPOTOBOI0 TOKCHYHOCTh CpeHEH KOHIIEHTpamuu cepedpa
Ha OoJiee YYBCTBUTEJbHYIO CYOTOMYJNAIMIO KJIETOK W SBIAETCS MEPCIEKTUBHBIM
MOJTXOIOM JUTSl BBISBIICHUS W W3YYCHHUS PaHHUX PHUCKOB JEHCTBHUS KaKHX-JTHOO
TOKCHKAHTOB.

Jlo3azaBucumsiii 3pdext camkenus napamerpa AF/Fg ipu nefictBun cepebpa
ObLT OoJIee BBIpAYKEH YEM TaKOBOM B cliydae ¢ Mefbto (puc.4.2.9).

Taxxe, kak U B ciydae ¢ menpto (puc.4.2.10), ans 6omibIieit HArISAHOCTH
pesyabrarel u3Mepenuii AF/Fgq Ha kieTkax mpw AelcTBuu cepebpa ObutH
NPE/ICTaBJICHBI B BUJIE TUCTOTpaMM pactpenenenus (puc. 4.3.10).

Taxxe, kKak U B ciydae ¢ MeAbIO BECh JHMAMAa30H W3MEPEHHBIX 3HAYCHUM
AF/Fg na Tpu obnactu: obmacts Hu3kux (0 — 0.2), cpeanux (0.2-0.4) U BBICOKHX

(>0.4) 3HaueHwuii.
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Puc.  4.3.10. [Tucmoepammer  pacnpedenenusi  OOUHOUHBIX  KIEMOK  NO
gdomoxumuueckoi axmuenocmu DCII. Ilo ocu abcyucc — omHocumenvHas
nepemennas ¢uyopecyenyus (AF/Fst); no ocu opounam — oons kiemox 6 %.
Huxybayus knemok 6 Koumpoie u ¢ uoHamu cepebpa 00 HAYANA UMEDPEHUs.
nposoounace 6 meyeHue 24 4 npu  HenpepuiBHOM  OCBEUJEHUU  CEEMOM
unmencugrocmuio 50 mxmons-m>c™t,

Ha puc. 4.3.10. noka3aHo, kakas J0Ji1 KJICTOK B TIOMYJISIIUU TIOMAIaeT B
obnmactT HU3KOHM, cpemHed, u Bbicokod akTuBHOCTH @DOCII. B KOHTpOIBHHBIX
ycloBUsIX B momynsiiiuu 6osee 90% KIIETOK COOTBETCTBYET KAaTETOPUHU BBICOKOU
aktuBHoctd @OCII. C yBenuueHueM KOHIIGHTpaluu cepedpa pachpeeieHue
KJIETOK CMEILIAEeTCsl B CTOPOHY «CpPEAHEN» U «HU3KON» Kareropun. C yBeIuYeHUEM
KOHIIEHTpalluK cepedpa 101 KIETOK, MOMaJalolluX B «HHU3KYIO» KaTerOpHIO
yBenuunBaetcs (puc. 4.3.10). [laxke mpu rubenu 3HAYUTSIBHOW YaCTH KICTOK, B
MOMYJISIIIUM TEM HE MEHEE OCTAIOTCS KJIETKU ¢ BhICOKMM 3HaueHune AF/Fst. Takas
HEOJHOPOIHOCTh pPEaKIMU, KaK OTMEUaJiOCh BBIIIE, MOXET HMETh Ba)XHOE
HKOJIOTUYECKOE 3HA4YCHHWE, OOecreurnBas BBDKUBAHME YacTH TMOMYNISIMH B

CTPECCOBLIX YCIIOBHMAX 3a CYCT TAKUX YCTOﬁqHBBIX K TOKCHUKaHTaM KIJICTOK.



175

4.3.4. JleiictBMe cepeOpa Ha NHUIMEHTHBIH COCTAaB B KYJbType
MHKpoBoaopocan S. quadricauda mpu nHKY0AIMH B TEMHOBBIX YCJIOBHIX

Wcnonb3ysl OAXO/A, ONMMCAHHBIA BBIINIC B 3TOM pasfelic Mbl HCCIICIOBAIIH
BIMSHAE MOHOB cepeOpa Ha (OTOCHHTETHYECKHE MHUIMEHTBHI B  KJIETKax
MukpoBogopociu S. quadricauda mpu TeMHOBOW HWHKyOaruu o0OpasmoB ¢
TIOMOIIBI0 A0COPOIIMOHHON CIIEKTPOCKOIIHH.

Pe3yJILTaTbI Mo CIIEKTPaM MOIVIOIICHUA

Ag* TemHOBasA MHKyb6auusn
0.06 -
0.05 -
B 1
T 1
0.04 - sl
0 Control
<§ 0.03 - [0.05uM
mO0.1uM
0.02 -
H1luM
0.01 -
0
2h 24h

Puc.4.3.11. MUsmenenue onmuyeckot niOMHOCMU 6 HNONOCE NO2NOUCHUS
xnopopunna «a» (Amax=678 mum) rynomypol muxposooopociu S. quadricauda e
KoHmpone u npu unkyoayuu c cepedopom. Huxybayus xiemok 00 Hayana

usmepeHus npogoounace 2 u 24 yu ¢ omcymcmeuu oceeujenus. *

— 00CcmosepHoe
omauuue om koHmpoas npu p < 0,05.

Kak BugHO u3 pucynka 4.3.11, ycnoBusX TEMHOBOW MHKyOaluu KJIETOK 3a
24 yaca B 3aKpbITOM (DIaKOHE B KOHTPOJIBHBIX YCIOBHSX MPOUCXOAUT HEKOTOPOE
JIOCTOBEpPHOE yBENWYEHHE conepkaHus xiopodwmia. Ilpu sToM omtuueckas

IUIOTHOCTH B 0Opasuax ¢ conep:xkanuem cepedpa 0,05 u 0,1 MkM He uzMeHsieTcs mo

OTHOIIEHUI0 K KoHTpomto. JlelictBue cepebpa B KoHUEHTpanuu |1MkM
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COTMPOBOXKIAETCS YMEHBIIICHHEM OMNTHYECKOH TIOTHOCTH C 0ojiee BBIPAKECHHBIM
a¢deKToM npu yBEIMUEHUH BPEMEHU MHKYOaIuu ot 2 10 24 gacoB. DToT dhdexT
MEHEE BBIPaXCH YeM TaKOBOH MPHU CBETOBBIX YCJIOBUSAX HMHKyOaruu (puc.4.3.1),
4TO MOXET YKa3bIBaTh Ha BO3MO)KHOE BJIHSIHHE CBETAa HA YCHIICHHE TOKCHYECKOTO
neiicTBuM cepedpa Ha MoJeKysbl xjaopodumia. [IpeanonokuTenbHo, CBET MOXET
ycunuBarh reHepanuio ADK B mpucyrctBun uoHOB cepebpa. [lpm stom, 1o
HaIlleMy MHEHHIO, CJIEIyeT yKa3arh, YTO B TE€X KE TEMHOBBIX YCIOBUAX MeEIb
BBI3BIBACT MOXOXKUHM 3(D(PEKT CHIIKEHUE ATOTO TapaMeTpa, HO TIPH KOHIIEHTPAITUHU B

10 pa3 6osnbiie (puc.4.2.12, Meb TEMHOBAsE HHKYOAIIHs).

Ag* TemHOBasA MHKyb6auusn
0.07 -
0.06 -
.
I T
0.05 - 1
T
. 0 Control
.0.04
2 [ 0.05uM
< 0.03
. H0.1uM
0.02 - H 1pM
0.01 -
0
2h 24h

Puc. 4.3.12. Hzmenenue onmuueckou nNIOMHOCMU 6 NONOCE NO2NOUEHUS
KApomuHouoo8 (Amax=480 Hm) xynemypwr muxposooopocau S. quadricauda e
KOHmpone u npu uHkybayuu c cepebpom. Hukybayus kKiemok 00 Hauala
uszmepeHus npogoounacs 2 u 24 u 6 omcymcmeuu oceeujeHus. * — docmoseproe
omauuue om koHmpoas npu p < 0,05.

[Tornomienne KapOTUHOWUIOB MPU TEMHOBBIX YCIOBUSAX TaKXKe, KaK W TPH
CBETOBBIX TOYTH HE M3MEHSETCS BO BPEMEHH WHKYOAIlMW TMPU KOHIICHTPAIIUSIX

cepedpa 0,05 u 0,1MKM, HO MOCTENEHHO YMEHBINACTCS NPHU ACHCTBUM cepedpa B
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koHIeHTpauun IMxkM  (puc. 4.3.12). Dddexr CcHUKeHUs coaepKaHus
KapOTHMHOWJOB TIPU JEHCTBUM cepebpa B MaKCHUMAaJbHOW KOHIIEHTpAIlUU IPHU
TEMHOBOM MHKYOaIluu KJIETOK MEHEE BBIPAXKEH YEM TaKOBOE JICHCTBUE B YCIOBUSX
CBETOBOM MHKyOanuu (puc. 4.3.2).

OTHoIICHNE XK€ TOIIONMIEHUS XJIO0pOoPUilIia K MOTIOMICHUIO KapOTHHOUIOB
yepe3 2 W 24 yaca UHKYOAlMu TMPaKTUYECKHM HE U3MEHSETCS IMpU BCEX
KOHIeHTpamusix cepedpa (puc. 4.3.13). Uto yKa3piBaeT Ha OTCYTCTBHUE
JNeCTpyKTUBHOTO 3(ddexkTa cepedbpa B OTCYTCTBUU CBETa, MO KpailHEH Mepe B

HCCJICAOBAHHBIX HAMHW KOHIOCHTPAIUAX.

Ag* TemHOBasA MHKyb6auusn

O Control
0 0.05uM
HO0.1uM
H1iuM

to A
e o
> W

2h 24h

Puc. 4.3.13. H3zmenenue unmeHcusHocmu no2i0ujeHus Xxiopoguiia K
NOSIOWEHUIO  KAPOMUHOUOO08 KyIbmypbl Mukposodopocau S. quadricauda ¢
KOHmpone u npu uHKybayuu c cepedbpom. HHKybayus kiemox 00 Hauania
uMepeHus npo8oounacy 2 u 24 4 6 omcymcmeuu oceeujeHus..

4.3.5. Baiusinue cepeOpa Ha MHTEHCUBHOCTH (UIyOpeCHEHIMH OTKPBITHIX
n 3akpeiThix PIl ®CII B cycnmem3uum kJjerok S. quadricauda mpu wux
MHKY0AIHH B TEMHOBBIX YCJIOBHSIX

TaK}KG, KaKk WM IIpH CBCTOBBIX YCIOBHAX MW IIPpHU TCMHOBLIX YCIOBHAX
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MHKYOAIIMM KJIETOK MX OTHOCHUTEINIbHAS MepeMeHHast QyopecueHlrs XJaopoduia
B KOHTPOJBHBIX YCJIOBHUSX NPU YBEIWYCHHH BPEMEHU HHKYOAuu OoT 24 10 244

daktuyecku He u3Mensercs (puc. 4.3.14).

Ag*TemHoBaA UHKYbauua
1 _
0.8 N ]: I ]: ]__

06 O Control
t> 0 0.05uM
=04 - m0.1uM

0.2 - | E1pM
0
2h 24h

Puc. 4.3.14. H3menenue omHOCUMENbHOU NepeMeHHOU  ryopecyeHyuu
xaopoghunna Kynemypsl mukpogooopocau S. quadricauda e xommpone u npu
uHKybayuu ¢ cepeopom. Unkybayus kiemok 00 Ha4ana uzmepeHus nposoounacs 2
u 24 u 6 omcymcmesuu oceewjenus. * — 0ocmogeprHoe omaudue om KOHMpois npu
p <0,05.

Cepebpo B konuentpanusax 0,05 u 0,1MxkM Tak e, Kak U B cliydae CBETOBOM
WHKyOalM He BiausgeT Ha 3HadeHue mnapamerpa F,/F,. Ho yBemuuenue
KOHIIEHTpalluK cepedpa B cpele HWHKyOaluu MuKpoBogopocieid mo 1MxM
IPHUBOINT K 3HAUYUTEIIBHOMY JOCTOBepHOMY cHIbKeHuto F\/Fp,, yka3biBaromeMy Ha
HapyiieHue dS(PQPEKTUBHOCTH TEPBUYHBIX (POTOCHHTETUYECKUX TIPOIECCOB B
pe3yabTare IeCTPYKTUBHBIX MPOIecCOB B (OTOCHHTETHYECKMX MemOpanax u PII.
[Tpu sTOM yBenMueHHE BPEMEHU HE M3MEHSIET BHIPAXKEHHOCTH ATOTO 3(deKTa, u4To
YKa3bIBaeT HA TO, YTO OCHOBHBIE JECTPYKTHUBHBIC TIPOIIECCHI MMPOUCXOAST B TIEPBHIC

JBa Yaca I/IHKy6aHI/II/I N OTCYTCTBHC CBCTa HC CHOCO6CTBYCT AKTHUBaIllN1
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aJlaliTAlMOHHBIX PEMApalMOHHBIX IPOLECCOB. DTOT (PakT, KaK OTMEYAJIOCH BBILIE,
TpeOyeT NaJbHENIIEr0 NCCIEOBAHNS U aHAJIN3A.

Taxxke, Kak ¥ B COOTBETCTBYIOLIMX IPENBIAYLIMX pas3Aeiiax B cilydae C
MeIbl0 U cepeOpOM B CBETOBBIX YCIOBHUSX MBI MOCMOTpPENIH, KaK H3MEHSIOTCA
otaensHo Fo u Fr, pu ycrnoBusix TeMHOBOM MHKYOAIMK MpU AeWCTBUU cepedpa U B
KOHTpoJe. YTOOBI HCKIIIOUUTH 3aBUCUMOCTD F, 1 Fi OT KOHIIEHTpaluy NUrMeHToB,
MBI JIEJINJIM UCXOAHbIE 3HayeHus F, u F, Ha onTHyecKyro IIIOTHOCTH CYyCIIEH3UH

IpU JJIMHE BOJIHBI BO30OY)1eHus ryopecueniuu 450 uMm (puc. 4.3.15).

Ag* TemHoOBas UHKy6auuA A Ag* TemHOBasA MHKybauusn B
700 -
(] -I' [ 'I'
< 150 - A I 3 600 - b
:o O Control :E 500 - O Control
£ 100 - 00.05uM £ 400 - 00.05pM
o o—
g * m0.1uM g 300 - m0.1uM
‘s 50 - * %, 200 -
<$ H1pM 2 N 1pMm
< 100 -| * *
0 0
2h 24h 2h 24h

Puc. 4.3.15. HUsmenenue yoenvHvlx 3HaueHuli MuHumaivHou (A) u
makcumanvhou gayopecyenyuu (B) (8 pacueme wma eounuyy nozioujeHHO20
C8emoBoll SHepauU) Kyromypsvl Mmukposooopocau S. quadricauda ¢ konmpone u npu
unxkyoayuu ¢ cepebpom. MUnkybayus kiemox 00 HA4aia uzmepenus nposooulacs 2
u 24 u ¢ omcymcmeuu oceewenus. * — 00cmogepHoe omaudue om KOHMpOoJs npu
p <0,05.

B ommmumne oT ciaydas MHKyOanuu B yCIOBUSX ocBemieHHs (puc. 4.3.5A),
yACIBHOE 3HAYCHUE HMHTCHCUBHOCTH MUHUMAIBHOU (DIIYOPECICHIIMN B pacyeTe Ha
€IMHHUILY MOIVIOLIEHHOM cBeTOBOM 3Hepruu (F*0) B KOHTpOJIEe C TeUeHHEM BPEMEHU
B YCJIOBHSIX TeMHOBOM WHKyOaruu (puc. 4.3.15A) ymeHblaeTcs Ha OOJIBIIYIO
BenuunHy (17%).

[Ipu xoumentpamusx cepeopa 0,05 u 0,0lMkM B TEMHOBX YCIOBUSX
MIPOUCXOJUT HEKOTOpOE HENOCTOBEpHOE yBenuueHue mnapamerpa (F*y) mo
CpaBHEHUIO ¢ KOHTpoJeM. [Ipu koHmeHTpanuu cepedpa M B TEMHOBBIX yCIIOBUSX
MPOUCXOANT 3HAYUTEILHOE CHIDKCHHE JTOTO TMapaMeTrpa IO CpPaBHEHHUIO C

KOHTpOJIEM U 00Jiee BEIPAXKEHHOE IIPU YBEJIUYEHUH BPEMEHU MHKYOAlIUH.
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VYnenbHas MakcuManbHas ayopecueHnus (F*,) B TEMHOBBIX yCIOBHUSX B
KOHTpOJie CHIKaercs mpumepHo Ha 23% ot 24 k 24u (puc. 4.3.15B), uto
CpPaBHHUMO C TAaKOBBIM IIPH CBETOBBIX YCIOBUSAX MHKyOaruu (puc. 4.3.5B) u taxxke
yKa3blBa€T Ha HEKOTOPBIM ypOBEHb HE(POTOXMMUYECKOTO TYIICHHS B TEMHOBBIX
ycnoBusix. Ilpu onenke BiausiHus cepeOpa B koHueHTparusax 0,05 u 0,01mMkM Ha
napamerp (F*.,) npu TemHOBOM MHKyOanuu KjaeToK W3 pucyHka 4.3.15B BujHo,
YTO OH HE3HAUYUTEIbHO YBEJIMYUBAETCS MO CpPaBHEHHIO C KoHTposiem. llpu
KOHIIEHTpauuu cepedbpa 1 MkM HaOmomaercs JOCTOBEPHOE 3HAYMTENIBHOE
CHUKEHHE ITOTO MapaMeTpa Mo CpaBHEHUIO ¢ KOHTpolsieM nmodtu Ha 90% uvepes 2 u
24 yaca UHKyOaI1u.

4.3.6. Biusinne cepedpa Ha HHTEHCUBHOCTH (UIyopeCHEeHIMH OTKPbITHIX
n 3akpeiThix PII ®CII B ommHOuYHBIX KJeTkax S. quadricauda mpu ux
HHKYOAIIMU B TEMHOBBIX YCJIOBHSIX
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Puc. 4.3.16. Coomnowenus medxcoy unmencugHocmvto maxcumanvrol (Fg) u
unmencuenocmoto munumanvhou (Fy) gayopecyenyuu xiemku 6 nonynsayuu

KIemoK KyIbmypbl MUKpogooopociu S. quadricauda 6 KOHMPONbHBIX YCLOBUAX U
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npu oeucmeuu UOHO8 cepebpa. MHKybayus Kiemok 00 Ha4ana uzmepeHus

nposoounace 24 u 6 omcymcmeuu ceema. *

— oocmoeeproe omauuue Oom
konmpons npu p < 0,035.

AHaNOTUYHBIM TOJAXOJA, ONHMCAHHBIA BBIINIE MbI HKCIOJNB30BAIM IS
u3MepeHus (pIyopecIeHIIny Ha OIMHOYHBIX KJIETKaX MPU WX TEMHOBOW MHKYOAIuu
24 yaca npu aeictBuu cepedpa u 6e3 Hero (puc. 4.3.16). Takxke, Kak ¥ B CBETOBBIX
YCIIOBHUSIX MHKYOAIlUd MBI TIPOBENH HM3MEPEHHS (DIyopecIeHITMN Ha OJMHOYHBIX
KJIETKaX, M0 BBISBIICHUIO UX T€TEPOr€HHOCTh B OOIIEH MOMyJAIMU, B TOM YHUCIIE U
[0 UX YYBCTBUTEJIBHOCTU K, UCCIEAYEMOMY TOKCUKAHTY. Takas reTeporeHHOCTb,
BBISIBJISIEMAs 10 MHTEHCUBHOCTH ()IYyOPECIEHIIMY OJJUHOYHBIX KJIETKaX, Obljla HaMu
obHapyxeHa (puc. 4.3.16).

Ha pucynke 4.3.16 MOXXHO YBUIETh 3HAUYUTEIBHYIO T€TEPOTEHHOCTh KJIETOK
no napamerpaMm mMuHumanbHOU (F, Ha kieTky) u makcumanbHOU (Fg Ha KIETKY)
duryopeclieHIIMM Kak B KOHTpOJIe, TaK W B 0Opasliax C COACpKAaHUEM HOHOB
cepedpa B koHIeHTpanusx 0,05 u 0,1 MxM. OgHako npu KOHIIEHTpaIuu cepedpa
10MxM HabI0Ma€TCS TOIBKO MOMYISAIUS KIETOK C HE3HAUUTEITbHBIMHU 3HAYCHHUSIMU
(uepHBIC TOUYKH), ONMU3KUMH K HYIIO, mapameTpoB Quyopecueniuu (F, u Fg). Ho B
cllyyae TEMHOBOW WHKyOallMM aMIUIUTyJa Kojie0aHUM W3MEHEHHM HATUX
napamMeTpoB ObLIa HECKOJIBKO BBINIE YE€M JIJIsi Cy4asi CBETOBOM HMHKyOaluu, T.e.
INPUCYTCTBYET  HEKOTOPOE  pACIpEAENCHHE 10  BEJIUYMHE, HUCCIEeIyeMbIX
napameTpoB, HO HE3HAYUTEIIHHOE.

JIyist cmydasi TEMHOBOM MHKYOAITUU HAMH TaKKe ObLTH pacCUYMTaHBI CPEIHUE
Ha Ki1eTky 3HaueHus F, u Fg o ganaeiM FRR-mukpoduryopumerpun (puc. 4.3.17).
Takke ynelbHbIE MOKAa3aTelld Ha OJIHY KIJIETKY H3MEHSIOTCS B OIBITE Tropaslio
CUJIbHEE, YEM TE K€ MOKA3aTesid B pacyeTe Ha €AUHUIlY MOMIOLIEHHOW SHEPIUu
s cycnien3un kietok (Puc. 4.3.15 A, B, 244), uro Takxke yKas3blBaeT Ha
MOTCHIIMAIBHO 00Jiee BBICOKYIO UYBCTBUTEIHHOCTH (DIyOpHMETpUHM OIMHOYHBIX
KJIETOK M B ATOM CEepUU IKCIEPUMEHTOB. B 3TOM KOHKpPETHOM cilyyae ylelabHbIe
3HaueHus: F, u Fg¢ B 3aBUCMMOCTH OT KOHIEHTpalMu cepedpa H3MEHSIIUCH

HEMOHOTOHHO (puc. 4.3.17).



182

3500
~ *
3 3000 I
e
s 2500 -
Q T
3 2000 O Contr
£ .
o I [00.05uM
€ 1500 il
09_3 T . mO0.1uM
S T m1uM
S 1000 ) H
(2] T
g
(@]
= 500
L
* *
0 [ | [ ]
aver Fo aver Fst

Puc. 4.3.17. Cpeonue snauenus munumanvuou (Fo) u maxcumanvuou (Fst)
@nyopecyenyuu Ha 00HY K1emK) Kyabmypvl mukposooopociau S. quadricauda 6

KOHMPONbHBIX YCI08UAX U NpU Oeticmeuu cepebpa. Mnkyoayus kiemox 0o Havania

*

UsMepenus HPOBOaMﬂaCb 2446 omcymcmeuu ceemad. — OOCWIOGQPHOQ omjauvdue

om koumpons npu p < 0,035.

B xonnentparmu 0,05 u 0,1MxM 6bu10 3adukcupoBano ysenuuenue Fo u Fyg,
a npu Oosbliuell KOHIEHTpauuu 1MKM 3HaYUTENbHOE YMEHBIIEHHE OTHOCUTEIBHO
KOHTPOJISI, IOYTH 70 HyseBoro ypoBHs (Puc. 4.3.17). ITpu atoM 3 ekt cHmKeHus
napametpoB F, u Fg npu nelictBun cepedpa B MaKCHUMaJIbHOW KOHIICHTpaIlUU
BBIPAKEH HECKOJIBKO MEHBIIIE 10 CPABHEHUIO C TAKOBBIM MPU CBETOBOM MHKYOAIIMU
kietok (Puc. 4.3.7). Ho ciienyer otMeTutb, 4YTo 3Q(HEKT yBEIMUESHHUS MapaMeTpOB
Fo u Fg nipu nelictBum cepedpa B HaMMEHbIIEH, MUCCIEIOBAHHOW KOHIIEHTPALIMH
(0,05 MKM) B ycaOBHSX TEMHOBOW HMHKYOAllMd 3HAYUTEIILHO M JIOCTOBEPHO
OTJIMYAETCS 10 OTHOLICHUID K KOHTposro. [Ipy yBenMYeHMHM KOHUEHTpauuu 10
0,1MKM BBIpa)XeHHOCTH Takoro 3 (deKTa yBeIUUEHUs, UCCIEAYEMBIX MTapaMeTPOB
nagaeT. Takum oOpa3oM neiicTBue cepeOpa B HamMmeHbIe konmentpanuu 0,05
MKM Ha napamerpsl F, u Fy nposiBnsercs B Buae ropMmesnca, MEXaHU3MbI KOTOPOTO

CIIC MMPCACTOUT UCCIICIOBATH B I[ElJ'IBH@fIIHGM.
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Taxxke, Kak W B TPENbLAYLIIMX pas3nesiax pe3yiabTarbl perucTpanuu

(ITyopecCICHIIMK Ha OTACIBHBIX KIIETKaX MpeacTaBicHbl B koopauHaTax AF/Fg n Fg

(puc. 4.3.18).
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Puc. 4.3.18. Coomnowenuss mexncoy UHMEHCUBHOCMBIO  MAKCUMATbHOLL
@nyopecyenyuu xnemxu (Fy) u gomoxumuueckum xeanmosvim evixooom DCII
(AF/Fy) 6 nonynsayuu kiemox Kyibmypbl Mukposooopociu S. quadricauda 6
KOHMPOJILHBIX YCI08UAX U npu Oelicmseuu cepebpa. Makcumanvnas ¢nyopecyenyus
knemku (Fy) npeocmasnena 6 nocapugpmuueckux koopounamax. HHKybayus
KJ1emoK 00 HAy4aa usmMepeHus npogoouldacy 24 1 ¢ omcymcmeuu céema.
Peructpanus QmayopecnieHimy Ha OAMHOYHBIX KJIETKaX Tocie 24 4acoBOM
WHKyOAllMi B TEMHOTE TAaKXE BBIABISCT HEOMHOPOTHOCTH PEAKIMU KJICTOK Ha
neiicTBre cepedpa B yCIOBUSIX TEMHOBOW MHKYOAIUH, B 0COOCHHOCTH TIPH JICHCTBHUH
ATOr0 areHTa B MAakKCUMalbHOW, HccaenyemMod KoHueHtpaimu ImMxkM. Tak,
HaOmonaeTcss pacrpeneiaeHun kinetok B koopauHatax AF/Fg m Fy (puc. 4.3.18,
YepHBIC TOYKU), B KOTOPOM MBI YCJIOBHO MOYKEM BBIICIMTH TPU KJIACTEpa, Kak U B
cillydae CBETOBOM uWHKyOanuu (puc. 4.3.8, yepHble TOYKH), HO «CPEIHUI» U

«HWKHUID KJIACTEPhl CIUBAIOTCS B Oy 00IIyI0 001acTh (puc. 4.3.18), MakcumanbHOe
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3HaueHue napamerpa AF/Fy kietok Bo Bceit 001acTu B /1Ba paza MEHbIIIE YEM TAKOBOE
IpY CBETOBOM MHKyOaruu, a uatepsai sHaueHnii AF/Fg — 0-0,34.

Kietkn o0pa3iioB COOTBETCTBYIOIINX, KOHTPOJIIO M KOHIIGHTpAllUU cepedpa
— 0,05 u 0,1 MxM 1ipu ycioBusaX 24 4acoBOM TEMHOBON MHKYOAIIMK PACIIOIOKCHBI
Ky49HO B OJJHOM OTHOCHTEIIbHO HEOONbIIOi obmacty moist ¢ koopauHaramu AF/Fyg.
[Ipu sTOM y monmyiasiiuu KIJIETOK COOTBETCTBYIOLIEH MpoOe ¢ KOHIIEHTpauuen
cepebpa — 0,05 MKM u B KOHTPOJBHOW MPOOE BBIACIACTCS MAJOYUCICHHBIC
cyononymsauuu co 3HadyeHueM mapamerpa AF/Fg paBHoM Hymo. Ilpu sToM
MakcuMaJbHbIe 3HaueHus napamerpa Fg Bo Bcex Tpex oOpasuax (kpome 1 kMM) He
npesbimaer 5310, yto Ha 40% HUKE YEeM TAaKOBOE NMPU CBETOBOM HWHKYOAIlUH.
Takum o00pa3oM BO3JEHCTBUE CBETa M HMOHOB cepedpa BBI3BIBAET OOJBIIYIO
reTeporeHHOCTh KiIeToK B koopauHatax AF/Fg u Fg yem B ciiydyae uHKyOanuu B
OTCYTCTBUU OCBEUIEHUS. BO3MOXKHO 3TO CBSI3aHO C aKTHBU3ALMEH y YAaCTU KJIETOK
penapalMoOHHbBIX MTPOLIECCOB UMEHHO B CBETOBBIX YCIOBUAX MHKYOAIIUH.

Taxxe, Kak U B SKCIEPUMEHTax NpH 24 4acoBOW CBETOBOW HMHKYyOaluu
MHUKpPOBOAOpOCTEH ObUIM  pacCuMTaHbl CpEIHHME 3HAYEHHUS 1O  KIETKaM
dbotoxumuueckoro kBaHTtoBoro Bbixoma PCII AF/Fst u B cimydae 24 dacoBoit
TEMHOBOM MHKyOaluu. B KOHTPOJIBHBIX YCIOBUSAX CpEHEE MO KJIETKaM 3Hau€Hue
dbotoxumuueckoro kBantoBoro Beixoga OCII (mapamerp AF/Fg) coctaBmino okono
0,47 (puc.4.3.19), uro 3ameTHO MeHbIe, yeM 3HadeHue F,/F., (0,74), monyueHHoe
CTaHAAPTHO MPU U3MEPEHUIX B CYCIEH3UH KJIeToK (puc. 4.3.14, 24y). Dta pazuuna
UMEEeT CHCTEeMAaTHYEeCKUH XapakTep M OOyCJIOBJI€HA Pa3IMYHbIM COCTOSHUEM
3aKPBITBIX PEAKIMOHHBIX IIEHTPOB B TOT MOMEHT, Korjga (UKcHpyeTcs

MakcuMalibHas Quyopectenius (single turnover state vs multiple turnover state).
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Puc. 4.3.19. 3nauenus cpeoneco no Kiemkam @HOMOXUMUYECKO2O KBAHMOBO20
svixooa DPCI  kynemypor muxposooopociu S. quadricauda 6 KOHMPOILHLIX
yenosusx u npu Oeticmeuu cepebpa. Muxkybayus xiemox 00 HA4aia uzmepeHust
npogoounace 24 uy @ omcymcmeuu ceéemda. * — 00CmMOGepHOe omauyue Oom
kowmpons npu p < 0,05.

[Tpu noGaeneHnu cepedpa B pa3HbIX KoHIeHTparusx uameHenus AF/Fy Ha
WHIUBUIYabHBIX KieTkax (puc. 4.3.19 3HaumTenbHO Oosiee BBIPAKEHBI, YeM
u3MeHeHus1 3HaueHwid F,/Fp, TMONydeHHBIX CTAaHZAPTHO MPH H3MEPECHUAX B
cycnieH3uu kietok (puc. 4.3.14, 244). OcoOeHHO CHIIBbHOE pa3ndue HaOIoaaeTCs
npu JCUCTBUM Majol M cpeaHeil koHueHtpanuu cepedpa (0,05 u 0,1 mxM
COOTBETCTBEHHO).

[Ipu TEMHOBBIX YCIOBHSIX WHKYOAIMH, IO JTAHHBIM MHKPY(DIYOPUMETPUN MBI
TaK)Ke BBISBWIN PA3IMYHBIE ACTIEKTHI JACHCTBUS cepebpa Ha MOMYJISIUI0 KIETOK,
KOTOpBIE HE JOCTYIHBI METOMY PETHCTpaluud (IIYOPECUICHIIMA B CYCICH3HH M
OOHApYX UM TETEPOTCHHOCTh MOMYISIIIUN KJIETOK 0 WX YyBCTBUTEIBHOCTH K
JEUCTBUIO ATOTO TOKCHWKaHTa. [Ipy 3TOM B ciiydae TEeMHOBOW HHKyOaruu ocoOas

reTepOreHHOCTh HaOmIoasach MpU JACHCTBUM HU3KOW KOHUEHTpaluu cepedpa
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(0,05 wmxM). Ilpu »sTOoM crueayeTr oOpaTuTh BHHUMAaHHE Ha OTCYTCTBHE
MOHOTOHHOCTH CHUXCHHS CPEIHETO MO KJIETKaM (POTOXUMHUYECKOTO KBAHTOBOTO
Beixona DCII - AF/F¢ npu temHOoBo# mHKyOamuu (puc. 4.3.19), B omiuume ot
TaKoOBOTO Mpu cBeToBOH (puc. 4.3.9). IIpu 3TOM 3TO COBEpIIIEHO OBLIO HE OYEBUIHO
IpY U3MEPEHUH Ha CYCTICH3HSX KIeToK (puc. 4.3.14).

N B 3TOM Cciyyae MUKPO(IyOpUMETpUUECKUIN MOIX0/ OKa3ajicsi 0ojiee TOUHBIM U
UH(POPMATHBHBIM.

Takke, Kak U B cllydae ¢ MeIbIO MPHU cBeToBOM mHKyOaruu (puc. 4.2.10) u
TeMHOBO# (puc. 4.2.20) u B ciiydae cBeTOBOM MHKyOanuu ¢ cepedpom (puc. 4.3.10),
JUIs. OoJbllIe HamIAIHOCTH pe3ynbrarel u3Mmepenuit AF/Fg Ha kierkax mnpu
JeHCcTBUU cepedpa B YCIOBUSX TEMHOBOM MHKYyOAIlMM ObLIH MPEJCTABICHBI B BUJIE
rucrorpamm pacnpenaeicuus (puc. 4.3.20).

Taxxke, kKak W B TPEOBIAYIIUX CIydasX BeCh JgUANa30H HW3MEPCHHBIX
sHauenuit AF/Fg pasnenen Ha Tpu oOmactu: obnacth Hu3kux (0 — 0,2), cpennHux

(0,2-0,4) u BeIcOKHX (>0.4) 3HAUCHUIA.

Ag TemHoBas nHkybauusa dF/Fst

|

105%

85% I
65%
xX
g H KoHTponb
=
g 45% Ag 0,05MkM
E H Ag 0,1mkM
(<
25% Ag 1mKM
I
N
= e
<0.2 (0.2,0.4) >0.4

-15%
dF/Fst

Puc. 4.3.20. [Tucmoepammer  pacnpedenenuss  OOUHOUHBIX  KIEMOK  NO

Gdomoxumuyeckou axmuenocmu DCII. Ilo ocu abcyucc — omHocumenvHas
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nepemennasn @nyopecyenyus (AF/Fst); no ocu opounam — oons xiemok 8 %.
Hukybayus knemox 6 KoHmpone u ¢ UOHAMU cepebpa 00 HAYana UsMepeHusl
nposoounacs 8 meuenue 24 y 6 omcymcmeuu 0ceeujeHusl.

Ha puc. 4.3.20 BugHO, 4TO B KOHTPOJIEC M MPpU KOHIIEHTpaluax cepedopa 0,05
u 0,1 MKkM ocHOBHas 707151 KJIETOK B MOMYJISIIMY MTONaAaeT B 001aCTh U «BBICOKOI»
aktuBHocT DOCII. Ilpu 3THUX KOHIIEHTpauusx cepedOpa JHIIb HE3HAYUTEIbHAS
JI0JIs1 KJIETOK MOMaaeT B o0nacth «Hu3koi» aktuBHOCTH DCII. D10 cornacyercs u
C APYTMMH JaHHBIMU JJisi JEUCTBUsI cepeOpa Ha KJIETKU B YCIOBUAX TEMHOBOM
WHKYyOallMM  TIOJyYEHHBIMH Ha  OAMHOYHBIX KIeTkax. C  yBeluyeHueM
KOHIIEHTpauuu cepedpa 1o 1 MxM pacnpeneneHue KIeTOK CMEIIAaeTcsl B CTOPOHY
«cpengHei» M «HHU3KO» Kareropuu. Ilpw »TOM B 001acTM HHM3KOM KaTeropuu
okaszbIBaeTcs 85% KIETOK M3 MOMYyJsiMU. TeM HE MEHEE M B 3TOM CIy4ae METO[
MUKpPO(IyOpUMETPUN OKa3bIBaeTCsl 0Oojiee MH(OPMATUBHBIM [0 CPABHEHHUIO C
METOIOM M3MEPEHHS B CYCIICH3UHM U BBISBISET TE€TEPOr€HHOCTh KJIETOUYHOMU
MOMYJISLIAH.

4.3.7. OcoOeHHOCTH JelcTBUSI cepedpa HAa HHAYKHUIO OBICTPOIii
¢uyopecueHuM B KJETKAaX KyJAbTYPbl MHKpPoOBoAopociau S. quadricauda.
OJIP-kpuBbIe M NX NapaMeTpbl

B atom paznene uccnenoBaHo BIUSHHE HOHOB cepedpa B koHIeHTparusx 0,05,
0,1, u 1 MkM B TeueHHU 24 4acOB CBETOBOM M TEMHOBON MHKYOAIIMM HA MHAYKITHIO
OBICTpOH  (pIIyOpecCleHIIMKA KYJIBTypbl MHKpoBogopociu S. quadricauda mo
CPaBHEHHIO C TAKOBOHM B KOHTpOJIE (KOHIIeHTparus Meau - 0).

Kax BuaHo wu3 mnpeacraBieHHoro pucynka 4.3.21, wuoHbl cepebpa B
koHeHTtpauusix 0,05 u 0,1 mMxkM nocne 24-4 MHKyOauuuM TNPUBOAMIN K
HE3HAUUTEJIbHOMY TylIeHUIo (uryopectieHinu xyopoduiuia. Toraa kak, mpu 3TUX
K€ KOHIICHTPAIIUSX MOCJe 2-X YaCOBOM MHKYOAITMH TIPU HETIPEPHIBHOM OCBEIIICHUN
Mbl HaOmofanu ysenuudenue amrumatyd AJ u Al (maHHBIE HE TIPEICTABIEHBI),
CBUJIETEIHCTBYIONINE O HAPYIICHUU AJIEKTPOHHOTO TPAHCTOPTa Ha YpOBHAX Qa U
PQ myma (Strasser R.J. et al, 2004; Anrtan T.K., u ap. 2009). B TeMHOBBIX e
YCIIOBHSIX TIOCJI€ 2-X YacOBOW MHKYOAIlMW B JAHHBIX KOHIICHTPAIUSAX HaOII0man
HE3HauuTeNbHOE yBenumdeHne Toiabko Al. OTcyTcTBHE Xe 3(PPEeKTOB yBeIUUEHUS

AJ u Al uepes 24 4 B mpucytcTBUu cepedpa B koHneHTparusax 0,05 u 0,1 MxM, no-
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BUJIIMOMY, CBSI3aHO C BOCCTAHOBJICHHEM (HOTOCHHTETUUECKONH aKTUBHOCTH U
nerokcukanuedr S. quadricauda, BO3MOXHO B pe3yibTare YacTUYHOTO
abcopOHupoBaHUs HOHOB cepeOpa B KICTOYHOW CTEHKE MHKPOBOAOPOCIEH

(Zimriye Aksu, 1998).

Light Dark
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Puc. 4.3.21. Hnoykyuonnvie «xpuevie gryopecyenyuu Xn a Kyiomypol
muxpogooopocau S, quadricauda nocre 24 u  eozoeiicmeusi AQNO;z; 6
konyenmpayusx 0 (koumponv), 0,05, 0,01 u I mxMonwv/n 6 c6emoswix ycio8usax npu
50 umol m2 s (A, C, E) u npu evikniouennom ceeme (B, D, F). Henopmuposanivie
OJIP-kpuswie (A, B), OJIP-kpusvie nopmuposansr na nauanvuyro (npu 50 mxc) u
MAKCUMANbHYIO UHMeEHCUsHOCmuU ¢hryopecyenyuu u npeocmasiensl 6 euoe Vi = (Fy
— Fo)/(Fm — Fo) (C, D) u pasnocmu suauenuii gpynxyuti AVt = (Vipieon) — Vigonmpons))
(E, F).

Nonsl cepedpa B MaKCMMalIbHOM KOHIICHTPAIIMKM OKa3bIBaJIM WHTHOUpYIOIIEe
BO3/ciicTBHe Ha S. quadricauda Kak B CBETOBBIX, TaK M B TEMHOBBIX YCIIOBHSX, YTO
MPOSBIISIIOCH B 3HAYUTEIBHOM YMEHBIIEHUN MHTEHCUBHOCTH (DIIYOpPECICHIIMH 10
CPAaBHEHUIO C KOHTPOJIEM BO BceX (pazax MHIYKIIMOHHBIX KPUBBIX (IyOpeCICHIIUU
(Puc. 4.3.21 A, B). HopmupoBanue KpuBblx Ha ypoBHU F,u Fp 1 mocnenyronme
BBIYMTAHUE W3 KPUBBIX MPHU KOHTPOJIE MOKA3allo, YTo MpH aercTBuu cepedpa (1
MKM) HaOmronanu ymeHsblieHwe amiuutyd ¢a3 J u |, BeposTHONW NpUUHHOU
KoTOporo siBisercs naruouposanue DTL Ha nonopHoit cropone OCII (puc. 4.3.21
E, F).

NHaykinoHHbIe KpUBBIE (DIyopeceHIny XJIopoduiia aHAIU3UPOBAI C
nomoieio JIP-tecta juist Toro, 4ToObl BBISIBUTH KOJUYECTBEHHBIC W3MEHEHHS B

dbynkuroHanbHOM cocTosHUN DCII 1 3eKTpOHOM TpaHCTIOPTE 3a €€ MpeIeTaMuU.
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ABS/RC FWFy  ABS/RC

Plags Mo Plags
Ppo Vo Poo
Pro o %o
Ro
—a—Control 24 hL —=a— Control 24 h D
—e—Agmin24 hL —e—Agmin24hD
—a—Agmid24 hL —a—Agmid24h D
—v—Agmax24hlL —v—Agmax24 hD

Puc. 4.3.22. Ilapamempor ¢hnyopecyenyuu JIP-mecma, npeocmasnensvt 6 6uode
npoyenma om KoHmpons, 20e koumpoav = 100 %. S. quadricauda nocre 24-x
yacoeoti unxyoayuu ¢ AQNO;z 6 xonyemmpayusx 0 (xommponv), 0,05, 0,1 u 1
mxMonv/1 6 ceemogvix yenosusx npu 50 umol m?2 s (A) u npu ewikmouenHoM
ceeme (B). * — docmoseproe omauuue om konmpons npu p < 0,05.

Ha puc. 4.3.22 npeacraBnensl mnapameTpbl ¢uyopecuennun JIP-tecta B
MPOIIEHTAaX OT KOHTPOJIS.

Kak BUIHO M3 MpeACTaBICHHOTO PUCYHKA, MOHBI cepedpa B MaKCUMaJbHOU
KOHIICHTPAIIMM BBI3BIBAJIM 3HAYUTEIILHOE WHTHOMpOBaHWE (HOTOCHHTETUYCCKHUX
IIPOIIECCOB, YTO MPOSBISIOCH B CHIDKCHHHM KBaHTOBOro Beixoma ®CII (F./Fy) Ha
~50% u mapametrpa Plags, Xapakrepusymomiero (QyHKIIMOHAIbHYIO AKTHUBHOCTH
®CII yepe3 napamerpsl F/Fy, wego, 1 ABS/RC. CyiiectBeHHbie u3MeHeHHUS B Plags
0OyCIIOBJICHBI, TJIABHBIM 00pa30M, YMEHBIIICHHEM N0 akTUBHBIX PI] B cBs3m C
ATUM OOHaApPYKEHO yBeJIMUeHHE pa3zMmepa aHTeHHbI Ha akTuBHbBINA PIl (ABS/RC). B
CBETOBBIX YCIOBUSAX WHKyOalMM TIPU BO3ACHCTBUU COJMU MEIW BBISBICHO

YBEIIMYEHHUE CKOpPOCTHU 3aKkpbiBaHus PLI B pesynprare orpaHnyeHHUst JIEKTPOHHOIO
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Tpancnopra Mexay Qa u Qg (yBenmumuenue My). Ilpu mnoBpexneHuu
(dboTOCHHTE3UPYIOINX MeMOpaH HOHAMHU cepebpa B BBICOKOW KOHIIEHTPAIUH
MOMIONICHHAs! HEPIUsl HE MCIOJIb30BaIach Ha (OTOXMMHIO, a PacXoJoBajlach Ha
TersioBele  motepu. OO0 3TUX TMpoIEeccax CBUAETENbCTBYET 3HAYUTEIBHOE
yBEIUYCHUE KBAHTOBOM Y(PPEKTHBHOCTH JUCCUTIAIINAYN MTOTIIOMEHHOMN YHEPTUU (¢po)
U paccesHus MOmIoumeHHoN »Hepruu B Temio Ha akTuBHBIM PIL[ (Dlo/RC) B
IPUCYTCTBUM HOHOB cepeOpa. IIpy 3TOM B TEMHOBBIX YCJIOBHSX TOKCHYECKHE
3¢ dexTbl ObUIM BBIpAKEHBI B OOJBIIEH CTENEHU, O YEM CBUICTEIbCTBYIOT
CylllecTBEeHHbIC M3MeHeHus B mapamerpax F./Fy,, ABS/RC, DIo/RC u ¢p,.

Takum obpazom, conu cepedpa B koHreHTpanusax 0,05 u 0,1 MmxM B niepBsie 2
yaca MHKyOalluu BbI3bIBANIM yacTUyHOe HapymeHue B DTL[ mukpoBogopocieii, a
pu 24 yacax IIPOMCXOAWIO aJalTallHOHHOE BOCCTAHOBJIEHHUE ATOro npouecca. Ho
B CBETOBBIX YCIOBHMSX HHKYOalMd HUMEIO MECTO HEKOTOPOE J03a3aBHUCHUMOE
CHUXEHHE UIyOpeCleHIIMH BO BceX (a3ax MHIYKIMOHHBIX KpuBbIX (puc.4.3.21 A).
[Ipn koHueHTpamuu cepedpa I MKM NpPOUCXOAUT 3HAYUTEIBLHOE MHTHOMPOBAHUE
(OTOCUHTETUYECKOM aKTUBHOCTHU, YTO MPOSIBISIIOCh B CHM)KEHHUU BCEX Y3JIOBBIX
(a3 MHAYKIMOHHBIX KpWBBIX, kBaHTOBOro Bbixoma ®DCII (F./Fy) u yBennueHus
nuccunanuu - noromeHHo sHeprun B temno  (DIg/RC u  ¢py). Ilpuuem
ToKcu4eckuii 3pdexT Ob11 O0siee BHIpaKEH B TEMHOBBIX YCIIOBUSX MHKYOAIIHH.

4.3.8. Bansinue cepedpa Ha XapaKkTep CBETOBbIX KPHBbIX OTHOCHTEJIbHOI
CKOpoCTH JINHEHHOTO0 3JIEKTPOHHOIO TPaHCIOPTA (rETR) 7]
HeoToxummuueckoe tymenne NPQ

Ha puc. 4.3.23 npencraBiieHbl CBETOBBIE KPHUBBIE JIMHEMHOTO 3JEKTPOHHOIO

TpaHcnopra 151 HE()OTOXMMUYIECKOTO TYLICHUS.
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Puc. 4.3.23. buvicmpvie ceemogvie Kpugvle OMHOCUMENIbHO20 JIUHEUHO20
anekmponnozo mpancnopma (fETR) (A, B) u wnepomoxumuueckoco mywenus
(NPQ) (C, D) S. quadricauda nocre 24-x uacoeoii unkyboayuu c cepebpom 6
konyenmpayuu 0,1 mxM 6 ceemosvix ycnosusx npu 50 umol mZs* (A C)u npu
svikouennom ceeme (B, D).

U3 pucynka 4.3.23 BugHO, uTo cepedpo B koHueHTpauu 0,1 MKkM oka3biBatoT
HE3HAYNTEIHHOE BO3/ACUCTBHE HA CKOPOCTh HEIUKINYECKOTO JJIEKTPOHHOTO
TpaHCIOPTa, TOTAa Kak B KoHueHTpauuu B 10 pa3 Beime (1 MkM) Mbl oT™Medann
MOJIHOE MHTHOMPOBaHUE (DOTOCMHTETUUECKUX MPOIIECCOB MPUYEM KaK B TEMHOBBIX,
TaK U B CBETOBBIX YCJIOBHUSX (JaHHBIE HE TIPEJICTaBIEHBl W3-3a CHJIHHOTO
MOJIABJICHUSI TIPOILIECCOB W TIOITOMY TIEPEKPHIBAHHS TMPUOOPHBIMHU IIyMaMHu
noJsie3Horo curHana). CBETOBBIC K€ KPHUBBIE HE(HOTOXMMHUYECKOTO TYIIEHUS IS
KOHTPOJISI B CBETOBBIX YCIIOBUSX OBLIN BBIIIC, YEM B TEMHOBBIX, UTO IMMOATBEPIKIACT
TO, YTO MexaHu3Mbl NPQ B 3HAUMTENbHON CTENEHW AKTUBUPYIOTCS Ha CBETY. B
UCCIIEyeMbIX KOHIICHTPAIlMU cepeOpo HE BBI3BIBAIO 3HAYMMOTO BO3JCHCTBUS Ha
NPQ B CBETOBBIX YCJIOBHSX, OJHAKO, B TEMHOBBIX YCIOBUSAX BBISBICHO
yBennuenue NPQ nipu nerictBuu cepedpa B faHHO#M KoHIeHTpaiuu (4.3.23 D). Uto
nokasbiBaeT Oosnbliee BiussHue Ha NPQ cepebpa B TEMHOBBIX YCIOBHUAX

WHKYOAITnu.
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4.3.9. Buausinue cepeOpa Ha mnapaMeTrpbl KPHBBIX 3aTyXaHHs
(pryopecueHIMHM B NMUKO- 1 HAHOCEKYHIHOM JHANA30HE B CYCIICEH3MHU KJIETOK
KyJbTYPbl MUKPOBOAOPOCIH S. quadricauda

Taxxe, kak w s Mmenu B pasuene 4.2.9. B sToMm pazaene Haiieu
HKCIIEPUMEHTAJIBHOM pabOTBl MBI IPUBOJMM PE3YAbTaThl aHalu3a KPHUBBIX
3aTyxanus (uyopecuenuuu Xi a kieTok S. quadricauda B KOHTpOIBHOM 00pasiie
U B o0Opasiie B MPUCYTCTBUU cepedpa B KoHIeHTparuu 1 MkM mocie 24 yacoBoii
MHKYOallMM B CBETOBBIX M TEMHOBBIX YCIOBHUAX. Takxe Uil aHaldu3a KPHUBBIX
3aTyXaHWs Mbl UCIIOJIb30BAIN JIBYXOKCIIOHEHIIMAILHOE TPUOIMKEHHE JIs1 KaXKI0TO
oOpasla, KoTopoe AaeT 4 BEJIMYMHBI — JBa XapaKTEPHBIX BPEMEHU (T1 U Ty), U JBE
MPEIPKCIIOHEHTHI («aMILTUTYb», A; 1 Ap), oncaHHbIe B paszene 4.2.9.

YcpenHeHHbIE MO IOBTOPHOCTSAM PE3ylbTaTbl HM3MEPEHUN 10 KPHUBBIM
3aTyXxaHus (UIyOpeCUEeHLIMH B CYCHEH3UWM MpeAcTaBieHbl B Taomuue 4.3.1.
[Tockonbky mapameTpbl A; U A, TUHEHHO 3aBUCAT OT COACP)KAHUSA NMUTMEHTOB B
oOpasiiax, a coJiepaHue 3TO U3MEHsIach OT o0pasiia K o0pasity, AJisl KOPPEKTHOTO
CpaBHEHMsI MbI Cpa3y MPUBOJNM HOPMHUPOBaHHbBIC 3HaUCHHS aMIUTATY (Ar* u Ay*)
Ha eJIMHUILY MTOMIOIIEHHOTO BO30YKIAIOIIEro CBETa Ha JJIMHE BOJIHBI BO30YX/ICHUS
455uM:

Ar* = Ay/Dyss,

Ag* - A2/D455.

3nech Mbl IPUBOJUM TOJIBKO PE3yAbTaThl JJIsi cepedpa B MaKCUMAaIbHOM,
WCCJIeIOBaHHOM KOHIIEHTpaluu 1 MKM, Tak Kak 1Mo mpeaBapuTeIbHBIM U3MEPEHHSIM
(manHbie HE mnpenacTaBieHbl) A(hQexThl 0ojiee HU3KUX KOHIEHTpAlMK ObLIN
IpPEeHEeOPEKUMO MAJIBIMHU, a MOJHOLICHHOE U3MEPEHHUE CUTHAJIOB C MaTeMaTH4eCKON

U CTATHUCTHYECKON 00paboTKOM moTpedoBaso Obl 3HAYUTEITHLHOTO BPEMEHH.

Tabnuya 4.3.1. 3unauenue napamempog Kpusvlx samyxarus Guyopecyenyuu 8
cycnensuu S. quadricauda nocie 24 uacosoti unkybayuu 6 memHOBbIX U CEeNnOB8blX

VCN08USAX 8 KOHMpPOTle U 8 npucymcmesuu cepebpa 6 konyenmpayuu 1 mxM.



194

A A* pons
O6pasey, Ty, HC T,, HC ! ! A *1, A*-T, | mepneHHOM
OTH. ep,. OTH. ea.
KOMMOHEHTbI
KoHTponb
TemHoBasn 0,447 1,165 87,0 108,7 39 127 0,77
WMHKybauus
KoHTponb
CseToBas 0,426 1,030 84,0 138,8 36 143 0,80
WMHKybauus
Ag 1 mkM
TemHoBanA 0,179 1,208 106,5 31,9 19 39 0.67
WMHKybauus
Ag 1 mkM
CseToBas 0,096 0,826 58,4 40,5 6 33 0.86
WMHKybauus

B Tabmuue 4.3.1 mpeactaBieHbl JaHHbIE PE3YJIbTaThl TOJBKO IMPU CaMOU
00JIBIION M3 UCCIIEOBAHHBIX HAMU KOHIIEHTpalnui cepedpa (I MkM) B cpaBHEHUH
C KOHTPOJIbHBIM 00pa3LoM.

Bxiaag pekoMOMHAIIMOHHON KOMITOHEHTBI, KaK U B OIBITE C MEJbIO, BEIHK.
[ToaTOMy 1O YCITOBHSM H3MEPEHUN ATH JaHHBIC ONMKe K COCTOSHHIO 3aKPBITBIX
PII (1 B koHTpOJIE, ¥ TP IEUCTBUU cepedpa).

[lo cpaBHEHHIO C MebIO, IJIe B OCHOBHOM MEHSJIUCh aMILUTUTYNBI, 371€Ch
BUJIHO 3HAUUTEIHLHOE M3MEHCHHWE BPEMEHU XU3HH OBICTPON KOMITOHEHTHI. OHO
YMEHBIIIAeTCs MPU MHKYOAlMK ¢ TOKCUKAaHTOM B TEMHOTE B 2,5 pa3a, a Ha CBETY —
nouTH B 4,5 pa3a. DTO TOBOPUT O CHJILHOM JUHAMUYECKOM TYIIEHUU BO30YKIEHUS
B AHTEHHOM KOMILIEKCE. DTO MOKET ObITh KAaTHOH pagukan Pegy', KOTOpbIit
HAKAIlJIMBAETCAd TP  HUHTUOMpPOBaHUU  (TIOBPEKIEHUHU)  BOJOPA3JIAraromiero
KOMITJIEKCA.

OO6murast mmomranb mox KpuBou 3aryxanus (A;*-ti+ A,*1,) mipu nericTBuH
cepeOpa ymeHbIIasiach B 3 pa3a OT KOHTPOJHHOTO 3HAUCHHUS MPU MHKYOAIlMu B
TEeMHOTE U OoJiee ueM B 4 pa3a Mpu MHKYOallMM Ha CBETY. DTO COIVIACyeTCsl C TeM
KaK yMEHBINACTCS BEIMYMHA YACITbHON MaKCUMalbHOW (yopeciieHIuu Ha
npubope AquaPen u MakcuMalibHas (IYOpECUEHIMS Ha KJIETKY IO JaHHBIM
mukpodyopumerpa (Fg).

Bpemst >xu3HU MEJICHHONW KOMIIOHEHTHI T, HE M3MEHSJIOCh MPU WHKyOaImu

KJIETOK C cepeOpoOM B TEMHOTE, HO COKpAIlaJOCh B MOJTOpa pa3a MpHU WHKYOAIluu
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Ha CBETy, YTO TIO3BOJIIET MPEANOJOXKUTh (POTOOKUCIUTENbHBIN XapakTep
noBpexaeHus peakuuonHoro mentpa OCIl ¢ yBennueHnem B HEM KOHCTAHTBI
0e3bI3,Ty4yaTelIbHbIX TOTEPh YHEPTUH.

Taxum o6pazom A cepedpa Mbl HAONIIOAEM TYIICHHUE TI0 TMHAMUYECKOMY U
CTaTHYE€CKOMY MEXaHU3MAaM.

4.3.10. O0001meHHe pe3yJbTATOB MO JAEHCTBHIO cepedpa HA NMepBUYHbIEC
(poTocMHTEeTHYECKHE MNPOLECChl Y TMPECHOBOAHBIX MHKPOBOAOPOCJIei
Scenedesmus quadricauda ¢ moMoIIbI0 MEeTOIOB perucTpanuu (pJayopecueHIuu
XJ0popuiiia NpU KyJIbTUBAIUN BOAOPOCIIell ¢ HOHAMHU cepedpa B TEMHOBBIX U
CBETOBBIX YCJIOBHSIX.

Takum 00pa3oM IIPOBENEHHOE HCCIEI0BAHME BIMAHUA HOHOB Ag’ Ha
NEpBUYHbIE  MpoLecchl  (OTOCHMHTE3a  MPECHOBOJAHBIX  MHUKPOBOJOPOCIHEH
Scenedesmus quadricauda BBIIBHJIO PsIJT BaKHBIX aACIEKTOB BO3JICHCTBHS 3TOTO
TOKCUKaHTa Ha (DOTOCUHTETHYECKUH anmnapar KJIETOK.

[Ipu KOHIIEHTpAMAX Ag+ 0,05 u 0,1 MmxM He HaOMIOMANIOCHh 3HAYNUTEIBHBIX
M3MEeHEHUil B cojiepKanuu xjaopouina 1 kapotunounos. [Ipu konnenrpanuu Ag*
1 MKM O0TMEYEHO CYIIECTBEHHOE CHUKECHHE COCPIKAHUSI 00OUX TUIIOB IMUTMEHTOB,
NpUYeM KapOTHHOWJBI OKa3ajauch 0o0Jiee YCTOMYMBBIMM K TMOBpEXICHUIO. B
CBETOBBIX YCIOBUSAX S(DPEKT CHWKEHHS COACpKAHUS TUTMEHTOB ObLT Oolee
BBIPAXEH, YTO MOXKET yKa3blBaTh Ha BO3MOXKHOe ycuieHue reHepauuun ADK B
MIPUCYTCTBUU MOHOB cepedpa Ha CBETY.

BrisBrnensl u3meHeHuss B mapamerpax (QayopecteHimu. OTHOCHUTENIbHAS
nepemenHas (ayopecuennus (F./Fy) B cycrnieH3un KIETOK MmoKa3ajia 3HaYNTEIIbHOES
cHmkeHne npu konueHnTpanun Ag' 1 MKM, 0cOGEHHO B TEMHOBHIX YCIOBHUSX.
W3mepeHust Ha OTAETBHBIX KJIETKaX BBIABIIIA 00JIee CIOKHYIO KapTUHY U3MEHEHU M
(oroxumuueckoro kBantosoro Beixofaa ®CII (AF/Fy) npu neiicteuu Ag”, BKIodas
3¢ eKTh TopMe3rca IPH HU3KUX KOHIICHTPAIIHSX.

BoisiBieHa TreTepOreHHOCTh B OTBETE€ Ha BO3ACHCTBUS B  MOIYJISALMH
MUKpOBoOJiopociiel. M3MepeHrs Ha OTAENbHBIX KJIETKaxX MOKa3aldu 3HAYUTENbHOE

YBEJIIMYEHUE TETEPOTEHHOCTH MOMYJSLMU MO HapaMmerpaMm (QIyopecleHLUd Tpu
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neiicteun cepebpa. Ilpu koHnentpanuu 1 MxM Ag' nHabmonanoch pasjeneHue
MOMYJISIIIUK Ha HECKOJIBKO TPYMI ¢ Pa3IuYHOW MHTEHCHUBHOCTBIO (PIIyopeciieHITnn
U (POTOXMMUYECKHM KBAHTOBBIM BBIXOJIOM. JTa TIe€TEPOreHHOCTh Oblia OoJee
BBIPDA)KEHA B CBETOBBIX YCIOBUSX, UYTO MOXET YKa3blBaTb Ha pPa3IUYHYIO
CHOCOOHOCTD KIIETOK CIIPABIIATHCSA C OKUCIUTEIBHBIM CTPECCOM.

BrisiBieno BnusHHE cepeOpa Ha dSIEKTpOHHBIM TpaHcnopT. AnHamuz OJIP-
KPMBBIX BBISIBUJI 3HAUMTENBHBIE H3MEHEHHs B (JopMe KPUBBIX NpH AekicTeuu Ag™ B
xoHneHnTpanuu 1 MkM. Habmronanock camkenne kBantoBoro Beixoga @CII (F /Fr)
u napamerpa PIABS, xapakrepusyromiero ¢yHkimoHanbHy0 aktuBHOCTH DCII.
Veenmuuenue napamerpoB My, DIf/RC u ¢DO cBumerenscTByeT 0 HapylIeHUH
AIIEKTPOHHOTO TPAHCIIOPTA U YBEIMYECHUH TETUIOBOU IUCCUTIAIIMY SHEPTHH.

BoisBlieHbI pa3nuuvs MEXIYy CBETOBBIMU U TEMHOBBIMHU  YCIOBHUSMHU
MHKyOaluu KIeTOK. B 1enom, Tokcudeckoe neiicteue Ag™ 6buio  Gosee
BBIPAKEHHBIM B TEMHOBBIX YCIIOBUSIX. DTO MOXET OBITh CBSI3aHO C T€M, YTO B
CBETOBBIX YCJIOBHSIX AaKTHBUPYIOTCS 3allUTHBIC MEXaHW3MBI, B YaCTHOCTH,
Mexanu3Mbl  Hedoroxummuueckoro TtymeHus (NPQ). Ongnako mnpu  BBICOKHX
koHnenTpanusax Ag* (1 MkM) cBeTOBbIE YCIOBHS YCHINBAIN TOKCUUECKHiT d(dexT,
BO3MOYKHO, U3-3a ycriieHus renepanuu ADK.

BoisBieHbl  M3MEHEHHUS B KHUHETHUKE  3aryXaHus  (UIyOpEeCICHIIUH.
Habmonanoch 3HaUUTENIbHOE YMEHBIIIEHUE BPEMEHU KU3HU ObICTPON KOMIIOHEHTHI
3aTyxaHusi QIIyopecIeHIINH, 0COOEHHO B CBETOBBIX YCIOBHSX. JTO YKa3bIBaeT Ha
CWIBHOE JUHAMHUYECKOE TYIIIEHHUE BO30YKIECHHUS B AHTEHHOM KOMILJIEKCE,
BO3MOYKHO, CBS3aHHOE C HAKOIJICHHEM KaTHOH-pajJuKaja P680". O6Imas Iomaib
Mol KpMBOH 3aTyXaHMs yMeHbINanach B 3-4 pasa npu xeifictBum Ag', uto
cornacyercsi C JaHHBIMH TI0 CHIKCHHIO MakKcuMallbHOW (myopecneniuu. [lo
aHaJM3y JTAHHBIX KPUBBIX 3aTyXaHHS MOXKHO CKa3aTbh, YTO CEpeOpPO BBI3BIBAET KaK
JTUHAMUYECKOE, TaK U CTATHYECKOE TYIICHHUE.

IIpu cpasrennn mecrusi Ag' ¢ meiictBuem Cu”’, oGHapyxuBaeTcs Golnee
BBIpaXKCHHBIH ToKcnuecknii adpdext Ag® o cpaBHernio ¢ Cu** mpu OZMHAKOBBIX

KOHIICHTpausXx.
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B ortamume or Cu®*, Ag" BBI3HIBACT 3HAYMTEIBHBIC M3MEHEHHS BO BPEMCHH
KHU3HU (DITYOPECICHITNH, YTO YKa3bIBaeT HA Pa3IMYHBIC MEXaHU3MbI TOKCHUYECKOTO
JICHCTBHUS ITUX METAJLJIOB.

B 1Les0M, pe3ynsTaThl MCCIEN0BaHUs JeMOHCTPUPYIOT, uto AgQ’ okasbiBaeT
MHOTOIUIAHOBOE BO3/ICHiCTBUE Ha (DOTOCHMHTETHYeCKwid ammapar S. quadricauda,
3aTparvBas pas3iUYHbIC aCMEKThl €ro (QyHKIUMOHUpOBaHHSI. OCOOCHHO BaKHBIM
SIBJSICTCS BBISIBIICHUE TETEPOTCHHOCTH OTBETA TMOMYIISAINN Ha IEHCTBHE TOKCUKAHTA
¥ pa3nmuunii B d((eKTax Mpu CBETOBBIX M TEMHOBBIX YCIOBHUSX, YTO MOAYEPKHBACT
HEOOXOIMMOCTh KOMIUIEKCHOTO IOJXOAa K OLEHKE ODKOJOTHYECKHX PHUCKOB,
CBSI3aHHBIX C 3arps3HEHUEM BOJHOW Cpe/Ibl HOHAMHU cepedpa.

4.4. N3yuyenune BJIMSIHMSI MOHOB MeH U cepedpa Ha KJeTkH Scenedesmus
quadricauda ¢ mNOMOIIBIO CHEKTPOCKONMU KOMOWHALMOHHOIO PaccesTHUsi
cBeTa

Hamu ObLH onpenenieHpl CrieKTphl KOMOWHAITMOHHOTO PaCcCesTHUsT OMMHOYHBIX
kiIetok Scenedesmus quadricauda mpu MCTONB30BaHUHM CHHETO BO30YXKIAIOIIETO
Amax=488 HM.

Ha pucynke 4.4.1 mnoka3zaHbl CHEKTPbl KOMOWHAITMOHHOTO PAaCCESHUS
OJMHOYHBIX KJIeTok Scenedesmus quadricauda B xoHTposie U mocie 24-X 4acoBOU
WHKyOaruu ¢ moHamu Mmenu B koHneHtparusax 0,1, 1 u 10 MxM, mony4eHHsbie C

nomo1bio koH(pokansHoro PAMAH Mukpockorna.
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Puc. 4.4.1. Cnekmpuvl kombunayuonnozo paccesnusi Scenedesmus quadricauda, s
konmpoine u nocie 24 4 unkyoayuu ¢ CuSO,, /[nuna éonnvl nazepa 488 um. Ilo ocu
acyuce — cmewenue yacmomel uznyuenus (Paman cosue)  cm™; no ocu opounam —
UHMEHCUBHOCIb U3TYYEHUS 8 YCIIOBHbIX eOUHULAX.

W3 pucynka BuaHO, uto Scenedesmus quadricauda mmeer TpH OCHOBHBIC
M0JIOCHl KOMOMHALIMOHHOTO paccesiHus ¢ MakcumyMamu B 1006, 1158 u 1526 em™
YTO COOTBETCTBYET OCHOBHBIM KapOTHHOMIHBIM I10JIOCaM KOMOWHALMOHHOIO
paccesiHus, KOTOpble 0OBIYHO MPE00IagaloT B MUKPOBOAOPOCIISAX MO CPABHEHHIO C
nojocamu Apyrux nurmentoB (Katefina Osterrothova et al, 2019). Takxe
HAOJIOAIOTCS TOTIOJTHUTEIbHBIC KAPOTUHOUIHBIC MUKW MEHBIIIEH MHTEHCUBHOCTHU
B MMOJOCAX ¢ MAaKCHMyMaMH B obmacTsix 964 u 1190 cm™. HaGmromaemsie MUKH
KOMOMHAIIMOHHOTO PACCESHUS COOTBETCTBYIOT CJIEAYIOUIMM  KoJieOaTeabHbIM
MOJIaM XHMHYecKux cBsseit: 1006 cm™ (C=CH), 1158 cm™ (C-C), 1527 em™ (C=C),
964 cm™* (komeGamms CH rpymmsr Bokpyr C-C cBszu) m 1190 cm™
(IpenmnonokuTenbHo u3MeHeHus nonoxenus metuna C16) (Tiotses E.B., u mp.
2015).

W3 pucyHka BHIHO, YTO MpH JEHCTBUU BeIM HAOIIONAETCS J03a3aBUCHUMOE

CHWJKCHUC HMWHTCHCHUBHOCTH BCCX KAPOTUHOWIAHBLIX IIMKOB. Takoe CHUXXEHUE
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yKa3bIBaeT Ha CHIDKCHHE COJIECPIKAaHME KApOTUHOUIOB MPH JCHCTBUU MEIU BO BCEX
KOHIIGHTpalusax.  Mcmonb3oBaHue  MeToAa  KOMOHMHAIIMOHHOIO  PACCESHHS
yKa3bIBaeT Ha €ro OOJIBIIYI0 YYBCTBUTEIBHOCTD 10 CPABHEHHUIO C MPUMEHSIEMbIM
BBIIIIC METOZOM aOCOPOIIMOHHOM CHEKTPOCKONHUH. Tak MeToa0oM aOCOpOIMOHHOM
CIIEKTPOCKOIHMK MbI HE MOTIM HAOJII0aTh CHIKCHHE COEPIKaHNEe KapOTHHOM/IOB B
CYCHCH3MSIX KJIETOK MpH JeHCcTBUM Meau B KkoHueHTpamusx 0,1 m 1 mMxM
(puc.4.2.2).
[IpumMeHsisi aHAJIOTUYHBIN MOJXO0/, Mbl UCCIIEA0BAIN BIUSIHUE UOHOB cepebdpa
Ha CIIEKTPbI KOMOMHAIIMOHHOTO paccestHus Scenedesmus quadricauda (puc.4.4.2).
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Puc. 4.4.2. Cnexmpol kombunayuonnozo paccesnusi Scenedesmus quadricauda, s
koumpoine u nocie 24 u unxyoayuu ¢ AQNOs, Jnuna eonnvl nazepa 488 um. Ilo ocu
acyucc — cmewenue yacmomel uznyuenus (Paman cosue) 6 cm™; no ocu opounam —
UHMEHCUBHOCMb UTYYEHUSL 8 YCIIOBHBIX OUHULAX.

[Tpu neficTBUM cepebpa Takke HAOMIOMACTCS 103a3aBHCUMOE CHIDKCHHE
WHTEHCUBHOCTH BCEX IIMKOB CIEKTPOB KOMOWHAI[MOHHOTO pAacCesHHMs Ha
KapOTHHOMIAX OJMHOYHBIX KieTok Scenedesmus quadricauda mo cpaBHEHHIO ¢
koHTponeMm. Ilpu sTomM mpu MuHHManIbHOW KoHIEHTparuu cepedpa 0,05 mMxM

Ha6J'IIO,Z[aCTC}I SHAYUTCJIbHOC, IIOYTHM B JABa pa3a CHHXCHHC HWHTCHCHUBHOCTH
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uznydenus (puc.4.4.2), Torga Kak MUHMMajbHasg KoHIeHTparus meau 0,1 MxM
BBI3bIBACT CHIDKCHHE HMHTEHCUBHOCTH NHpuMepHO Ha 10%. DTH maHHBIE Takxke
YKa3blBalOT Ha 0oJiee 3HAYUTENIbHYIO TOKCUYHOCTh cepedpa Jake MpU MEHBIINX
KOHIICHTPALIMSIX.

4.5. UcciaenoBanue BJIMAHHMA MOHOB MeaM M cepedpa Ha MOpP(OIOruI0
KJIETOYHOH CTeHKHM MHKpoBoxopociaeii Scenedesmus quadricauda ¢ momombio

MeTOJa CKAHUPYIOLIEH JIEKTPOHHON MUKPOCKOIIUM

HccnenoBaHo BIMsIHUE MOHOB MEIH M cepedpa Ha MOP(OJIOTHIO KIETOUHOU
CTeHKH MHUKpoBomopociieii Scenedesmus quadricauda mocne wx 24-X 4acoBoi
MHKYOallud C TIOMOIIBI0 METONa DIEKTPOHHOH CKAaHMPYIOUIEH MUKPOCKOIHH
(COM). C nomompto Meronma COM OwputM  TONy4eHBI MHKpodoTorpadun
Scenedesmus quadricauda B KOHTpoJie W TIpH JCHCTBUM HMOHOB MEIU B

KoHIeHTparu 1 MkM u cepeOpa B konueHTparuu 0,5 MM (puc. 4.5.1).

MAG:3.00 KX KV WAG:3.01 KX 2024, 04.30 15:45 | HV:16 KV
DET . SE 7 DET: SE 3 XY Samolo WD 20. 7 wm

Puc.4.5.1. Dnexmponnas mukpogomozpagus, nonyueHHas ¢ nOMOwblo Memooa
COM «knemox Scenedesmus quadricauda nocre umkybayuu 6 KOHMPOIbLHBIX
yenosusix (A), a maxowce nocie 24-x uacosoti unkybayuu ¢ uonamu Cu>* & koneunoii
xonyenmpayuu 1 mxM (5) u uonamu AY” 6 koneunoii konyenmpayuu 0,5 mxM (B).

N3 pucyHka BHAHO, UTO TIpU JIEUCTBUM MEIM B KOHIEHTpauuu | MKM B
TeueHre 24 yacoB He HaOIIONaeTcsl 3HAYMTENIbHOTO H3MEHEHUs: MOpQOJIOrHU
KJISTOYHOH CTeHKH KJIeTok Scenedesmus quadricauda mo cpaBHEHHUIO C KOHTPOJICM.
[Ipu peiictBu HWOHOB cepeOpa B koHIeHTpauuu 0,5 MxkM HaOmromaercs

paspyliieHre KJIeTouyHoi cTeHku. Ham mpeacTammsieTcsi, 9To HanbOoee BEepOSITHBIM
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MEXaHU3MOM TaKOro pa3pylIeHUs SBISIETCS WHIAYLIMPOBAHHOE HMOHAMH cepedpa
yBeln4YeHue akTUBHBIX Gopm kuciopona (dacrosen U.A. u np., 2017).

[Tony4yeHHble AaHHBIE TAKXKE IMOKA3bIBAIOT Pa3auyusi B MOP(OIOTHYECKOM
peakuuu KieTodHor cteHkn Scenedesmus quadricauda memu u MOHOB cepebpa.
OTcyTcTBHE BBIPQXCHHBIX W3MEHEHHH B MOP(OIOTHH KICTOYHON CTEHKH IIPH
BO3JICUCTBUM Me€OU B KOHLEHTpanuu | MKM yKa3plBaeT Ha OTHOCHUTEIIBHYIO
YCTOMYHMBOCTh KJIETOYHON 0OOJOUYKH K JAHHOMY TOKCHKAHTY, MO KpalHel mepe B
TeueHue 24 vacoB BozaelicTBus. [lpu nelictBuu ke cepedpa B koHieHTparuu 0,5
MKM  HaOIIOaloTCs  CYIIECTBEHHBIC  TMOBPEKICHUS  KJIETOYHOW  CTEHKH,
YKa3bIBaIOIIEE€ Ha BHICOKYIO YYBCTBUTEIHLHOCTHU KJIETOK K HOHaM AQ*.

OnHUM M3 KITIOYEBBIX MEXaHHW3MOB TOKCUYHOCTH HMOHOB cepeldpa CUuTaeTcs
WHIYKIHS OKUCIUTEIBHOIO CTpPEcca B KIETKax, NMPUBOMSIIETO K HAKOIUICHUIO
akTUBHBIX (opMm kucinopoaa (ADK), xoropsle, B CBOIO O4Y€pellb, CIIOCOOHBI
MOBPEXJ1aTh OMOMEMOpPaHbl M KIIETOUHBIE CTEHKH. DTO OBUIO TOKa3aHO B psJe
UCCIIEIOBAaHUM, Trne  Bo3ledcTBME HMOHOB AQ' HAa  MHKPOOPTaHWU3MBI
conpoBoxaaiock renepanueir AOK u nocnemyromuM pa3pylmieHUEM KIETOUHOU
crpyktypsl (Fastovets et al., 2017; Le Ouay & Stellacci, 2015). Yuursias, 4to
KJIETOYHAsi CTE€HKAa BOJOPOCJIEH COCTOMT U3 MOJHCAaXapUAHBIX M OEIKOBBIX
KOMITOHEHTOB, ADK MOTyT BBI3bIBaTh MOBPEKACHUE KIETOUHON 000JI0YKU 3a CUET
OKHCJICHUSI O€JKOB, JeCTaOWIM3AlUA CTPYKTYPHBIX KOMIIOHEHTOB KJIETOYHOM
CTEHKHU U pa3pyLIECHUs: CONPSHKEHHON ¢ HEH Tu1a3MaTHieckod MeMOpaHsbl.

Kpome Toro, nousr cepedpa CrioCOOHBI CBSI3BIBATHCSI C TUOJBHBIMU TPYIIITAMH
0enkoB U (hepMEHTOB, Hapylas uX GYHKIHUIO U BbI3bIBasI CTPYKTYPHbBIC NU3MEHECHUS
B kieTkax (Morones et al., 2005). JlecTpyKiiusi KJICTOYHOW CTEHKH MOMKET TaKkKe
OBITh CBsSI3aHA C HapYIIEHWEM OCMOTHYECKOro OajaHca W MPOHHUIIAEMOCTH
MeMOpaH.

B omimmuune ot cepebpa, Menb 001agaeT ABOMCTBEHHBIM JICHCTBHEM: C OJTHOM
CTOPOHBI, OHA YYaCTBYET B psijie META0OIMYECKUX MPOLECCOB Kak Ko(DakTop, ¢
JPYTroll — MOXET MPOSBIATh TOKCUYHOCTh B BBICOKMX KOHLEHTpanusax. OmaHako

Opyd HU3KAX KOHIIGHTpaluUsX, Takux kak 1 MkM, B kierkax Scenedesmus
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quadricauda, BO3MOYKHa, AKTHBAIMS AHTUOKCHIAHTHBIX MEXaHHU3MOB 3alllUTHI,
BKJTIOYAsl aKTHBAIIMIO aHTHOKCHIAaHTHBIX (hepmenToB (Beatrycze Nowicka, 2022).

Takum  oOpa3oM,  HaOmomaemble  Mop(dosoruyeckue  M3MEHEHUs
MOJITBEPKAAIOT OoJiee BBIPAXKEHHOE TOKCHMYECKOE JieiicTBMe HOHOB AJ" 10
cpaBHeHHI0O ¢ uoHamMu CU* U TOTYEPKUBAIOT HEOOXOIUMOCTH AATBHEHIINX
UCCJIEI0BaHUN MOJIEKYISIPHBIX MEXaHMU3MOB MOBPEK/ICHUS KJIECTOYHOU 000JIOUKHU U
aIaliTAallMOHHBIX OTBETOB (DOTOCHUHTE3UPYIOUIMX OPraHU3MOB Ha JEHCTBUE
TSKEIBIX METAJLIOB.

4.6. BiausHume HOHOB Meau H cepedpa HAa HHAYKOUIO OBICTPOil
(dayopecueHnIMA B KJIeTKaxX KYJIbTYpbl IHaHoOakTepuii Synechocystis sp.
PCC6803. OJIP-kpusBble

Tak kak, Kak yKa3bIBaJIOCh BBIIIE, UHAYKIIMOHHBIC KPUBBIE (PIIyOpECHEHIIUN
xyopopuiia (POTOCHHTE3UPYIOMIMX BOAHBIX MHUKPOOPTaHW3MOB TMPEACTABISIOT
co00ii cBOEOOpa3HbIE «OTIEYATKHU NaNbLIEB», OTPAXKAIOUUE UX (PYHKIHMOHAIBLHOE
COCTOSIHME, OCOOCHHO TOJ JCWCTBUEM CTPECCOPHBIX (DaKTOPOB, HMCIIOIBb30BaHUE
JAHHOTO METo/a SIBJISIETCS OCOOEHHO LIEeJIecOoO0pa3HbIM IMpU  CPaBHEHUHU
TOKCHMYECKOTO  BO3JEUCTBUA O3TUX (PAKTOPOB Ha OpraHU3Mbl C pa3HOU
YCTOMYMBOCTBIO, TMPHUHAJICKAIINE K Pa3IMYHbIM TaKCOHOMHUYECKHM TpyIIaM
BOJIHBIX KOCHUCTEM.

B sToMm pazaene paboThl MBI HCCeIOBAIM BIUSHUE MOHOB MEIM U cepebpa Ha
xapaktep OJIP-kpuBBIX B CyCHEH3MsIX KyJIbTyphl uaHoOakTepuii Synechocystis
PCC 6803. Ilo mpenBapuTenbHOM OIIEHKE, MPEANONarajoch, 4To ITHaHO0aKTepUn
o0aatoT OONbIIEH YCTOWYMBOCTHIO K Pa3IMYHBIM CTPECCOPHBIM (haKTOpaM, B TOM
YUCIIE K TSHKETBIM METaJlIaM.

[To pesynbraTam mpeaBapUTENBHBIX SKCIIEPUMEHTOB BBIICHWIOCH, YTO TIPH
KOHIIGHTpalusiX MeAun U cepebpa, TOKCHYHBIX JUII  MHUKPOBOJOPOCIIEH,
UAHOOAKTEPUHU COXPAHSIOT BBICOKYIO YCTOMUMBOCTH. B cBsi3u ¢ 3tuM B
CIEIYIONIel Cepur SKCIEPUMEHTOB KOHLEHTpAlUMU O0OMX METaUIOB ObLIN
YBEJIMYEHbI, HO OCTAJIUCh B MUKPOMOJIIPHOM MHTEpBAJIE.

Ha pucynke 4.6.1 mnpexncraBieHbl JaHHbIE 1O BIWSHUIO HOHOB MEAM Ha
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uHaykiroHHbele OJIP-kpuBbie  (IyopecleHIIMU CYCHEH3UH KJIETOK KYJIBTYpPhI
muaHoOakrepuii Synechocystis PCC 6803 1mo cpaBHEHHIO ¢ KOHTPOJIEM.

W3 pucyHka BUAHO, YTO MeEAb BBI3BIBACT [[03a3aBHCUMOE YBEIMUYCHUE
napaMeTpoB (QIyopecleHnuyd xyjopodwia B o0paslax IO CpPaBHEHHIO C
KOHTpoJieM. UTO MOXET rOBOPUTH O HAPYIIEHUHU NIEPEHOCA AIIEKTPOHA IO JCKTPOH
TPAHCIIOPTHOM 1IETTH, HO OTCYTCTBHUS BBIIBETAHUS XJIOPODHUILIA, IO KpailHeH Mepe

Ipu I[CﬁCTBHH MCJU B UCCICAOBAHHBIX KOHICHTPAIUAX.
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Puc.4.6.1. Unoykyuonnvie kpusvie ovicmpou ¢ayopecyenyuu (OJIP) xyromypoi
Synechocystis sp. PC6803, usmepennvie nocne 24 4 unkydoayuu 6 npucymcmeue
conu meou (CuSQy). Uumencusnocms 6030)dcoaroueco ceema 1500 mrmonw
keanmos *m> ¢t npu OnuHe 80aHbl — A=620 HM, nocie 5 MuHym memMHOBOU
aoanmayuu. Ilo ocu abcyucc - epems, 6 muxpocekynoax. Ilo ocu opounam,
UHMEHCUBHOCMb (hIyopecyeHyult, YCI08HbIX eOUHUYAX.

W3 pucyHka Takxe BUIHO, YTO MPU MAaKCHUMAJIbHOW KOHIleHTparun menu — 80

MKM MpPOUCXOMUT HEKOTOPOE CHUXKECHHE TMapaMeTpoB (IIyOPECICHIIH, TI0
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CpPaBHEHUIO C mpeAplaymuMu koHueHTpanusmu (50 u 30 MkM,) KoTopoe MOXKET
TOBOPUTH O TOM, 4YTO MNPH OTOM KOHLUEHTPAUUW HAYUHAETCA HEKOTOPOE
HE3HAYUTEIbHOE BBILIBETAHUE XJIOpOUILIA.

Ha pucynke 4.6.2 npencraBieHbl JaHHbIE IO BIMSHHUIO MOHOB cepedpa Ha
uHaykunonHsie OJIP-xkpuBbie (myopecieHIMN CyCIEeH3UH KIETOK KYJIBTYPBI

rmaHobakrepuii Synechocystis PCC 6803 mo cpaBHEHHIO ¢ KOHTPOJIEM.
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Puc.4.6.2. Unoyxkyuonnvie kpugvie dvicmpou gnyopecyenyuu (OJIP) xyromypor
Synechocystis sp. PC6803, uzmepennvie nocne 24 u unkybayuu 6 npucymcmeue
conu cepeopa (AGNOs). Unmencusnocmo 6030yscoaroueco ceema 1500 mrmons
keanmos *m”> ¢t npu Omune onner — 1=620 Hm, nocie 5 MuHym memHO80I
aoanmayuu. Ilo ocu abcyucc - 8pems, 6 mukpocekynoax. Ilo ocu opounam,
UHMEHCUBHOCMb (ITyopecyeHyull, YCI108HbIX eOUHUYAX.

N3 pucyHka BUAHO, YTO 3HAYUTEIHHOE YBEJIMYCHHUE IMapamMeTpoB
dryopectiennmu 0e3 BBIIBETaHUS XJI0PO(DUIIIa HAOIIOAANICS TOTBKO MPU JCHCTBUH

HauOonbplIel wucciaenoBaHHOW koHueHTpamuu 20 MkM. Ilpu  neiictBum



205

KOHIIeHTpanmii cepedpa — 1, 5 u 10 MKkM He coOmpoBOXKAAECTCS 3HAYUTEIHLHBIM
W3MCHCHHEM BEIIMYWH Y3JIOBBIX TOUEK MHIYKIIMOHHBIX KPUBBIX (DIyopecrieHIn,
4TO YKa3blBa€T Ha YCTOWMYMBOCTh IIMAHOOAKTepUH K cepedpy B ITHX
KoHIeHTpamusax. CleayeT TakKe OTMETHUTh, YTO W3 PUCYHKA BUIHO, YTO TpHU
NeUcTBUM  cepeOpa  NPOWCXOAWUT  J103a3aBUCHMOE  YBEIWYCHHE  ypPOBHSA
duyopeciernmn B Touke — O. DTo akT MOXKET YKa3blBaTh Ha HapylleHHE
nepenayn  BO30Y)KJICHHOTO COCTOSHUS W3 CBETOCOOMPAIOIIETO KOMILUIEKCA B
PEaKIMOHHBIN LEHTP.

Takum oOpaszom mnumanoGaktepusi Synechocystis sp. PCC 6803 mposiBisier
3HAYUTEIBHO 00JIee BHICOKYIO YCTOMYMBOCTD K JEHCTBUIO TSHKEIBIX METAJUIOB I10
CpaBHEHHMIO ¢ MHUKpoBojmopociieii Scenedesmus quadricauda, uto yka3biBaeT Ha
CYIICCTBCHHBIC  BHJOBBIC  pa3IWyusi B  aJalTAallMOHHBIX  CTPATETHAX
(OTOCHHTE3UPYIOIMINX OPTraHW3MOB K METaJUI-UHIAYIIMPOBAHHOMY CTpECCY, YTO
MOKET UMETh OOJIBIIIOE IKOJIOTMYECKOE 3HAYCHUE.

OTnenbHBIE TAKCOHOMHUYECKHE TPYIIBI  BOAHBIX  (DOTOCHHTE3MPYIOITUX
MUKpPOOPTaHU3MOB, OO0JIaJIA0NINe PA3IMYHON YyBCTBUTEIHHOCTHIO K JICWCTBHIO
TOKCUKAHTOB, JTAI0OT COOTBETCTBYIOIINI BKJIa] B 00Iee COCTOSHUE DKOIOTHUECKON
BOJHOH CHCTEMBbI B Pa3IUYHBIX YCIOBHSX. BBIABICHHBIE pa3muyus B
YCTOWYUBOCTH MHKPOOPTAaHU3MOB K MOHAM METAJUIOB TO3BOJIIOT MCIOJIB30BATh
Synechocystis sp. PCC 6803 kak Momenb yCTOWYMBOCTH, a Scenedesmus

quadricauda — Kak MHIUKATOP YyBCTBUTECILHOCTH B OMOTECTHPOBAHHMH.
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5. 3akiouenne

Pe3ynbrarsl NpoBEEHHOTO UCCIIEIOBAHUS CBUIETEIIBCTBYIOT O TOM, YTO UOHBI
mean (Cu?') u cepebpa (Ag') B MUKPOMOJISPHBIX KOHIICHTPALMSIX OKa3bIBAIOT
BBIPDAKEHHOE JI0303aBUCHUMOE TOKCHYECKOE [IEUCTBUE HA MHUKPOBOAOPOCIH
Scenedesmus quadricauda. Hapymmenus mposBIsiIUCh B CHUKEHUH TEMIIOB POCTA,
Cyxoi Macchl KJIeTOK U ¢oroxumuueckor aktuBHOCTH DCII, 9yTO MOATBEPKAANTOCH
camkenneM napametpoB F/Fn, PI ABS u rETR. Ycunenne NPQ ykaspiBano Ha
aKTUBAIMIO 3AIIIUTHBIX MEXaHU3MOB PACCEUBaHMS N30BITOYHON CBETOBOM PHEPTHUU,
ocoOeHHO mpu BozaeicTBuM Meau. CepeOpo BBI3BIBAJIO 00Jiee arpecCUBHOE
(OTOOKUCTUTENBHOE MOBPEXKACHHE (POTOCMHTETHYECKOIO anmapara, OCOOEHHO
IPU UHKYOAIlMU Ha CBETY.

Bo3znelicTBre MeTalioB MPUBOAMIO K Jerpaganud (HOTOCHUHTETUYECKUX
MUTMEHTOB, MPUYEM KAPOTUHOUIBI IEMOHCTPUPOBAIIN OOJBIIYI0 YCTOMUYUBOCTD 10O
CPaBHEHUIO € XJIOPODWIIIOM. AHATU3 KPUBBIX TyIICHUS (DIYyOPECICHIIMH MOKa3al
npeobiajaHie CTaTUYECKOr0 MeEXaHW3Ma TYIIEHUS Tpu JEUCTBUU MEAu U
COYETaHUE CTATHYECKOTO U JUHAMUYECKOTO MEXaHU3MOB TIPH JIEUCTBUH cepedpa.

N3ydyenue ¢uyopeclieHIIMM Ha YPOBHE OJWHOYHBIX KJIETOK IO3BOJIUJIIO
BBISIBUTH CYONOMYJISIIUMA C PA3IUYHON YYBCTBUTEIBHOCTHIO K TOKCHKAaHTaM, YTO
MOATBEPKIAET BBICOKYIO CTENEHb KIETOYHOM TE€TEPOreHHOCTH B OTBET Ha
CTPECCOPHOE BO3JICUCTBUE U TTOUEPKUBACT HEOOXOIUMOCTh MMPUMEHEHHUS METOJIOB
OJMHOYHOM KJIETOYHOHU (DIyOpeCIEHIIMN B SKOJIOTHYECKOM MOHUTOPHUHTE.

[Muanobakrepust  Synechocystis sp. PCC 6803 mpomemoHcTpHpoBaia
3HAYUTEJILHO 00Jie€ BBHICOKYIO YCTOMYMBOCTH K JACHCTBUIO TSHKEIIBIX METAILIOB IO
cpaBHeHuto ¢ Scenedesmus quadricauda, 4to yka3pIBaeT Ha CYHICCTBEHHBIC
BUJIOBBIC pa3IWuvs B aJanTalldOHHBIX CTpaTerusix (OTOCUHTE3UPYIOIIUX

OpPraHU3MOB K METAJI-UHAYLUPOBAHHOMY CTpPECCY.
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6. BeiBOaBI

1. UccnenoBanue BIMsiHUS MOHOB Meau B KoHueHTpamusx - 0,1-10 mxM u
cepebpa B konneHTpaiuax - 0,05-1 MmkM Ha pa3sMHOXKeHHE KJIeTok Scenedesmus
quadricauda mokasanau, 0303aBHCHMOE CHH)KCHHE POCTa KJIETOK B TOIYJISIINH,
KOTOPO€ HAaYMHAET MPOSABIAECTCS NpHU KOHLEeHTpauuu meau 10 MkM Ha 4-e cyTku
WHKyOaru, a cepebpa B KoHIEeHTpauud 1 MKM Ha 3-e cyTKH HHKyOaluu,
OpPUMEpPHO B TOJTOpPAa paza MO CPaBHEHHUIO C STUM IapaMeTpoOM B KOHTPOJIE.
CHIKEHHE CyXOi Macchl BOXopocieii mpu aeiictun Cu”* u Ag* koppemnposao ¢
3aMEJUIEHUEM POCTa KJIETOK B T€ K€ CPOKH, YTO U YMEHBIIEHHE CKOPOCTH pOCTa
KyJIBTYpbI, TOCTUTAs MPUMEPHO TMOIYTOPAKPATHOTO CHIDKEHHS MO CPaBHEHHUIO C
KOHTPOJIEM.

2. OtHocuTenbHas nepeMenHas ¢ayopectennus (F,/Fr,), npu gefictBuun Meau
U cepeOpa J0303aBHCHMO CHUKAJIaCh MPH BCEX KOHIEHTPALMAX HadyuHas ¢ 4-X
CYTOK HMHKYOallMH, YTO YKa3bIBa€T HAa BBICOKYIO 4yBCTBHUTENIBbHOCTh PCA K uX
Bo31eicTBUI0. Hanbonplee cHUKEeHNE mapaMeTpa HaOMoAaloch Mpu AeUcTBUM 1
MkM Ag" Ha 5-¢ cytku u 10 MkM Cu** ma 6-¢ cyTku (moutu Ha 50%). K 8-m
CYTKaM 0COGEHHO MPH HU3KUX KOHIEHTparmsx Meramios (Ag” - 0,05 MM u Cu**
- 0,1 MxM) mposBISUTMCh TIPU3HAKK aJanTalid KJIETOK, OTpa)kaeMmble B
noBbIIIeHUH mapamerpa F/Fp.

3. WMonsl Meau u cepedbpa B MakCUMaIbHBIX KoHIeHTparusax 10 u 1 mxM
COOTBETCTBEHHO  BBI3BIBAIOT  JETpafallii0 MUTMEHTOB  MHUKPOBOJOPOCIIECH.
Haubonbiiee CHMXKEHHME KOHUEHTpAaUMU XJIOopodusia @ 1O CPaBHEHHIO C
KOHTpOJIeM HabOmromaeTcst mpu 24-X 4acoBOW MHKYOAIlMM B CBETOBBIX YCIOBHSIX C
MepI0 TpUMepHO Ha 65%, a mpu ACHCTBUU cepedpa TpH TeX K€ YCIOBHUAX
uHkyOarmmu B 4 pasza. CHWXKEHHE YPOBHS KAPOTHHOWUIOB TIPH JICUCTBUHU
TOKCHUKAaHTOB B MaKCHMaJIbHOW KOHIIEHTPAIIMM MEHEE BBIPAKCHO U COCTaBISET
npumepHo 50% npu 24-xX 4acOBOM MHKYOAITMN B TEMHOBBIX YCIIOBHSIX C MEJIBIO, A B
ciydae ¢ cepeOpoM MakCUMaJIbHBIA A(h(PEeKT CHUX)eHUs HaOmomaercs npu 24-x
4acOBOW MHKYOAIlMU B CBETOBBIX YCIOBUAX — IMMOYTH B 2,5 pasa.

4. Nsmenenus nmapameTpoB (ayopecuenimn OJIP-kpuBbIX MUKpOBOAOPOCIIEH
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npu nerictBuu noHoB CU*" 1 AQ' B MakcuMalibHbIX KOHIleHTpauusx 10 u 1 MxM
COOTBETCTBEHHO IIOKa3aJdM 3HAYUTEIBHOC HWHTHOWPOBAHHE  AJICKTPOHHOTO
tpancnopra B DTLI, uto nposiBisieTcsi cHIkeHneM Quryopecuenuuu B pazax J, | u P.
HauGonpmmit uarubupyronmii 3gdexkt Habmonaercs npu JaeucTBun cepedpa (1
MKM), HaOmonaercss MPAKTUYECKH TIOJHOE TOAABICHUE XapaKTePHBIX IHMKOB
kpuBoit OJIP. Ilpu neticrBum menu (10 MxM) Hanbomnbinee cHmxeHue nukoB OJIP
KpUBOM HAOMIOJaeTcs MpU TEMHOBBIX YCIOBUSAX HWHKyOamuu (24 yaca),
MHTEHCUBHOCTh (PIIyOpecUeHIMM B MaKCHUMyME€ CHHXaeTcs modtd B 3,5 pasa
(Touka — P).

5. BosneiictBue meau (10 MxM) u cepebpa (0,1 MKkM) BBI3BIBaJIO YBETUYEHUE
NPQ, naunbornee BbIpaXXCHHOE TMpU JACHCTBUU MEAHM B YCJIOBHUSX CBETOBOU
uHKyOauu. Tak npu MakCUMabHON MJIOTHOCTU (POTOCMHTETHUECKOTO CBETOBOTO
notoka - 1400 mxmons M2 ¢! NPQ mpu ageiictBun meam Obuto 5,5 pasza BIIIe
KOHTpoJist. Tak Kak akTuBanus 3anuTHoro Mexanusma NPQ cpabareiBaeT B OTBET
Ha yMEHbIIeHWe PH BHYTPUTHUIAKOMIHOTO MPOCTPAHCTBA, MBI CUHUTAEM, YTO
JEUCTBUE MEAW TPHUBOIUT K HAKOIUICHUIO MPOTOHOB B JtoMeHe. [lockombky
MpoliecC MOCTYIUICHUS TMPOTOHOB BHYTPh Tuiakoja mpu unHruOompoBanuu DOCII
3aMeJISIeTCs, MOTYYEHHbIC JAaHHbIC TOBOPAT O HAKOIIJIEHUU MPOTOHOB B PE3yJbTaTe
3aMeJIJICHUSI UX BBIXO/a B CTPOMY uepe3 XyoporiacTHyro ATD cunTeTasy.

6. MukpodayopuMeTpuUeCKUid  aHaIU3 OTACIBHBIX KJIETOK  BBISIBUJ
HEOJHOPOIHOCTh peakuuit nomymsiiuii Ha Cu?** u Ag' 1O HMHTEHCHUBHOCTHU
munumaneHoit (F,) m makcumanbno (FSt) duyopecuennuu. [lo mapamerpy
abpdextuBHOCTH  (HOTOCMHTETUUYECKOTO  ammapara  OJWHOYHBIX  KJIETOK
MHUKpoBogopociei - AF/Fst BeisBaeHO Tpu moamonysiun. [Ipyu AedCTBUH HOHOB
mean (10 mxM) u cepebpa (1 MkM) B HaMOONBIINX KOHIIEHTPAIUSAX B TeUueHUHU 24
4acoB MOJMONYISIIIUU ¢ HU3KUM 3HadeHueM napamerpa (0 — 0,2) cocrasmstor 70 u
80% KJIETOK B TMOMYJSIMA COOTBETCTBEHHO, 3(dekT Oosee BBIpaXEH MpH
TEMHOBBIX yCIIOBUAX MHKyOauuu. [Ipy BHICOKMX KOHUEHTpAIUsIX, MEAN U cepedpa
HaAOJIIOIAaeTCsl 3HAYUTENIbHOE CHU)KEHHE YCPEIHEHHBbIX mMapamerpoB F, m FSt Ha

onuny knetrky. Ilpu pgeiictBun memu (10 MxM) sddexr OGornee BuIpakeH TpH
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TEeMHOBOW HMHKyOaruu, a s cepedpa (1 MxkM) npu cBetoBoM WMHKyOaumu. J{is
koHueHTpauuii menu (0,1 u 1 MxM) u cepedpa (0,05 u 0,1 mxM) nHabmronaeTcs
yBeJInueHue mapameTpoB F, u Fst.

7. Uoubl menu u cepedbpa B koHueHTparusx 10 u 1 MkM cOOTBETCTBEHHO
BBI3BIBAIOT TYIIEHUE BO30YKICHHBIX COCTOSSHUM Xyopduiia a. B ciydae ¢ meanio
— MO CTaTUYECKOMY MEXaHW3MY, YMEHBIIAIOTCS TOJIbKO aMIUIUTYIbl KOMIIOHEHT
pacrniaga, A; Ha 65% 10 CpaBHEHMIO C KOHTpojieM U A, Ha 42%, B TO BpeMs Kak
BpeMsl JKMU3HU MEHSIETCSl HE3HAUUTENIbHO. B ciyyae ¢ cepeOpoM Mo cTaTuuecKoMy
U IUHAMUYECKOMY MEXaHHU3MY, BpeMs 3aTyXaHUs T; YMEHBIIAETCs MOoYTH B 4,5 paza
II0 CPaBHEHUIO C KOHTPOJIEM, a Ty Ha 25%, IpH 3TOM aMIUIMTYa A; YMEHbBIIAECTCS
Ha 45%, a A, moutu B 3,5 paza.

8. Hccnenosanust mokaszamu, yro Synechocystis PCC 6803 Gosee ycronumBa K
nonam Cu?** m Ag' no cpaBuenuto ¢ Scenedesmus quadricauda. OJIP Tect BbIsBUI,
4YTO Yy MUKpPOBOIOpOciel (HOTOXMMHYECKass aKTUBHOCTh 3HAUYUTEIBLHO CHUKAETCS
y)K€ NpHU KOHLeHTpauusax meau — 10 mMxM, a cepebpa — 1 MKM, Torma kak
[MMAHOOAKTEpUM TPU OTUX KOHIICHTPALMSIX JIEMOHCTPUPYIOT  aJlalTUBHbBIE
MEXaHHU3MBbl 3alllUThI, COXpaHAS (DOTOCMHTETHUUECKYI0 AKTUBHOCTb Ha YPOBHE
KOHTPOJISI, 3HAYUTEIIbHBIC HAPYIICHUS HAYMHAIOT MPOBSIIATCS TPHU KOHIICHTPAITASIX
meaun ot 50 MkM a nipu aeiicTBuu cepedpa npu 20 MKM, 1Ipu ’TOM HE TMPOUCXOIUT

3HAYUTCIIBHOI'O BBINBCTAHUA ITMT'MCHTOB.
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7. CIIHUCOK COKPAaIlleHUii U YCJIOBHBIX 0003HAYEHU I

ADK — AxktuBHBIE (DOPMBI KUCIIOPOAA

KBK — kucinopoa-BIaeisonuii KOMILIEKC

HAJI® — HukoTHHaAMUAaICHUHAUHYKIeoTHA(POChaT

[y — mutacrormanux

PI] - PeakunoHHbIE HEHTPBI

CCK — cBeTocoOuparoniuii KOMILIEKC

OCA - POTOCHHTETUYECKUH anmnapar

OCM - @OTOCUHTETUYECKHE MEMOPaHBI

®CI - dotocucrema |

@OCII - ®otocucrema i

[{uT. be/f—xoMIIeKc — KOMIUIEKC IUTOXPOMOB Dg/f vtn
MJIACTOXUHOJIUIACTOIMAHUHPEIYKTa3a.

OTII — DnekTpoH TpaHCHOPTHAS LENb

P680 — P11 @©CllI

P700 — PII @©ClI

QA — nepBuYHBII cTaOMIBHBINA XUHOHHBIN akienTop B OCII

QB — BropuunsIit XxuHoHHBIH akienTop B OCII
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