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C momormipl0 KOMIUIEKca OMOQU3NYECKHX W MaTeMaTHYeCKHUX METOIOB HCCIIEOBAHO BIHSHUE
WOHOB M€Y Ha TEepBUYHBIC MpoIecchl (POTOCHHTE3a MPECHOBOTHOW MHKPOBOAOPOCTH Scenedesmus
quadricauda. IlpoBenena orenka Bo3aeicteust mean (0,1-10 MxkM CuSO4) 10 UHIYKIIMOHHBIM KpH-
BBIM (ITyOpECIeHIINU XJI0poduiia a, MOTydeHHBIM KaK Ha CyCIIeH3MH KIIETOK, TaK W Ha OTIEIBHBIX
KJIETKaX BOAOPOCIEH MOoCiieé MHKYOAallnd B CBETOBBIX W TEMHBIX YCIIOBHSX. YCTaHOBJIEHO, YTO Meb
OKa3bIBaeT J0303aBUCUMOE BO3/IeHicTBHE Ha (DOTOCHHTETUYECKHI armapar MUKpoBogopocieil. Huskue
(0,1 mxM) konuentpanuu CuSO, 10 psiay napaMeTpOB OKa3bIBAKOT CTUMYJIMPYIOLINE BO3IEHCTBHE, TO-
raa Kak KoHrneHTpamus 10 MKkM npuBoania K cylecTBeHHBIM HapyIIeHUsIM (YHKIIMOHUPOBAHUS (POTO-
cuctemsl 1. AHanu3 ¢yopeceHIny OAMHOYHBIX KIETOK OKa3ayics 0oJjiee YyBCTBUTEIHLHBIM 110 CPaB-
HEHUIO C TPATUIIMOHHBIMU H3MEPEHISIMH Ha CyCIIEeH3HAX, TO3BOJIMB BEISIBUTH TETEPOTCHHOCTH PEAKITHH
kneTok Ha aekicteue CuSO,. AHann3 KMHETHKH ObICTpOH (uyopecuenimu xnopoduina a (JIP-tecr)
TOKa3aJl, 4TO HauOOJNBIIYI0 YyBCTBUTEILHOCTD K BO3ACHCTBUIO MEIU MIPOSBUIIM HAPAMETPHI 0, U Qp
KOTOpBIE JIOCTOBEPHO OTIMYAIUCH OT KOHTPOJISI TIPH BO3ICHCTBUHU HE TOJNBKO BBHICOKOW, HO M cpenHeit
xonuenrpanuu (1 MxM). Ipu unky6aruu ¢ CuSO, B CBETOBBIX yCIOBUSX CHHKEHUE (POTOXUMHYECKOH
AKTHBHOCTH KJIETOK OBLIO MEHEEe BBIPAKEHO, YeM B YCIOBHIX TEMHOBOW MHKyOanuu. HopmupoBanue
JAHHBIX 10 UHTEHCUBHOCTH Ha4aJIbHON M MaKCUMaJIbHOW (UIyOpecleHInH Ha ONTHYECKYIO TUIOTHOCTD
cycneH3ud npu A = 455 HM 3HAYUTENILHO TOBBICHIJIO YYBCTBHTEJIBHOCTh METO/A M IO3BOJIMIO 0O-
Jiee TOYHO MHTEPIPETHPOBATh OTH JaHHble. Mcnonb3oBanue L, -perynspusannu (LASSO) no merony
HauMmeHbluX yroB (LARS) ans cnexkTpanbHOW MyJIbTHIKCIIOHEHIIMAIBHOW allpOKCUMAllUU HHITYK-
IIMOHHOM KPUBOW MO3BOJIMJIO BBISIBUTH €€ BPEMEHHBIE XapaKTepUCTUKU. Pe3ynpraTel MaTeMaTudecKoi
00pabOTKH MOyYSHHBIX JaHHBIX Jal0T OCHOBaHHE MPEAIONIOXKUTh, YTO JCHCTBHE MOHOB MEIH IpH-
BOJMT K YBEJIWYCHUIO HE(HPOTOXMMUUECKOTO TYIICHUS (DIIyopecleHIINH, SBISIOMICTOCS 3allUTHBIM Me-
XaHHU3MOM paccerBaHUs M30BITOUHON YHEPTUH BO3OYkAeHUsI. HabnromaeMas reTeporeHHOCTh peaKiui
OTJIENIBHBIX KJIETOK BOJOpOCI]E Ha BO3JIEHCTBHE MeJH, MO-BUAUMOMY, SABISIETCS Ba)KHBIM aJanTalu-
OHHBIM MEXaHHU3MOM, TIO3BOJISIFOIINM IOMYJISALUU COXPAHATh )KU3HECTIOCOOHOCTh B YCIIOBHAX CTpecca.
[Tony4eHHble AaHHBIE TIOATBEPIKIAIOT MEPCIEKTHBHOCTD MCIONB30BAHUSI METOO0B (PIIyopecleHTHOTO
aHasu3a JJIsl paHHeH JUAarHOCTHKH CTPECCOBBIX BO3IEHCTBUHN TSKENBIX METANIOB HA (DOTOCHHTE3UPY-
IOII[I€ OPTaHU3MBI.
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The effect of copper ions on the primary processes of photosynthesis in freshwater microalgae
Scenedesmus quadricauda was studied using a set of biophysical and mathematical methods.
Chlorophyll a fluorescence transients were recorded both in cell suspensions and at the level of single
cells after incubation at copper concentrations of 0.1-10 M under light and dark conditions. It was
found that copper has a dose-dependent effect on the photosynthetic apparatus of microalgae. At low
copper concentration (0.1 uM), a stimulating effect on a number of studied parameters was observed,
whereas significant disruption of Photosystem II activity was detected at 10 uM. The method of
analyzing fluorescence of single cells proved to be more sensitive compared to traditional suspension
measurements, allowing the detection of heterogeneous cellular responses to the toxicant. Analysis of
chlorophyll a fast fluorescence kinetics showed that the JIP-test parameters 6, and ¢, were the most
sensitive to copper exposure and were significantly different from the control when exposed not only
to high but also to medium (1 uM) copper concentrations. The decrease in photochemical activity
of cells during light incubation was less pronounced compared to dark conditions. The application
of data normalization to optical density at 4 = 455 nm significantly increased the sensitivity of the
method and accuracy of result interpretation. The use of L, -regularization (LASSO) by the least angles
method (LARS) for the spectral multi-exponential approximation of the fluorescence transients allowed
us to reveal their temporal characteristics. Mathematical analysis of the obtained data suggested that
copper exposure leads to increased non-photochemical quenching of fluorescence, which serves as
a protective mechanism for dissipating excess excitation energy. The revealed heterogeneity of cellular
responses to copper action may have important ecological significance, ensuring the survival of part
of the population under stress conditions. The obtained data confirm the promise of using fluorescent
analysis methods for early diagnosis of heavy metal stress effects on photosynthesizing organisms.
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1. BBenenue

3arps3HeHHEe BOTHBIX DKOCHCTEM MEIbIO M JPYTUMH TSKEIBIMH METalUIaMH IPEJCTaBIsIeT ce-
PBE3HYIO DKOJIOTHUYECKYIO MPOOIeMy, 0OyCIOBICHHYIO WX TOKCHYECKHM JeCTBHEM Ha BOIHBIE Opra-
HU3MBI [Spain, Plohn, Funk, 2021; Li et al., 2022]. MHKpOBOAOPOCIH SIBISIIOTCSI 1yBCTBUTEIBHBIMU
WHIUKATOPaMHM 3arps3HeHus TshkensiMu Metautamu [Cavalletti et al., 2022]. MOHUTOPHHT COCTOSTHHS
MOMYJISILIMKA MUKPOBOIOPOCIICH MMeeT OOJIbIIOe 3HAUCHHE ISl OI[CHKH KOJIOTHYECKOrO OJIaronoaydus
BOIHBIX dKocucTeM [Gu et al., 2022]. Oco0oif UyBCTBUTEIBHOCTHIO K TOKCHKaHTaM 00J1a1aeT (hOTOCHH-
TEeTHYECKUH armnapar JaHHBIX opraHu3moB [Yong et al., 2018]. IlepBbie ero peaknuu Ha 3arpsi3HEHUS
BO3HHUKAIOT JI0 TOTO, KaK M3MEHSAETCS YMCIEHHOCTh U MOP(OIIOTUS KIETOK MHKpOBOmOpociert. Jlis
paHHEH MMAarHOCTUKHU MOBPEXKICHUH (POTOCHHTETUYECKOTO arnapara HauOosee MepCreKTUBHBIMU SIB-
JSI0TCS OMO(M3NYEecKHe METObI, OCHOBaHHBIE Ha peructparuu ¢iryopecieHnuu xjaopopmnia a [Gan
et al., 2023; Singh, Kumar, Soni, 2022], mo3BoJstoIine OleHUBATh COCTOSIHUE ()OTOCHHTETHUYECKOTO all-
napara MHEKPOBOJIOPOCIIeH — OTHOW W3 IVIABHBIX «MHUILIEHEH» BO3IEHCTBUS TsHKEIbIX MeTauioB [Rocha,
Parrish, Espindola, 2021; Dong et al., 2020]. IIpuMeHeHHEe MaTeMaTHYCCKUX MOJEICH M METOJOB Ma-
TEMAaTHYECKOM 00pabOTKH ATHX SKCHEPUMEHTATIBHBIX JIAHHBIX IPEIOCTABISICT BO3MOXKHOCTh aHal3a
Pe3yNIbTaTOB 110 U3MEHEHHIO CKOPOCTH (POTOCHHTETHUYECKOTO 3JIEKTPOHHOTO TPAHCIIOPTa Ha OT/IEIIbHBIX
€ro yJacTKax.

Jlnst M3ydeHus: MEXaHU3MOB JICHCTBHUS 3arpsi3HSIONIUX BEIIECCTB M MX BIMSHHS HA JKOCHCTE-
Mbl BaXHBI J1a0OpPATOPHBIC HCCIICAOBAHMS TOKCHYHOCTA TaKUX BEIECTB HA MOJCIbHBIX OpraHu3-
Max [Fawaz, Kamareddine, Salam, 2019]. MukpoBomopocie Scenedesmus quadricauda (S. quadricau-
da) MWMPOKO HMCIONB3yeTCs B OMOTECTUPOBAHUM OJlaroapsi CBOeH YYBCTBHTEIBHOCTH K TOKCHKAHTaM
u OwicTpomy pocty [Dong et al., 2020; Acharya, Saify, 2012]. OHa Takke BKIIOYCHA B METOIHKH
TOCYAapCTBEHHOTO SKOJIOTHUECKOTO KOHTPOJIsSl [MeToquKa BBITONHEHUST U3MEPEHUHA. . . |.

Tokcnyeckoe JEHCTBHE MOHOB MEIH CBSI3aHO C MOBPEXKJICHHEM KIIETOYHBIX MeMOpaH, WHTHOH-
poBanueM (epMeHTOB U reHepanueil akTHBHBIX GopM kuciopoaa [Cavalletti et al., 2022; Yong et al.,
2018; Wang, Sathasivam, Ki, 2017]. Mens MOXXeT TakkKe B3aHMMOICHCTBOBATH C OCIIKAMH M HYKJICH-
HOBBIMH KHUcIIoTamu, Hapyias ux ¢yakiuu [Kovacik et al., 2010]. Ha ypoBHe (OTOCHHTETHUYECKOTO
anrmapara BIUSHHE HOHOB MM MPOSBISIETCS B CHIDKEHUH (P PEKTHBHOCTH (DOTOCHHTE3a U TTOBPEXKIe-
Huu peakiroHHbIX neHTpoB (PL]) [Rocha, Parrish, Espindola, 2021; Gan et al., 2023; MaropuH, PyOuH,
2012]. IToka3aHo, 4TO MapaMeTpbl MHAYKIIMOHHBIX KPUBBIX OBICTPOH (hIIyopecleHInn XJIopoduiia a
(OJIP-kpuBBIE, KOTOPBIC OTPAKAIOT W3MEHEHHs (DIyOpecUeHIMU XJIOpoHia @ BO BPEMEHH IOCIe
BKJIIOUCHUSI WHTCHCUBHOTO CBETA), SIBJISIFOTCS JIOBOJILHO YYBCTBUTEIBHBIMH MapKepaMu MPUCYTCTBUSI
noHoB Memu B cpene [Singh, Kumar, Soni, 2022; Dong et al., 2020; Gan et al., 2023; MaropuHn, Py-
6uH, 2012]. Hanbonee 4acTo UCTIONIB3yeMBIMU TTapaMeTpaMHU SBIISIOTCS % (MaKcHMaNbHBIM KBAaHTOBBIH
Bbixozl porocucremsl I (PCID)) u Pl, 56 (nunexe npoussoputenbroctu OCII).

[Tpu BRICOKHMX KOHIICHTPAIMSIX HOHOB MEIU HaOJIIOaeTCsl CHIKeHHE (DOTOXMMHUYECKOTO 1 He(do-
TOXUMHUYICCKOTO TYIICHUS (ITyOPECICHIIMH, YTO MOKET yKa3biBaTh Ha nHaktuBanuto PIl ®CII n moBpe-
JKeHue MexaHu3MoB (porozamuthl [Rocha, Parrish, Espindola, 2021; Salem, 2014], Takxke orMedaroTcst
Mopdoornueckne n3MeHeHus kietok [Acharya, Saify, 2012; Acharya et al., 2014]. JlelicTBue e oT-
HOCHUTEJIBHO HU3KHUX KOHIICHTpAIM{ MOHOB MEIU HEOJHO3HAYHO M B OTJCIBHBIX CIIydasX OKa3bIBacT
HEKOTOpOE CTHMYJIMpYIolee BiAUsSHUE Ha KieTku [Dauda, Lombardi, 2023; Xu et al., 2021]. 13Bect-
HO, 4TO (DOTOCHHTETHUYECKUN 3JICKTPOHHBIN TPAHCIOPT y ApeBHEHIINX (HOTOTPO(HBIX OPraHU3MOB HE
UCTIONB3YET MeIbCOoJIepIKaIie COSNNHEHHS, B TO BpeMs Kak (POTOCHHTE3 Yy BBICIIMX PACTEHUH HEBO3-
MOXEH 0e3 CHHTEe3a MeIbCOICpIKaIero OeKa racTolnaHuHa, HEOOXOAMMOTO Ui (DOTOCHHTETHYECKO-
ro amekrporHoro Tpancropra [Choi, Davidson, 2011; Redinbo, Yeates, Merchant, 1994]. HekoTtopsie
[[UAaHOOAKTEPUU U DYKAPUOTUYECKHE BOIOPOCIH MOTYT OOXOIUThCS O€3 MOHOB MEIU M HCIOJIb30BaTh
B (DOTOCMHTETUIECKOM HIEKTPOHHOM TPAHCIIOPTE T€MCOJIEPIKAIIMI OEOK IUTOXPOM ¢ (KOTOPBIA XOTh
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U CHUHTE3UPYETCS Y HEKOTOPBHIX BBICIIMX PACTCHUH, HO yTpadyWBaeT AJICKTPOH-TPAHCIIOPTHYIO (ByHK-
IIMI0), OMHAKO TEPEKIIOYAIOTCS Ha MCIONIb30BaHNE TUTACTOIIMAHWHA TIPY Hamu4Iuu Menu B cpene [De la
Rosa et al., 2006; Garcia-Canas et al., 2021; Miramar et al., 2003]. Tem He MeHee HOHBI MEITU SBJISIOTCS
crenu(pUIeCKUM TOKCUKAHTOM JIJIsi OOJIBIIMHCTBA MUKPOBOIOPOCIICH, B CBSA3H C Y€M MEIHBIN KYIOpOC
CuSO, u npyrue MeabCOJAEPIKAIIUE COCIUHEHUs NPUMEHAIOTCS JUIs NPEIOTBPAIIEHHS IIBETEHUS BO-
JIOEMOB, a TaKk)Ke 00pacTaHHs JIEPEeBbEB U JPYTHX BBICIINX pacTeHH MuKpoBomopocisimu [Haughey,
2000; Van Hullebusch et al., 2003].

SIBnenne WMHAYKIHUW (GIIyOpecleHnnn XJIopoduiia ¢, TO €CTh HEeMOHOTOHHOE M3MEHEHHE HH-
TEHCUBHOCTH (IIyOPECLEHIIMM BO BPEMEHH IPH OCBEIIECHHH aJalTUPOBAHHBIX K TEMHOTE 00pasloB,
o010 oTkphiTo Kayrckum m Xwupmewm [Kautsky, Hirsch, 1931]. B cBsi3n ¢ BBICOKOH CIIO)KHOCTHIO
(IyOpecUeHTHBIX CHTHAJIOB BO3HUKAECT HEOOXOAMMOCTh NMPHUMEHEHUS! MaTeMaTHUSCKHX METOIOB JIJIS
W3BJICYCHUS WHPOPMAIMU W JajbHEHIIed MHTEPIPETaliy 3TUX CUTHAIOB. K YHCIy TakuxX METOIOB
OTHOCSTCA KaK MPOCThIE MOIXObI, HApIMep HOPMUPOBAHHUE CUTHAJIA HAa ONTHYECKYIO MJIOTHOCTH CyC-
TIEH3UH C TIOCTIEYIONUM PacueToOM YIACIbHBIX ITapaMeTpoB (ITyOpECIeHIINH, TaK U METOBI TOBHIIIICH-
HOH CIIO)KHOCTH, TpeOyIOIINe HCIIOIb30BaHUS CIICHHAIH3UPOBAHHBIX anroputMoB. llnpokoe pacmpo-
cTpaHeHHe B uccienoBaHusx noiydmi JIP-tect [Strasser, Strasser, 1995; Strasser, Tsimilli-Michael,
Srivastava, 2004], KOTOPBIH MO3BOJISIET ONEHNUTh (DYHKITMOHAJIBLHYIO aKTUBHOCTE U 3((EKTUBHOCTH CTa-
I TIepeHoca 3JIEKTPOHOB B Pa3IMUHBIX 3BEHBSX (OTOCHHTETHYECKOH 3JIEKTPOH-TPAHCIIOPTHOW LIEIH.
B kpuBoii mHAYKIMHU (ITyopecleHIINY XJIOPO(IILIA a BBIIENIOT HECKOIBKO (a3, M3BECTHBIX KaK Iepe-
xoabl O-J-1-P, oTpaxarouue mocjiae10BaTeIbHOE BOCCTAHOBIEHUE MTEPEHOCUUKOB 3JIEKTPOHOB B AJIEK-
TPOH-TPAHCIIOPTHOM Iienu, NIaBHBIM oOpa3zom B PCII. HaganbHbI ypoBeHb (iryopecieHIuu (ypo-
BeHb O, F,) COOTBETCTBYET HHTEHCUBHOCTH TIPU OTKPBIThIX PLI, Korna XMHOHHBIN akuenTop Q, Haxo-
JUTCSI B OKMCIICHHOM COCTOSIHUH. Y4acTok O-J 00ycJIOBJIeH CBETOMHIYIIHPOBAaHHBIM BOCCTAHOBICHUEM
nepuynoro axkuenropa ®CII Q,, Ha 3TOH cTaUK CKOPOCTD TIEPEHOCA HIIEKTPOHOB B IIYJI IIACTOXUHO-
HOB (PQ) npenedpexnmo Mana. [locrnenyromue ¢aspr J-I-P oTpakaroT AajbHEWIee HAKOIICHHE BOC-
CTaHOBJIEHHOTO (), M XapaKTEPU3yIOT BOCCTaHOBJIeHUs BropuyHoro akuenropa OCII Q, n myna PQ, a
TAKKE MOCIEAYIONIMX aKLENTOPOB ICKTPOHA: IUTOXPOMHOTO b, f-KoMIUIeKca, miactounanuta, OCI u
deppenokcuna [Stirbet, Govindjee, 2011]. MaayknnoHHas KpuBasi MHKPOBOAOPOCIICH TOCTHTAET CBOE-
ro Makcumyma mpu ~200 Mc, Korna Bce MepeHOCUnKHN MIeKTpoHa B oTocuHTeTndeckoit DTL nepexo-
ISIT B BOCCTAHOBJIEHHOE cocTosiHue (yposeHb P, F, ). B crangaprHom JIP-TecTe aist XapakTepUCTUKU
OT/ICIBHBIX CTAJHId TIepeHOca IEKTPOHA HCIIOIB3YIOTCS HHTCHCUBHOCTH (IIyOPECHCHIIMH B (PUKCUPO-
BaHHbIE MOMEHTHI BPEMEHH TI0CJIe BKIIOYCHHS CBETa, KOTOpPhIe OBLIM OIpeeNieHbl SMIHUPUIECKH KaK
TOYKH Meperuda MHIYKIIMOHHBIX KPUBBIX B MOJyJIOrapupMuueckoM maciirade. [1Jisi MOBBIIICHHUS TOY-
HOCTH ITOJTy4aeMbIX ¢ IoMoIibio JIP-Tecta oneHok mapamMeTpoB OBUT MpeIokeH MOAU(DHUIINPOBAHHBII
TIOTXO]T, TIO3BOJISIOIINI YTOUHUTE TOJIOKEHUS TOUEK Mepern0da MHAYKIINOHHBIX KPUBBIX ITyTEM aHaIn3a
MIPOM3BOAHBIX BIOJIbL KpuBO# [Akinyemi et al., 2023].

Emie onuH monxon Kk aHaIW3y MHAYKIHOHHBIX KPUBBIX 3aKJIFOYACTCS B IPEICTABICHUH dTUX KPH-
BBIX B BUJIC CYMMbI HECKOJIbKUX ITOKa3aTeIbHbIX (yHKIUH. [lepBoHaYaIbHO PEIIOKEHO UCIIOIh30BaTh
pa3jIoKCHHE HapacTaIOIIero yJyacTka KPUBOKM Ha JBE WM TPU SKCITOHCHTHI C IIOMOIILI0 METOIOB HEJH-
HeitHol perpeccun [Pospisil, Dau, 2000; Boisvert, Joly, Carpentier, 2006; Antal, Rubin, 2008]. B nais-
HeHmeM ObLUT pa3paboTaH METOI CHEKTPATEHON MYJIBTHIKCIIOHCHITNATBHON anmpokcumaruu [[LmocHu-
Ha " Jp., 2015], B KOTOPOM MPOUCXOIUT aBTOMAaTHYECKOE BBIABICHHE YHCIAa SKCIOHEHIMAIbHBIX (a3
HapacTaHus (pIyopecleHIINU 3a CUYeT MPUMEHCHHSI alTOpUTMa JIMHEWHON PEerpeccuu ¢ OrpaHHuYCHUEM
BEJTMYHMHBI TIPEIPKCIIOHCHIINATBHBIX MHOKUATEICH HEOTPHUIIATSIbHBIMU 3HaueHussMHy [Antal et al., 2019;
Antal et al., 2025; Plyusnina et al., 2020; [Tntocauna u ap., 2019].

I[OHOJ'IHI/ITCJ'ILHyIO I/IH(l)OpMa]_II/IIO 0 IMEPCXOJHBIX IIpoLECcCax B (I)OTOCI/IHTCTI/IHGCKOM arraparc
MOXHO MOJY4YUTb, ONPUMCHAA IMOAXOM, OCHOBaHHBIM Ha BBIUYHCICHHH pasHUulbl MEXKAY ABaXJAbl HOP-
MUPOBAHHBIMU WHAYKIHUOHHBIMU KPHUBBIMHU, 3apPCTUCTPUPOBAHHBIMU B KOHTPOJIBHBIX YCJIOBUAX U IIPU

KOMIIBIOTEPHBIE UCCIIEJOBAHUS U MOJAEJIUPOBAHUE




KomiiekcHbIN aHaiIn3 BO3JAEHCTBHSI HOHOB MEJIH . . . 299

IKCIIEPUMEHTAIILHOM Bo3zaeHcTBUU. llon ABOMHON HOPMMPOBKOHM moOIpa3zymeBaeTcs NpeoOpa3oBaHUE
F,~F,

Fp=F,>
v F, — HHTEHCUBHOCTH, IIPUHUMAEMBIE 33 HOJIb U 33 CIMHUILY COOTBETCTBEHHO. MOXKET IIPUMEHATHCA
HOPMHPOBKA MHIYKIMOHHBIX KPUBBIX HA MUHMMAIIbHOE W MaKCMMaJIbHOE 3HaYEHHE BCEH KpuBOH (F, =
=F,, Fy = F,,, Takyro HOpDMHPOBKY 4aCTO Ha3bIBAIOT HOPMUPOBKOH Ha MEPEMEHHYIO (ITyOPECIEHIIHIO)
1100 Xe HOPMUPOBKA HA MMHUMAJIbHOE M MaKCUMAaJIbHOE 3Ha4CHUE OTAENbHON (pa3bl MHIYKUUHU iry-
opecuentmu Hanpumep, OJ (F, = F,, Fp = F). Taxoii moaxoa mo3soiseT Npu OMMCaHuu (HOopmbI
MHIYKIMOHHON KPUBOW BBIIEIUTH JONOIHUTENIbHBIE nTo0ock (L, K, H u G) dyopecueHInn, KOTopble
KOPPEIHPYIOT ¢ QYHKIMOHAIBHBIM COCTOSIHUEM KOMITOHEHTOB 3JIEKTPOH-TPAHCIIOPTHOM LenH [Strasser

et al., 2007; Plyusnina et al., 2020; Antunovi¢ Duni¢ et al., 2023].

HawuGonee nonHas HHTEpIpETaLus IEPEXOIHBIX MIPOLECCOB B (POTOCHHTETUYECKOM aIlIapare Mo-
JKeT OBITh TOJIyueHa C MOMOIIBI0 MaTeMaTHYecKOro MopenupoBaHus. OmHako pa3paboTka MOJIEINH,
HOAXOMSIIEH Ul KOHKPETHOM 3amaud, M ONpelesieHHEe ee MapaMeTpoB MO HaOJogaeMoW KHHETHKE
OCTAIOTCS CIIOKHOU 3amadeit [PusHuueHko u ap., 2022; Lyu, Lazar, 2024]. [y BBISBICHUS CBSI3aHHBIX
C zeificTBUEM HEONIaronpuATHBIX (HAKTOPOB cpelbl 0OCOOCHHOCTEH MHAYKIMOHHBIX KPUBBIX TAKXKE MO-
T'YT OBITh UCIIOJIB30BaHbI MOJIENTH, OCHOBAHHBIE HAa HCKYCCTBEHHBIX HEHPOHHBIX CETAX, a TAKXKE APYTHX
MeToIax MamuHHOTro 00yueHus [Xpymes u ap., 2021; Khruschev et al., 2022].

BHJIA rae F, — MHTEHCHBHOCTb ()IyOPECIEHIUH B MPOM3BOJIBHBIMN MOMEHT BpemeHw, a F,

BOJBIIMHCTBO MOJAEIBHBIX TOKCHKO-3KOJOTHUYCCKUX HCCIICAOBAHHMM IPOBOIATCSA HA KJIETOYHBIX
CYCIICH3HSX, OJHAKO MHIAMBHIYaJbHbIC KJICTKH MOTYT OTJIMYATHCS 110 4YBCTBHTEIBHOCTH K TOKCHUKAH-
tam [Riznichenko et al., 1996; Volgusheva et al., 2023; Bonrymesa, Konroxos, Antan, 2024]. D10
CO3[1aCT PUCK «OMIMOKH BBIKHBILIETO», KOIJIa CHTHAJI OT YCTOMYHMBBIX K TOKCUKAHTY KICTOK MAaCKUPYET
CUTHAJI OT YYBCTBUTEIILHBIX K TOKCHKAHTY KJIETOK. [103TOMY Ba)KHO M3y4aTh BO3JICHCTBHE TOKCHKAHTOB
HE TOJIBKO B CYCIICH3WH, HO U Ha OJMHOYHBIX KIICTKAX.

Ienb naHHO#M pabOTHI — C MOMOIIBI0 KOMIUIEKCA MaTeMaTHYecKuX U OMOPH3MUECKUX METOI0B
HCCJIEIOBATH BIMSHUEC MOHOB MEIU HA TIEPBUYHBIC TIPOIECCH (DOTOCHHTE3a MUKPOBOIOPOCTH S. quad-
ricauda. 3ama4u BKIFOYAIIM B ce0sI OIEHKY ITOTIONMICHHUS CBETa MUTMEHTAMH (POTOCHHTETUYECKIX MEM-
OpaH MUKPOBOIOPOCIICH 1 apaMeTpoB (IIyOpeCIeHIIMU XJIopoduiia @ JUisk UCCIIE0BaHMs U3MCHEHU I
B PI[ ®CII u B nenu TpaHcropTa 3J€KTPOHOB MPU BO3JECHCTBUM MOHOB MEIU B JHaria3oHE MHUKPO-
MOJISIPHBIX KOHIICHTpanuii. MccnemoBanue MpOBOAMIOCH HA CYCHCH3USX U OJMHOYHBIX KIIETKAX IMPHU
JIECTBUN MOHOB MEIH B CBETOBBIX M TEMHOBBIX YCIOBHAX WHKYOAIIHH.

2. MarepuaJjbl 1 MeTOAbI

2.1. Kynemueupoeanue u 00padomka MuKpo6ooopociei uoHamu meou

3eNeHyI0 XJI0POKOKKOBYIO MUKPOBOIIOPOCHH S. quadricauda KyTbTUBHPOBAIH B TEUEHUE YETHIPEX
JTHEeH acenTHYecKH Ha cpeie YCIEHCKOro B KOHHYECKHX Koiibax DpieHmeiiepa mpu Cleayromux ycio-
BHsIX: Temrieparypa 23 + 1 °C, mocTossHHOE nepeMelnBanne Ha meikepe (120 06/MuH), HEpephIBHOS
OCBEIIleHHE JTIOMUHECIIEHTHBIMH JIaMIIaMH (IIOTHOCTH oToka (poToros (ITIIM) — 50 MkMons-M~2-¢~ 1)
JI0 TOCTIDKEHHS KoNmdecTsa Kietok 3—4 - 10° kierok - M~ (mo3ymss norapugmumueckas $pasa pocra).
Ha 4-i1 nenp pocra KynbTypy pa3BOIMIN CBEKEW cpefoil YCIEHCKOro O KOHEYHOro 3HaueHHs abcopo-
unn OD ¢ 0,04 (mpumepro 1,5 - 10° KreTok - Mi~!), uTO6BI M30€XkKaTh caMO3aTeHEH s U PeabCcopOIHH
(yopecueHIny, U MOMENIald B Ipo3pavyHble TpoOupKH oObeMoM 15 mir. 3ateM B 00pasisl go0aBis-
mm CuSO 4 JUBSL JIOCTH)KCHHS KOHLICHTPaIHK 0,1, 1 u 10 MKM U KyJIBTHBUPOBAIU B TeueHUEe 2 U 24 4
B YCJIOBHSX, ONMCAHHBIX BBIIIE, PU MOCTOSHHOM ocBemennu I1TI® 50 Mxmonb - M~2 - ¢! unm B Tem-
HoTe. JIns mcciileoBaHMs JONTOBPEMEHHOTO BIIMSHUS WOHOB MEIHM Ha POCT KYJIBTYPbl aHAJIOTHYHBIM
06pazoM roToBUIN 06pa3IBl 06beMoM 15 MiT ¢ KoHIeHTpanueii k1eTok 2,5 - 10° kneTok - M~ ! 1 Kyrb-

TUBUPOBAJIM B TCUCHNUEC BOCbMH CYTOK B YCJIOBUAX, OMMCAHHBIX BBIIIC, IIPU MOCTOAHHOM OCBCILICHUHN
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[T 50 mrmonb-M—2-¢~ L. TToxcyeTr YMCIIEHHOCTH KIIETOK MIPOBOJMIIN KaXkble CYyTKH B TEYCHUE BOCHMU
CYTOK C TIOMOIIIbI0 KaMepbl [opsieBa, Mo TpU MOBTOPHOCTH ISl KaXKI0T0 00pasia.

2.2. H3mepenue cnekmpoe nozinouwienus

CrekTphl ocaablIeHns CBeTa CycIieH3uel KireTok A(A) peructpupoBanu B auarazone 400-800 M
B €JIMHMIIAX ONTHYCCKOHN MIOTHOCTH Ha OHOJIYYEBOM CIEKTPO(OTOMETPE, OCHAIIEHHOM WHTETPUPYIO-
el cdepoit Isi yMEHBIIIEHUS MOTEePh CBETa B MYTHBIX 00pa3nax. M croip30Bain KBapleByO KIOBETY
¢ JUIMHOHM omTuyeckoro myTd 1 cMm. B kadecTBe MCTOYHHMKA CBETa M JETEKTOPa CBETA HCIIONH30Ba-
mu rajoreHHyro jgammy u CCD-cniekrpomerp (USB2000, Ocean Optics, CILIA) cooTBeTcTBeHHO. JliIst
OIICHKM WMCTUHHOTO TOIVIOMICHUS MPUMEHsUIACh YIPOIICHHAsl MOMpaBKa Ha paccesHue. s Kaxmo-
ro crekTpa ociadieHust A(A) oneHuBa M 3HaYeHHE ocyabimeHus Ha 750 HM A(750), T.e. B obmactu,
I TIOTIONIEHNE MUHUMAIIBHO, U BEIYUTANN €TO U3 MOIYYCHHOTO CIEKTpa ociabneHus. IlomyueHHBIN
CIIEKT] OD( b= A1) — A(750) manee OymeT HA3bIBATHCA CIIEKTPOM MOMIOHICHUsS. I3MeHeHus comep-
KaHUs XJIO0POHIUIA a ¥ KaPOTHHOMJIOB OTCIEKHUBAIUCH in Vivo 10 3HaYeHUsM momiomenns OD
1 OD g, COOTBETCTBEHHO.

2.3. H3mepenue ¢ayopecuenyuu xnopogpunna a

2.3.1. KpuBble HHAYKIAHN (uryopecueHIInN XJI0po(QHUIa ¢ PETUCTPUPOBAIN B CYCIICH3HUAX BO-
JIOPOCJICH, aJlalTHPOBAHHBIX K TEMHOTE (B TCUCHUE 5 MUH JI0 Havajla U3MEPEHUs), C IOMOIILI0 (UIyopH-
Metpa AquaPen-C AP-C 110 (Photon Systems Instruments, Uexus). [1TI®D u mIuTeTsHOCTh BCIBIIIIKH
CHHEro akTHHHYHOTO cBeTa (A = 455 um) coctasmsamu 3000 MkMoib - M2 - ¢! i 2 ¢ cooTBeTCTBEH-
HO. KWHEeTHKYy CBETOMHIYIIMPOBAHHOHN (IIyOpecleHIMH XJIOpohuia a aHATU3UPOBAIN C ITOMOIIBIO
JIP-tecra, npemiokenHoro B paborax [Strasser, Strasser, 1995; Strasser, Tsimilli-Michael, Srivastava,
2004]. Ornmcanue paccuyuThIBAEMBIX ¢ TToMoIIbio JIP-Tecta mapaMeTpoB mpuBeneHO B TadmuIe 1.

J1st yTOUHEHHSI MEXaHU3MOB ICUCTBUSI MOHOB MEAH HA (POTOXUMUICCKUI KBAHTOBBIN BBIXOJ aHa-
JM3UPOBAJIM OTAEIBHO, KaK U3MEHSCTCS BeanunHa QuyopecueHuun F, (BausHue Ha (POTOXMMHUIECKOE
TYLIEHUE aHTEHHBI CO CTOPOHbI OTKPBITHIX PEAKLMOHHBIX LIEHTPOB) U KaK U3MEHsETCs BelIUduHA F,,
(BustHEEC Ha HE(DOTOXUMHUYECKOE TYIIICHHE, TETUIOBBIC IIOTEPU SHEPTHH). UTOOBI cenarh 3TO B YCIOBU-
SIX KyJIBTUBHPOBAHMS, T o0IIee coiepKaHue (POTOCHHTETUUCCKUX MUTMEHTOB B CYCIICH3UH 3aMETHO
U3MEHSCTCS. C TEUEHHEM BPEMEHH, Mbl PAaCCUMTAIN YIeNbHblC 3HaueHud F), u F,, MOOEeIUB HCXOM-
uvie F, u F,, ¢ nmpubopa AquaPen-C AP-C 110 na senuunny OD . Toro »xe obpasua [Padhi et al.,
2021; IntocHuna u ap., 2019]. B nanHom ciyyae jjinHa BOJHBI 455 HM COOTBETCTBYET JJIMHE BOJIHBI
BO30Y>KIAIOIIEr0 CBETA MPH M3MEPEHUAX (uIyopecreHnnn, a seauauaa OD 455 TIPOTIOPLIMOHAIIBHA KO-
JIUYECTBY CBETOBOW SHEPTHH, MOTIOMICHHOW 00pa3IioM ¢ KJIETKaMH BoZOpociei. Takoe HOpMHUpOBaHHE
CUTHAJIOB (DIIyOPECICHIINN YOUpAeT SIBHYIO 3aBUCUMOCTD F, U F,, OT KOoNn4ecTBa KJIETOK U COIepKaHHs
MIUTMEHTOB B CYCIICH3HH.

2.3.2. UnaykuuoHHble KpPUBBIEe (IyopecueHIINH OTAeIbHBIX KJIETOK OMPEACTsIN C IMOMO-
B0 UMITYJIBCHOTO MHKPO(IyOPHUMETpa ¢ BBICOKOW YacTOTOW MOBTOPEHHUSI CBETOBBIX MMIYIILCOB (fast
repetition rate), omucanHoro panee [Kuznetsov et al., 2021]. JITUTENbHOCTS CBETOBBIX UMITYITHCOB CO-
craBisia 4 Mic, gactora ciaegoanusg — 100 kI, TIIID — 25000 Mxmonb - M2.c! (A = 455 Hm).
B xaxaom oOpasue aHanusuponainu 50 aganTHPOBAHHBIX K TEMHOTE KJETOK. I yBelIM4YeHHs cOoOT-
HOIIICHHS «CUTHA/IITYM» TPUMEHSUTH TEXHUKY YCPEIHEHHs, KOT/Ia /Ul OTHOW KIIETKH PETHCTPHPOBAIIH
CepHIO M3 JECATH MHIYKIIMOHHBIX KPUBBIX. TeMHOBas aganTanus MEXIy U3MEPEHUSMU MapaMeTpoB
(hiryopectieHIIMH Kax10# kieTku cocrasisuia 20 . B messix sKoHOMUH BpEMEHH, ISl COKpaIeHHsI Bpe-
MEHU TEMHOBOM aJanTalnuy MEXIy MOCIEAOBATEILHBIMU H3MEPECHUSIMH, OMPEACISLTN TONbko OJ-(hazy
(0-1 mc) dmyopecuennuu. braromapst Beicokoit I1I1®D 3a 310 Bpems OompmmHCTBO PLI mepexonut B 3a-
KpBITOE cOoCTOsTHME. [ K10 KJIETKM IMoNydany HadajbHOE 3HaueHue (iayopecueHuuu F, u 3Ha-
YeHUe MakcuMyma (DIyOpecUEHIMM B COCTOSHHM OJHOKpaTHO cpaborasmiero PII (omHoro obopora),
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Tabmuma 1. [Mapamerpbl u pacueTHble WHICKCH JIP-TecTa aHanmm3a KMHETUKU (PIYOPECICHIUMH XJIopoduia a
[Strasser, Strasser, 1995; Strasser, Tsimilli-Michael, Srivastava, 2004]

[Mapametp dryopecuenmm Onucanue

WNurencuBHoctn  ayopecuenimn npu 0,05  (ypo-
F,, F,, F,F, BeHb O), 2 (muk J), 30 (muk /) MCc U MakcUMajbHast
(hiryopecuieHIHs BO BpeMs nuka P

— r J -F, O J
1= TF THOCHTEINIbHAS TIepeMeHHas (hIyopecleHINs THKa
F-F,
V, == OTHOCHUTEIbHAS IEpeMEHHAast (PIYOPECICHITUS THKa |
AJ =V _v Pasnocth 3HaueHnii GyHkumii V; KOHTpOIA M TOKCH-
— 7 J(tokcukaHr) J(KOHTPOIB) KaHTa
A=V _v PaznocTh 3HaueHMi (QyHKIME V, KOHTPOIS W TOKCH-
— " I(ToxcukaHt) I(KOHTpOIIB) KaHTa
F r HavaneHeli HAakIoH (B Mc™!) IBaXIBI HOPMHPOBAH-
M. =4 300 Mke "0 F—F
0~ F, o o — i
HOI1 kpuBOl HHAYKIUK (uyopecreHnuu V, FF
F, _ F,°F, MakcuMasbHbIi KBaHTOBBII BBIXOJ HEPBUYHOI (oTO-
Fo, F,, xumudeckoit peakuuu B OCII
| BeposTHOCTH TOro, YTO 3aXBauCHHBIM IKCUTOH Hepe-
Y =1-V, MeIaeT 3MEKTPOH 3a npeaenst O
F N
Cro = - Vg, KBaHTOBBIN BBIXOA 3JEKTPOHHOTO TPAHCIIOPTa

BepoaTHOCTB, ¢ KOTOPOH 3JIEKTPOH OT MEXKCUCTEMHBIX
Opo = 1 3JIEKTPOHHBIX [IEPEHOCUYUKOB IIEPEMEIIACTCA K KOHEU-
HbIM akuentopam B OCI

KBanToBsrit BBIXOI BOCCTAHOBJICHHUA KOHCYHBIX aKIICII-

TopoB B OCI
—1_kE KBanToBasi 3()(eKTUBHOCTh pPACCCHUBAHUS JHCPTUH
$po = n B BUJE TEILIA
ABS _ pp (V . i)_1 [Tornomaemslit motok sHeprun Ha PL]
RC 0 J ' F,
2h— m, - (1 - i) . (V - i)_1 PacceuBaemblii motok sHepruu Ha PIL]
RC 0 F, JF,

X . . TTokazarens QynkimonansHoi akTuBHOCTH DCII, 0T-
-1 F, F,\~ - 9 N

Pl = (ﬂ) - (1 - —") Yy, (1 - WEO) HECEHHOII K TIOITIONIAeMOi SHeprun (MHIEKC POU3BO-
mutensHocTH OCII)

KoTopoe oOo3Havanu kak F . ®doroxumudeckuii kBaHToBbli Beixox DCII onpenenanu cruenyromum
obpa3oM:

2.4. Mamemamuueckaa 00padomka 0aHHBIX

Pacyer spepHON OLEHKM IUIOTHOCTH pacHpenesieHHus MpoBommin ¢ nomoiubsio nakera KDEpy
[Odland, 2023]. YuureiBasi, 4TO paccMaTpuBaeMbIe IMapaMeTpbl UMEIOT 00JIacTh omnpeneneHus R, To
€CTb JICHCTBUTEIBHBIC MOJOKUTEIbHBIC YUCIA, NIPU pacdeTe SACPHOM OLEHKH IJIOTHOCTU pacupere-
JIEHWs MCXOJHBIE JIaHHBIE TyOIUPOBAIN C OTPUIATEIBHBIM 3HAKOM, a MOJyYEHHbIE OLIEHKH TNIOTHOCTH
B OTPULATEJILHON 00JAaCTH yCTAHABIMBAIM PAaBHBIMHU Hym0. JUId cTaHZapTU3alMK U NPeoOpa3oBaHUs
JAHHBIX METOJIOM IJIABHBIX KOMIIOHEHT ObLT puMeHeH nakeT SciPy [Virtanen et al., 2020]. Crekrpaib-
HYI0 MYJIBTUIKCIIOHEHIIMAIbHYIO alpOKCUMALNI0 WHAYKIIMOHHBIX KPHUBBIX MPOBOAMIHN C ITOMOIIBIO
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paspaboTtanHoro aBTopamu makera pyPhotoSyn [ILmrocamna u np., 2015; Plyusnina et al., 2020]. Pac-
ger LASSO-perpeccun mo METOAy HAMMEHBIINX YITIOB IPOBEACH C MOMOIIBI0 makeTa SciPy [Virtanen
et al., 2020].

Cratuctudeckas o0paboTKa IOMYYEHHBIX JaHHBIX IPOBOAMIACHE B Iporpamme Statistica
(StatSoft, Inc. STATISTICA (Data Analysis Software System), Bepcus 13.3.704.19, 2025.
http://www.statsoft.com). [ToiyueHHbIe TaHHBIC IPEACTABICHBI B BUJIE CPEIHUX apH(QMETHICCKHUX 3Ha-
YEeHHI ¥ CTAHJAPTHBIX OMHMOOK HCCIEeyeMbIX TapaMeTpoB. [IpiuHUMas BO BHUMaHUe MaJblii 00bEM BBI-
0OpOK, CTaTUCTHYECKYIO 00pabOTKy pe3ylbTaToB MPOBOJHIIM C HCIIOIB30BAHUEM HEMlapaMeTPUIecKOro
kputepusi Kpackena— Yommca ¢ mocneayronmm post-hoc-rectom JlaHHa Juis MOmapHOTO CpaBHEHHS
BBIOOPOK, CUMTAsl PA3IIMUMs MKy BHIOOPKAMH CTATUCTHYCCKH 3HaUUMbIMH 1ipu p < 0,05.

3. Pe3yabraThl M 00Cy:K/IeHHUE

3.1. Bauanue uonos meou na cooeprcanue Xaopopuiia a u KapomuHouoos

OKCIepUMEHT 10 JeHCTBUIO HOHOB MeAM OBIJ IOCTABJIEH B JIByX BapHaHTaX — B TEMHOTE U MPHU
HOCTOSIHHOM OCBeEIeHHH. M3BECTHO, YTO B HEKOTOPBIX CIIydasiX CBET YCHJIMBAET [IOBPEKAAIOIICe Nei-
CTBHE CTPECCOBBIX (PAKTOPOB Ha (POTOCHHTETUYECCKUHN ammapar BOAOPOCICH, OJHAKO MPH MOCTOSHHOM
OCBEIIEHUH KJIETKH COXPAHSIOT aKTMBHBIM MeTaboNn3M, 4TO JAejaeT Takue yciaoBusa Ooiee (U3UOIO-
TMYHBIMH VISl 9KCIIEPUMEHTA.

Ha puc. 1 npencrasiens! qanublie no BiusHuto CuSO 4 B KOHEYHBIX KOHIIEHTPALKAX 0,1-10 MM
Ha comepkanue xjopodmmia a (puc. 1, a, 6) u kapoTHHOUAOB (puc. 1, 6, 2) B KiIeTKax S. quadricauda
B ycloBusX cBeToBoil (puc. 1, a, ) m TemMHoBO# (puc. 1, 6, 2) uHkyOanuu. Kak BUIHO U3 pUCYH-
Ka, B KOHTPOJIbHBIX YCJIOBHUSIX 32 24 Yaca yBeJIMUEHHME COAEpXaHUs XJopoduiia a He NMPOUCXOIUIIO.
OnTHueckas INIOTHOCTh B KOHTPOJIE U B 0Opa3iax ¢ cogepkanuem nonoB menu 0,1 u 1 MxM coxpansi-
nacek Ha ypoBHe 0,04, KOTOpBIN OBLT 3a1aH IPU Ha4aJIbHOM PA3BEACHUM MATOYHOH KYJIBTYPBI BO BPEMS
ee Tepecajiki B JKCIepUMEHTaJbHble NMPoOHpKU. JlelicTBHE MOHOB Menu B KoHIeHTpauuu 10 MxM
B YCJIOBHSIX CBETOBOM MHKYOaLUMHM CONPOBOXIAJIOCH YMEHBIICHHEM ONTHYECKOH IUIOTHOCTH IO CPaB-
HEHHMIO C KOHTPOJIEM: Ha YeTBEpTh Hepe3 IepBble 2 yaca M MOYTH BJABOE yepe3 cyTku (puc. 1, a).
ITornonieHne KapOTUHOUIOB TAKXe ClIa00 M3MEHSIOCh B KOHTPOJIE U IIPH KOHLIEHTPALUSIX HOHOB MEIU
0,1 u 1 MKM B TeueHHe BCEro Mnepuoja WHKyOaIuy, HO YMEHBIIANOCh K 24 4 MpHu ASHCTBUU MOHOB
Meau B KoHIeHTpanuu 10 MxkM (puc. 1, g, 2).

Takum 00pa3oM, TONBKO MPU OTHOCHUTENBHO BBICOKOW KOHIIEHTpamuu noHOB Mmemu (10 MxM)
HaOJTIOMAaeTCs TIOCTEIICHHOE pa3pyIlIeHrne XJI0pouiia ¢ 1 KapOTHHOHUIOB.

3.2. Bauanue uonoeé meou Ha KuHemMuKy 4ucjieHHocmu Kiemok S. quadricauda
6 nonynayuu

Bbonpiioe 3HaueHue Mpu MOHUTOPUHIE M OI[EHKE TOKCUYHOCTH Pa3IMYHBIX TOKCHKAHTOB MMEET
UCCJICIOBAaHNE BIMSHUS 3TUX TOKCUKAHTOB Ha CIIOCOOHOCTh YBEINYEHHS YUCICHHOCTH KJICTOK B IIOITY-
nsnun. [posesen anamu3 siaustius CuSO, B konuentpanusax 0,1-10 MkM Ha MHaMUKy pOCTa KJIETOK
S. quadricauda B cyclieH3MHM B CPaBHCHUHM C KOHTPOJIBHBIMH ycioBusiMu (puc. 2). U3 puc. 2 Bua-
HO, YTO JIOCTOBEPHOE CHIKEHHE KOJIMYECTBA KJIETOK 10 CPaBHEHHUIO C KOHTpOJIEM HaOIofajioch Ha
4-¢ CyTKM WHKyOallMd TPH MaKCHMaJbHOW KOHIICHTparuu MoHoB Meaw (10 MkM), Ha 6-¢ CyTKH —
npu cpeaHeld koHueHTpanuu (I MkM) u Ha 7-e cyTku npu MuHUMaibHON KoHUeHTparmu (0,1 MxM).
OnucaHHBIN BBIILIE METOJ PETUCTPALMU MOMIOMIEHHS XJI0poduiuia @ 1 KapOTHHOMIOB OKa3ajcs Oomee
qyBCTBUTEIHHBIM JJIS1 BBISIBICHHUSI TOKCHYHOCTH MOHOB MEJIH, 10 KpaifHel Mepe Mpu MaKCHMaJbHOW MX
koHneHTpauu (10 MkM), TOCKONIBKY BBISBIISUT U3MEHEHHS yXKe 1ocie 2 yacoB MHKyOaruu (puc. 1).
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CseroBast HHKYOAIHst TemuoBast HHKyOAaIUS
0,045 - 0,045 -
0,04 - 0,04 1 o 1
003s | [T e 0.035 | ] ]
0,03 - 0,03 -
€ 0,025 - g 0,025 -
S o002 2 00
0,015 0,015 |
0,01 - 0,01 -
0,005 0,005 -
0 ‘ 0 w
29 24 4 29 24 g
(a) (©)
0,05 0,05
0,045 0,045 - 1
004 [l il o0t [P ]
0,035 0,035 |
s 0,03 - s 0,03 -
o 0,025 - o 0,025 -
© 0,02 S 0,02
0,015 - 0,015 |
0,01 - 0,01 -
0,005 0,005
0 w 0 w
29 24 4 29 24 4

(8) (r)

O xouTposb O 0,1 MmkM ® 1 MmxM = 10 MM

Puc. 1. I3MeHeHNe ONTHYECKOH IUIOTHOCTH B TIOJIOCE TOMIOMIEHHs Xiopodmwmia a — A,,, = 678 HM (a, 0)
U KapOTHMHOMJOB — A, = 480 HM (B, I') KyJIbTypbl MHKPOBOLOPOCIHU S. quadricauda B KOHTpoJIe ¥ IPH UHKY-
Oanuu ¢ CuSO, B xonuentpamusax 0,1, 1 u 10 MxM. MukyOauus KIETOK JI0 Hadaja U3MEPEHHUs MPOBOIMIACH
B TeueHue 2 U 24 4 TIpu HeNpephIBHOM ocBemieHny cBetoM ITII® 50 Mkmonb - M~ - ¢! (a, B) ¥ B TEMHOBBIX
ycnoBusx (0, T)

=
= 14
= —{}— KOHTPOJIb
% 12 cee@--- 0,1 MxM
G - ¢ -1 vxM .
S 10 —4— 10 MxM ez o ST . WA et ¥o)
T e -— =9 x
= 8 g .
g
g 6
(&)
=
X
o 4
B
3!
g 2
=
3
> 0
0 1 2 3 4 5 6 7 8 9

Bpewmsa unkybanuum, cyT

Puc. 2. V3MeHeHUE KOIMYECTBO KICTOK B CYCIICH3UM KYJIBTYPbl MHUKpOBOZOpociu S. quadricauda npu pocTe
KyJBTypBl B KOHTposie 1 nipu fobasnenun CuSO, B xonuenTpamuax 0,1, 1 u 10 MkM npu HENpephIBHOM OCBe-
utennu ceetom III® 50 mMrmomb - M2 - ¢! u Temmeparype 23 °C. * — I0CTOBEpHOE OTIMYHE OT KOHTPOJIS
pu p < 0,05
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3.3. Baruanue uonoeé meou Ha UHMEHCUBHOCMb DIYOpECUEHUUU OMKDPBIMBIX U 3AKPbIMbIX
PI] @CII 6 cycnen3uu K1emox npu ux UHKyOauuu 6 C6emoevlX U MeMHOBbIX YC106UAX

BriusiHue mOHOB Meny Ha TIepBUYHBIC peakinu (POTOCHHTE3a B CYCIIEH3UH KIICTOK S. quadricau-
da GbBUIO MCCIIENOBAHO MyTEM aHAIM3a M3MEHEHMS Tapamerpa 7~ — (OTOXMMHUYECKOTO KBAHTOBOTO
m

F,
Bbixonia OCII. TlapameTp - MIMPOKO MCHONB3YETCs JUIS OUEHKH 3(P(EKTHBHOCTH (POTOXMMUIECKHX
m

nporieccoB B DCII npu mcciieoBaHUN TOKCHYHOCTH areHTOB, BO3ICHCTBYIONIMX Ha (DOTOCHHTE3UPY-

F,
romue oprauusmbl [Maropun, Pyoun, 2012]. Ha puc. 3 mpeactaBieHo BIMSHUE UOHOB MEIU HA -
m
CYCIIEH3UH KIETOK S. quadricauda nocne 2 4 u 24 4 HHKyOalM B CBETOBBIX U TEMHOBBIX YCIOBHSIX.
CTaTucTHYeCKN 3HAUUMBIX Pa3jIMuui MEXIy NCHCTBHEM HOHOB MEIU B Pa3IMYHBIX KOHIEHTPALMAX

o F,
C IOMOUIBIO TPAJUIITMOHHON OLICHKU IapaMeTpa F—L BBISIBUTH HE yIaJIOCh.
m

CseroBas nHKyOaIust TemuoBast mHKyOaIMs
0,9 4 0,9 -
0,8 - 0,8 -
0,7 - e salka 0,7 - ulE 1
0,6 - 0,6
4. 05 L. 05
K 04 K 04
0,3 - 0,3 -
0,2 - 0,2 -
0,1 0,1 -
0 v 0
24 24 4 24 24 g

(a) (0)

O xoutpoar O 0,0 MM m® 1 MM m 10 MmxM

Puc. 3. 3menenune 5— KyJIBTYpPBl MUKPOBOJIOPOCTH S. quadricauda B xoutpone u mpu uHKyOamun ¢ CuSO,

npu korneHtpamuax 0,1, 1 u 10 MmkM B Teuenne 2 u 24 9 IpW HENPEpBIBHOM oOcBeleHuH cBetoM [1T1D
50 MKkMOJIL - M2 - ¢”! (2) U B TeMHOBBIX ycII0BHsAX (6)

Jlyis yBenMueHMsI 4yBCTBUTEIILHOCTH OLICHOK MBI UCCIICAOBAIIM, KaK U3MCHSIFOTCS 3HAYCHHS MU-
HUMaJbHOU (F,) M MakcuMaibHOU (F,,) diyopecueHIUH 1O OTAENbHOCTH. UTOOB!I MCKIIIOUNTH 3aBH-
cumocts F, u F,, OT KOHLEHTpAIlMH MUTMEHTOB, PACCUNUTHIBAINCH yAelbHbIE mapameTpsl F, u F):
UCXOZIHBIC 3HaYeHus F, u F,, JeluIu Ha ONTHYECKYIO INIOTHOCTb CYCIIEH3HMHU IIPU JUIMHE BOJIHBI BO3-
Oyxnenus ¢uryopectieHnny 455 HM. DTO TO3BOJIMIIO OTCIIEKUBATh BIMSHUE HOHOB MEIU OTJEIFHO Ha
($OTOXUMHYECKOE TYIICHHE W HA HEPOTOXUMHUYECCKOE TYIICHHE BO30YKJICHHBIX COCTOSHUN XJIOPOQHII-
Ja a. YoenbHble 3HaY€HHUs HHTEHCUBHOCTH MMUHUMAJIBbHON (F))) 1 MakcuManbHO (F,) diryopecueHunu
B KOHTpOJIC C TCYCHUEM BPEMEHH M3MEHSUIOCHh HECYIIECTBEHHO (pHC. 4), CTATHCTHUECKH JTOCTOBEPHBIX
pa3nuyuii He 0OHAPY)KEHO HHU JIJISl CBETOBBIX, HU JIJISI TEMHOBBIX YCIIOBUN HMHKYOAITHH.

B xonuentpamuax 0,1 u 1 MkM i 0o00oMX YCIOBHI KyIbTHBHPOBAaHHUS MOHBI MEIU HE OKa-
3bIBaJIM KAKOro-1M00 NeHcTBUs JNaxke Ipu 24 4 MHKyOaluW, pa3iuuuil B 3HaUEHUSX IOKasarened I,
u F;, 10 CpaBHEHHIO C KOHTPOJEM BBIABICHO He ObuIO (puc. 4). Ilpu Gonee BBHICOKOHM KOHIIEHTpALWH,
10 MxM, nocine 24 4 yHKyOaluK MOHBI MEAU BbI3bIBAJIM 3HAYMMOE yMeHblleHue [, u F) Kkak B cBe-
TOBBIX, TaK U B TEMHOBBIX YCJIOBHAX. DTO CBUAETEILCTBYCT O BBIPAKCHHOM HE()OTOXHMHUUYECKOM Ty-
HICHUH BO30Y>KACHHBIX MOJICKYJ XJIOPOQHUIUIA @, YTO MPUBOAUT K PACCEUBAHUIO M30BITOYHON SHEPTHU
U IpefoTBpaIaeT o0pa3oBaHne aKTHUBHBIX ()OPM KHUCIOPOZA.

HecmoTpst Ha TO 4TO CTaTUCTHYECKH 3HAYMMBIX Pa3IM4uil JeWCTBUS MOHOB MEIN B KOHIIEHTpa-
uu 0,1 MKM, O cpaBHEHHIO C KOHTPOJIEM, He 0OHApYy»XeHO, U3 pUC. 4 BUJIHA TEH/IEHIUS K yBeIHye-
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CeeroBas nHKyOaIus TemuoBast HKyOAITHST
180 180
160 - 1 160 + _l_
140 | [ H 140 I
120 120
. 100 - 100
80 - 80 -
60 - 60 - .
40 - 40 -
20 20
0 0
29 24 2 q 24
(a) (©)
700 700 L
600 [T 600 |
500 | Hrh 500 .
400 400 h
* 8 * &
300 - X 300 -
200 - 200 - *
100 - 100 -
0 0
29 24 2 q 24

() (r)

O xkoutpoab @ 0,1 MM m 1 MM m 10 MM

Puc. 4. Usmenenne ynenbHbIX (HOPMUPOBaHHBIX HA OD,s;) 3HAYCHUH MUHUMaNbHOU — F (a, 6) 1 MakcuMab-

i — F,, duyopecueHuuu xjiopopmwmuia a (B, T) (B pacuere Ha EJUHUILY IOIVIOIICHHONW CBETOBOH SHEPTUM)
KyJBTYPBI MHKPOBOZOpOCIH S. quadricauda B xouTpose n npu uKyOamuu ¢ CuSO, B xonnenrpammsix 0,1, 1
1 10 MKM B TeueHne 2 1 24 9 IpH HENPEPHIBHOM ocBemeHnH cBetoM ITTIdD 50 MkMomb - M 2 - ¢! (a, B) U B TeM-
HOBBIX yCIOBHAX (0, T). * — mocToBepHOE oTIHYHe OT KOHTpoist mpH p < 0,05

HUIO NoKaszareneil F), u F, . CrarucTudyeckuil aHaiu3 IOKa3bIBAET, UTO 4yepe3 2 4 CBETOBON HMHKYOa-
IIUU 0OHAPYKUBAIOTCS 3HAYUMBIE Pa3IMYMs MEXKIY JeiicTBUEM MOHOB Menu B KoHneHTparuu 0,1 MxM
u 10 mxM (p = 0,03 gna F),, p = 0,04 nna F,,)). Kak yka3piBajoch BbIIIE, B OTAENBHBIX CIyda-
SIX MOHBI MEIH B HU3KHX KOHIICHTPAIMAX MOTYT OKa3bIBaTh HEKOTOPOE CTHMYJHPYIOIIEe BIUSHUE Ha
kinetku [Dauda, Lombardi, 2023; Xu et al., 2021]. IIpencraBiieHHble Ha pUC. 4 pe3ysbTaThl, MO BCEH
BUJIIMOCTH, JIEMOHCTPUPYIOT UMEHHO Takod 3 ¢dext. CTUMYISIIusS MOXKET OBITh CBSi3aHA C TEM, 4TO
MOHBI ME/I HEOOXOMMBI [Tl CUHTE3a OeJika IUIaCTOLMAHUHA, KOTOPbIA, HAPALY ¢ LIUTOXPOMOM Cg, SIB-
JIIETCS OIHUM M3 [IEPEHOCYMKOB DIIEKTPOHOB MEKJLY IUTOXPOMHBIM by f-komiiekcom u PCl y 3enenpix
MHKpOBOiopociield. NHTepecHO, 4To pa3iuuus MeXIy JeHMCTBHEM MOHOB B KoHIeHTpanusax 0,1 MmxM
u 10 MxM mposBisAOTCS depe3 2 yaca KyJbTUBUPOBAHMSA W MCYE3al0T uepe3 24 4, 3TO MOXKET yKa3bl-
BaTh Ha TO, YTO 3(h(eKT AeHCTBHUS HU3KMX KOHIICHTPAIMH MOHOB MeIW (TOKCHYECKHI HITH, HA00O0POT,
CTUMYJIHUPYIOIINIT) MOXKET 3aBUCETh HE TOJBKO OT KOHKPETHOW KOHIIEHTPAIMH YCIOBHOI'O TOKCHKAHTA,
HO ¥ OT JUTMTEILHOCTH €ro JCHCTBUSI.

Taxkum oOpa3om, TOAXO/, OCHOBAHHBIM Ha aHAJM3€ YJACNbHBIX 3HaYeHWH mapameTrpoB F), u F;,
MOJTYYECHHBIX IIPU HOPMHUPOBaHUU F, U F,, Ha €IMHUIlY ITONIOLICHHOM CBETOBOM YHEPTUHU B KICTOYHBIX
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CYCIIEH3USIX, ITO3BOJISICT BBISBIIATH U3MEHEHUS B paboTe (POTOCHHTETUUECKOrO anmapara 1oj JeHCTBH-
em CuSO,, KOTOpbIE MOTYT HE PETUCTPUPOBATHCS IPU CTAHIAPTHOH OLEHKE (POTOXUMHUYECKOH dPpek-

F, .
tusHocTH DCII mo nmapamerpy ++ (puc. 3). Habmonaembie usmenenust £, u F,, MOTyT ObITh CBSI3aHbI
m
KaK ¢ He()OTOXUMHUUYECKUM TYLIEHUEM, TaK U C IPYyTMMHU HPOLIECCAMH, BKJIIOUAs! CTPYKTYpHbIC MOTU(H-
Kalliy CBETOCOOMPAIOIINX KOMILIEKCOB wiu noBpexaeHue PL[ OCIIL

3.4. Bruanue uonoeé meou Ha UHMEHCUBHOCMb (IYOpPECUEHUUU OMKDPLIMBIX U 3AKPbIMbIX
PIL] @CII ¢ 00unounvix Kiemkax 6 ycio8usax c6emosoii U memMHo8oll UHKyoayuu

B nomonHeHne k u3MepeHUAM (BIyopecleHIMN Ha CYCHEeH3HSIX KJIETOK Mbl TPOBEIH H3Mepe-
HUSL (QIIyopecleHMM Ha YPOBHE OJMHOYHBIX KJIETOK. V3BECTHO, 4TO KIETKH B MOIMYJISIHH CHUIBHO
OTIIMYAIOTCA IPYT OT JIpyTa Mo pa3Mepy, Mo COAepKaHui0 (POTOCHHTETHYECKUX ITUTMEHTOB U TI0 Xapak-
TEpUCTUKAM IEPBUYHBIX IpoueccoB ¢orocunresa [Kuznetsov et al., 2021; Riznichenko et al., 1996].
B Gornee paHHHX paboTax MO TOKCHYECKOMY JIEHCTBHIO MOHOB ME/INM OTMEYCHO WHTEHCHBHOE TYIICHUE
¢dnyopecuenuun xjaopodumia a [Mallick, Mohn, 2003]. Dto moarBepKaaeTcss U HAIIUMH JTaHHBIMH,
HOJIyYCHHBIMU Ha CYCIIEH3USX KIeToK (puc. 4, cHwkenue F,, u F), npu KOHLEHTPAlMX HOHOB Me-
qu 10 MxM).

Knerku, naubonee uyscreutenbHbie K CuSO,, TEMOHCTPUPYIOT PE3KOE TOJABIIEHHE (ITyopec-
[EHIIMA W TPAKTHYECKH «HCYE3al0T» B YCPEOHEHHOM CHTHAJIe TOMYJSIHA. [Ji BBISABICHUS TaKUX
KJIETOK M M3Y4YCHUS UX (PU3HOJIIOTHMYECKOTO COCTOSHHS OBUTM MPOBEIACHBI M3MEPEHUsS] Ha OAWHOYHBIX
KIeTKax (puc. 5).

Ha gmarpammax (puc. 5, a, 0) KaKI0H TOYKE COOTBETCTBYET OfHA KieTKa. KIeTKu B momynsium
3HAYUTENBHO OTIIMYAIOTCS APYT OT ApYyra Mo pasMepy H IO COAEpKaHUIO XJIOpopHUIa d, TOITOMY HH-
TEHCUBHOCTb MUHUMaJbHOU (F,) U MakcumalbHOH (F',) duiyopecueHMu MeHsIach B 2,5-3 pa3a naxe
B KOHTpPOJBHOH rpymne (puc. 5, a). Otmerum, uto napameTpsl F, u F, CUIBHO KOPPEIUPYIOT MEXK-
ny co6oit (koaddumment xoppemsuu 0,98). JInsg oreHKr BapuaTUBHOCTH WHTCHCUBHOCTH TTOCTPOCHBI
rpaduKy sAAEpHOH OLEHKM IJIOTHOCTH pacnpenenenus F, (puc. 5, 6, 2). Ilpu uHKyGamuu B cBETO-
BBIX YCJIOBUSX y KJIETOK HaOM0anach OoJbIas BApUAaTUBHOCTh IapaMeTpoB F, u F,, B 0cOOEHHOCTU
y KJICTOK TIPH JCHCTBUHM MOHOB MEIU B HauMeHbIeH konteHTpanun (0,1 MxkM).

N2

IIpoBeneH aHanu3 MaccuBa JaHHBIX F, 1 F, C IOMOIIbIO METO/IA IVIaBHBIX KOMIIOHEHT. IIpu mpe-
00pa3oBaHMM MacCHBa JAaHHBIX €0 HadalbHasi Pa3MEPHOCTh OCTajach PaBHOH JBYM, IIOATOMY HpOBe-
JeHHas TpaHcopManys He BbI3Bajla yTpaThl HHPOpMALUH, a JIMIIb U3MEHIIIAa OPHEHTALMIO U MacIuTad
oceii Ha rpadukax (puc. 6). Hanpasnenue ocu PCA(Q cOOTBETCTBYeT MaKCUMAJIbHOW AUCIIEPCUU HCXOI-
HBIX JaHHBIX (Hocie cranpapruzanun), ocu PCA1 — oproronansHo eil. [IpeoOpa3oBanue koopauHaT
MOXKET OBITh MPEACTABICHO (HOPMYIIOH

PCAO=642-107*-F, +3,61-107*- F, — 1,964,
PCAl =642-107*-F,-3,61-107*-F_, +0,007.

OnuHakoBble k03QduUIMEHTs! TpU napamerpax F, u F, CBSA3aHbl C CHIBHON KOppensueil aTux
mapaMeTpoB MEXITy coOoif. [TocKoNbKy B TaHHOM Ciydae MaKCHMalbHasl JUCIIEPCHUS CBS3aHA C U3Me-
HEHUEM MHTCHCUBHOCTU (DIYOPECIICHITNH OTACIBHBIX KJIETOK, OTYYCHHBIC C TIOMOIIBI0O METOA TJIaB-
HBIX KOMITOHEHT TIpou3BoxHbIe mapameTpbl PCAO u PCA1 UMEIOT BITOJHE MOHSATHBIA OHMOJOTHYeCKUIt
cmbic. Bemnunna PCAQ xapakTepu3yeT HHTEHCUBHOCTD (IIyOPECHEHLUH OTACIBHBIX KIETOK, a OPTO-
roHanpHas eil BenmnunHa PCA1 cBsi3aHa ¢ M3MEeHEHHEM (POTOXMMUYECKOW aKTHBHOCTH KiieTok. OiHaKo
HCIIONIb30BaHMUE JTMHEHHOTO MTPeoOpa30BaHMsl HE MO3BONISET MOHOCTHIO PA3CIUTh BIUSHUE HHTCHCHB-
HOCTH (PIIyOpECICHIINU U (POTOXMMHYECKOH aKTUBHOCTH, ITO3TOMY OoOJiee HAIVISIHO PasHHILY MEXITy

AF

AF
KJIETKAMH MOKHO yBUJIETh B KOOp/MHATAX T- M F (puc. 5, 6, 0, e), rue T, XapaKTepusyer (horo-

XUMUYCCKYIO aKTUBHOCTH KJICTOK. OTMCTI/IM, 4TO IIpU HEOOJIBIINX 3HAYCHUSIX FS[ alrrapaTHbIC HNIYMbI
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Puc. 5. Pesynbrarsl u3MepeHuss MakcUManbHOH (F ) 1 MuHuManbHOU (F,) (iryopecueHIny KISTKH B IOIYJIs-
UM KJIETOK KYIBTYpBl MHUKPOBOAOpPOCHH S. quadricauda B XoHTpoine U npu nHKyOannu ¢ CuSO4 B KOHIICHTpa-
musax 0,1, 1 m 10 MmxkM B Tedenne 24 9 mpu HempepbIBHOM ocBemieann cBetoM [ITID 50 MrMois - M2 ¢!
U B TEMHOBBIX yCIOBUSIX. JJnarpaMMel paccessHus: st mapameTpos F, u F, (a); 1 napameTpos F g, 1 IAF—': (0).

SlnepHas olieHKa MJIOTHOCTH pacmlpeseneHus F, (B, T) U IA:—f (n, e) nmpu MHKyOaMy Ha CBETY (B, 1) U B TEMHO-

Te (T,

e)
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Puc. 6. [lnarpamma paccessHUSA [UIs MMOMYYCHHBIX C IIOMOIIBI0 METONA TIIABHBIX KOMITOHEHT mapaMeTpoB PCAQ

1 PCA1 OIMHOYHBIX KIETOK MUKPOBOAOpPOCHH S. quadricauda B XonTpone u mpu uHKyOamun ¢ CuSO, B KOH-
uentparusax 0,1, 1 u 10 MkM B Tedenue 24 4 mpu HempepbIBHOM ocBelenuu ceetoM ITID 50 MrkMomb - M2 - ¢!

U B TCMHOBBIX YCJIOBUAX

CaeroBast HHKYyOAIUSI TemuoBast HKyOaIMs

100

- * ok

Hons xnerok, %
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— D W b LN QN O O
S O O O O O o o o O
I 1 1 1 1 1 1 1 1 1
*

Konrpoas | CuS0O,

Kontpons

Cuso0,

Kontposs

CusSO0,

*
*
El'l
=]

Konrpoas | CuSO,

Konrpoias

CuSO,

< 0,2

0,2-0,4

> 0,4

<0,2

0,2-04

> 0,4

AF

st

AF

st

O Kourposn

oO01mMgM B 1MxM m 10 MM

Puc. 7. I'mcrorpaMMmsbl pactpeesicHus OMMHOYHBIX KIETOK 10 (hotoxummudeckoit akruBHocTH OCII B momymnsimu
KIIETOK KyIbTYphl MUKpOBofopociu S. quadricauda B xontpone u 1pv uukybauun ¢ CuSO, B KOHLEHTpaly-
ax 0,1, 1 u 10 MmkM B Teuenue 24 4 IpH HempepbIBHOM ocBemenuu cBetoM TP 50 mxmomb - M2 - ¢! (a)
¥ B TEMHOBBIX YCIOBHAX (0). * — mocToBepHOE OTIAMYKE OT KOHTpoJs mipu p < 0,05
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IMPpUBOAAT K YBCIMYCHUIO Ha6n10,uaeMoro pa36poca %—F N JaXKE IOABJICHUIO OTPHULATCIBbHBIX 3HA4YC-
st

AF

F

Ha puc. 7 pesynsrarsl uzMepeHuil poroxumuueckoit aktuBHOCTH PCII Ha OAMHOYHBIX KIIET-

Kax Hpe,[[CTaBJ'IeHLI B BHUJC TUCTOrpaMM pacCrpeacjiaCHuss COOTHOIICHUA M Bech Auaria3oH U3MEpCH-

S

HUN

HBIX 3Haqu1/H‘/'1 AL pa3Gur ma Tpu obmactu: obmacts Huskux (0-0,2), cpennux (0,2-0,4) U BBICOKMX
(>0,4) 3HaueHwM. Ha puc. 7 TpeAcCTaBlIeHBI JaHHBIC, TTOKA3BIBAIONINE MPOLIEHT KIETOK B KAXKIOW 00-
nactu. B KOHTpoOnbHBIX ycioBusix 6onee 90 % KIIETOK HAaXOAWJIMCH B KaT€TOPUH BBICOKOW aKTHBHO-
cru. C yBenuuenuem konuenTpaunu CuSO, pacnpeiesieHie KIETOK CMEMIANIOCh B CTOPOHY «CPEIHEH
U «HU3KOW» Kareropud. B ciydae neiicTBUS MOHOB Menu Ooliee BbIpakeHHBIH 3(dekt Halmomaics
Ipy TEMHOBOH WHKyOauwu (puc. 7, 6). Jlaxe npu rudeny 3HaYNTEIbHON YacTH KICTOK MPH JACHCTBUU
MOHOB MEIH B MakCUMalIbHON KOoHIEeHTpanuu (10 MKkM) B MOIYJISIIMA OCTABAIMCH KIIETKH C BBICOKHM
3HauYEeHUEM %—F. IIpu cBEeTOBBIX YCIOBHAX MHKyOAalM{ KOJIMYECTBO KIJIETOK, UMEIOIINX ITOKa3aTeib %—F
B 0B/IACTH BBICOKHX 3HAUCHIT (>0,4), ropa3zo BbIlIe, YeM IpU TEMHOBOI MHKyOauuu (puc. 7, 0). 06-
Hapy>KeHHas C MMOMOIIBI0 MUKPO(IYyOPHMETPUYECKOTO aHai3a OAMHOYHBIX KJIETOK HEOTHOPOIHOCTH
peakuuu kineTok Ha CuSO, MOKET UMETh BaXKHOE IKOJIIOTHYECKOE 3HAYCHHE, 00ECTIeUnBasl BbKUBAHUE

HacTUu onyJrsinu B CTPECCOBLIX YCIIOBHAX.

CaeroBast nHKyOaIms TemuoBast HHKyOAaIUs
0,6 - 0,6 -
0,5 - 0,5 - I T
I T
S 0.4 5< 0.4 4
o il o
z : : z
= 0,3 T = 0’3 T
) )
& &
0,2 T 0’2 T *
0,1 0,1
0,0 T T 0,0 T T
Konrposn 0,1 MmxM 1 MmxM 10 mxM Konrposn 0,1 MM 1 MmxM 10 MM

(a) (6)

Puc. 8. 3HaueHns cpeHero Mo KIIeTKaM (POTOXMMUIECKOTo KBaHTOBOTO BBIX0a O CII KyIbTyphl MUKPOBOIOPOCITH
S. quadricauda B xontpone u 1pu unkybanuu ¢ CuSO, B konuentpauusx 0,1, 1 u 10 MkM B Teuenne 24 4 npu
HenpepsIBHOM ocBemieHun ceeroM ITTIdD 50 Mxkmons- M2 - ¢! (a) u B TeMHOBEIX ycnoBusx (6). * — 10cToBepHOE
oTANYMe OT KOHTpoJst ipu p < 0,05

MEI o11eHIMIIH cpeaHne 3HadeHus (hOTOXUMHUUYECKOro KBaHTOBOro Boixoma O CII AF TSI TIOTTYJIS-
Y-

LM KJIETOK IIPU ACHCTBUY Pa3IMuHbIX KOHLEHTPALMi HOHOB Meu (puc. 8). BumgHo, uto npn JeficTBUN
MOHOB Mezu B HanOoubinei koHueHTpauuu (10 MkM) HaOm0nan0ch 3HaYUTENBHOE CHUKECHUE TAaHHOTO
napamerpa, npudeM 3p¢ext Oosiee BbIpaKeH NPU TEMHOBON MHKyOauuu (puc. 8, 6). Takum oOpazom,
oIpezieIeHUe IOKa3aTelsi OTHOCUTENIBHOM IepeMEeHHOH (NIyopecLieHIMH Ha OAMHOYHBIX KJIETKax SB-
nsiercst 6onee WHPOPMATUBHBIM METOIOM TIPH BBISIBICHHH TOKCHYECKOTO JCHCTBUS HOHOB MEIH, YeM
CTaHIAapTHBIC U3MepeHus B KioBere (puc. 3). Ilo naHHBIM MHKpPO(IyOpUMETPUUYECKOTO aHalINU3a OIH-
HOYHBIX KJIETOK HaMM pacCUUTaHbl CpeJHUE Ha KJIETKy 3Hauenus F, u F, (puc. 9).

Ha puc. 9 BunHO, uTO cpennue 3HadeHus F, n F, N3MEHAIOTCI HEMOHOTOHHO B 3aBUCHMOCTH
OT KOHIIeHTpanuu noHoB Menu. [Ipu xonuentparuu 0,1 MkM HaOmonaeTcsi OBBILICHUE YpOBHEH F,
u F,, Torna kKak npu MakcumanabHOH koHueHTpanuu (10 MkM) npoHcXoauT CyiecCTBEHHOE CHUKEHUE
3THX MapaMeTpPOB Kak JJIsi TEMHOBBIX, TaK M JJs CBETOBBIX ycioBuid. Ilpu stom addext Gonmpmmx
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CseroBasi nHKYOaImst TemuoBast nHKyOAIST
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(a) (©)

O xourpoas O 0,1 mxkM @ 1 vmgM m 10 MM

Puc. 9. Cpennue 3Ha4eHUst MUHUMAIbHOH (F ) 1 MakcumanbHOM (F,) (uryopeceHIny Ha OfHY KJIETKY KyJIbTyphl
MHUKpOBofiopocnu S. quadricauda B xonTpone u npu uHky6amuu ¢ CuSO, B konuenrpauusax 0,1, 1 u 10 MmkM
B TedeHue 24 4 U HempepLIBHOM ocBemmeHnu cBetoM ITIdD 50 mxmons-M~2-¢! (a) u B TeMHOBBIX ycioBHsX (6).
* — JIOCTOBEPHOE OTIIMYUE OT KOHTPOJs pu mpu p < 0,05

KOHIIEHTpaIMii Oojee BBIpaXKEH JUIi TEMHOBBIX ycJOBUH HMHKyOaumu (puc. 9, 6). Ilpu cpennHux xe
KoHIeHTpanusax (1 MkM) B CBETOBBIX YCJIOBUSAX HAOIIOAATIOCH HE3HAUUTEIBHOE CHIKCHUE [TapaMeTPOB
(puc. 9, a), a B TEMHOBBIX YCJIOBHUSAX — JIOCTOBEPHOE yBEIHMUEHHE ITHX IapameTpos (puc. 9, 0).

ITonyueHHbIe JaHHBIE AEMOHCTPUPYIOT, YTO METOJ MUKPO(IIyOPHUMETPUH, IPUMECHIEMBIN K OIU-
HOYHBIM KJIETKAM, IEMOHCTPUPYET OOJIee BBICOKYIO YYBCTBHTENBHOCTH BbisBIeHUs nelctBus CuSO,
nociie 24 4 uaKyOanuu (puc. 9) Mo CpaBHEHHIO ¢ U3MEPCHHUSIMH Ha CYCICH3UAX KIETOK (puc. 4, 24 u)
U criocobeH oOHapyKuBaTh 3(h(eKThl HOHOB MEIH JaXKe B MUHUMAIBHBIX KOHIIEHTPALIUAX.

3.5. Ocobennocmu oeiicmeus UOHO6 MeOu HA UHOYKUUIO Dblcmpoil (iyopecuenyuu
xnopogunna a 6 Kynomype mukpogooopocau S. quadricauda: OJIP-kpuesvie

Kak ykasbiBasioch BBIIIE, aHAIN3 U3MEHEHUS (OPMBI KPUBBIX MHIYKINUU (DITYOPECUEHINH XJIO-
poduiuia @ MIUPOKO UCIOIB3YETCS [IPH BBISIBICHUH JCHCTBHS PA3JIMYHBIX (PAKTOPOB HA (POTOCUHTETH-
yeckuil anmapar kineTkd. Ha puc. 10 mpeacraBieHbl HHAYKIIMOHHBIE KPUBBIE (IIyOPECHEHIINN XJI0PO-
¢mwuia a MukpoBogopociu S. quadricauda mocie Bo3IeHCTBUS HOHOB MeAn B KoHueHTpauusx 0,1, 1
u 10 MxM mocne 24 4 wHKyOalid B TEMHOBBIX M CBETOBBIX YCIOBHAX. [locie WMHKyOaIruu KyJIbTy-
pBI ¢ MOHAMH MEIU BBISIBICHBI M3MeHeHUs B ¢opme OJIP-xpuBeix. Tak, B MpuUCyTCTBHH HaWOOJIbIICH
koHIeHTpalu 10 MKM HOHOB Meau OOHAPYKEHO YMEHBIIICHHE MHTCHCHUBHOCTH (DIIYOPECIICHIIUU 10
CpPaBHEHHIO C KOHTPOJIEM Kak B CBETOBBIX, TaK M B TEMHOBBIX YCJIOBHUSX HHKyOaruu (puc. 10, a, 0).
ITpu Bo3neiicTBUY cpeaneii konuenTpanuu 1 MkM u camoit Hu3koi KoHneHTparuu 0,1 MkM B CBETOBBIX
YCIIOBHSIX MHKYOAIlMW HE BBISBICHO M3MEHEHMI B (hopMe KPUBOW IO CpPaBHEHHIO C KOHTPOJIEM, TOTIA
KaK B TEMHOBBIX YCJIOBHUSX 3TU KOHILIEHTPAIMH BBI3BIBAIM U3MEHEHHUsSI B ()OPME KPUBBIX 110 CPABHCHHIO
C KOHTPOJIEM.

W3MeHeHusT B OTACIbHBIX (pa3aX MHAYKIHMOHHBIX KPHUBBIX BBISBICHBI IOCIC HOPMHUPOBAHUS
Ha HavaJbHBI YpOBeHb (UIyOpecleHIIHH, a Takke Ha nepeMeHHyro ¢uryopecteHnuto OJIP-kpuBbIx
(puc. 10, 6—e). Tak, npu Bo3AEHCTBUM HOHOB MEIU B BBICOKOH KOHIIEHTPAIMH BBIABICHO CHUKECHHE
ypoBHe# diayopectentuu J, [ u P 10 cpaBHEHHIO ¢ KOHTpojieM. CHIKEHUE aMIUTUTYIbI J-1-P oTpaka-
et otHocuTenbHoe yBenuyeHue ponu PL OCII, koTopeie He CIOCOOHBI TIEpeaBaTh ICKTPOH MOCIEIY-
IOIUM TiepeHocunkaMm ¢GorocunTeTrueckol ITL. DTo MOXKeT OBITH CIEACTBHEM KaK MHTHOMPOBAHUS
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CaeroBast MHKYOaIUsI TemuoBast nuKyOaIsT
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Puc. 10. Unanykunonusie kpuBble ¢uyopecueHnun xiaopodpumia a (OJIP-kpussie) MukpoBogopociu S. quadri-
cauda B XouTpone u npu uHKybarmu ¢ CuSO, B xonuenTpamusax 0,1, 1 u 10 MkM B Tedenue 24 4 mpu Hempe-
priBHOM OcBermenuu ceetoM TP 50 Mxmonb-M~2-¢! (a) u B TeMHOBBIX ycioBusx (6). OJIP-kpuBbie H(;pano—
BaHBI Ha HaYaJbHYIO (ryopeciieHnunto mpu 20 MK % —1 (B, 1), mepemMeHHy0 (QIyopecueHuo V, = it (m, e)

o Fy-F,
U TIPE/ICTaBJICHB! B BUJC PA3HOCTH 3HaucHUN QyHKImA AV, = (K, 3). ToueyHBIMU JTHHUSIMHU
o0o3Hauensl ctaauu O, J u [

f(venms) Vt(KOHTpOJ'IL)
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3JIEKTPOHHOTO TpaHcropra Ha akuentopHoi cropone OCII ¢ HakomIEHHEM BOCCTaHOBJIEHHOTO () ,, TaK
U CIIEJICTBMEM MHTHOUPOBaHus Ha 1oHOpHOM ctopone DCII ¢ nakonnenueM Py, KOTOPbIA 3HAYUTENb-
HO TymHuT (ryopecteHiuio xiopopmwmuia a [Govindjee, 2004]. Camwkenune ¢asbl J-I-P panee HaOIIO-
JlaJIi TIpY BO3/ICHCTBUM MOHOB MEAM Y JIPYTUX BHJOB clieHeaecMyca Scenedesmus obliquus [Dewez
et al., 2005], Scenedesmus incrassatululus [Perales-Vela et al., 2007] u xmopemtst Chlorella vulga-

ris [Oukarroum, Perreault, Popovic, 2012].

Jns ycrpaHeHus BIMSHMS HadaibHBIX (F,) M MakcuMaibHBIX (F,,) ypoBHEH (uyopecueHumn
WHIYKIIUOHHBIC KPHUBBIC OBUIM HOPMHPOBAHBI OTHOCHTEIBHO 3THX 3HAYCHUN U IPEJICTABIICHBI BHJIC

L

N N F,—F,
OTHOCHTENIBHOM TepeMeHHOH (uryopecuenuun: V, = == (puc. 10, 0, e). JlanHOe BBIpaXKEHHE NPH-
m o

o
A(total)
€T paccMaTpuBaTh JMHAMUKY HakomieHus (), B pasHbix oOpasuax [Haldimann, Strasser, 1999]. 3na-

YUTEIbHBIE M3MEHEHHs B V, Iocie CBETOBOM MHKyOalMM C MOHAMU MEIM BBISBIECHBI Ha ypoBHE [
(V, npu 30 mc), Torna Kak nocjie TEMHOBOH MHKYOAalMM ¢ HOHAMM MEJHM BBISBJIEH POCT V, HE TOJIBKO
Ha ypoBHe /, HO Ha ypoBHe J (V, mpu 2 mc). YBenuuenue V, CBSI3aHO ¢ HAPYLIEHUEM SIEKTPOHHOTO
Tpancnopra Mexay Q, u Qp H, CIENOBATENbHO, HAKOIIIEHHEM () ,-HEBOCCTAHABIIMBAIOIIMX IIEHTPOB,
HE CIIOCOOHBIX K PEOKHCIICHHUIO () U BOCCTAHOBIIEHHUIO IyJla XUHOHOB.

HATO B Ka4€CTBE MEPLI N0 QA’ HaXoasaIierocsa B BOCCTAHOBJICHHOM COCTOSHHHA [ ], n TIO3BOJIA-

Jist ynydnieHus BU3yalu3alud U3MEHEHUH B V, MHAYKIMOHHbIE KPUBBIE IIPEJICTABICHBI B BHJE
pasHocTu 3HaueHMH (yHKuUH AV, = Vt(Me[[b) - Vz(xompom,) [Kalaji et al., 2014] (puc. 10, o, 3). Kak
BHIHO W3 puc. 10, mocie 24 4 MHKyOAIlMu ¢ MOHAMH Meau OOHapy)KeHO yBenmdeHue AJ MpH IBYX
YCIIOBUSAX MHKYOAITNH, TIPH 3TOM HAHOONBIIHI pocT AJ BEISBICH B TEMHOBBIX YCIOBUSX ISl CpenHEH
(I MmxM) u makcumainbHO# (10 MkM) konuentpaunii. Hamaune AJ cBs3ano ¢ HakorieHuem Q) T.€.
co cumkenueM ckopoctu Q, -peokucnenus [Kalaji et al., 2014]. Ilpu BosneiictBun cpenneii (1 MmxM)
1 BbICOKOH (10 MKM) KOHIICHTpaAIlMd MOHOB MEIU OTMEYAJIOCh yBenndeHue Al 1mocie TEeMHOBOW WH-
KyOaIuu, 4to oTpaxkaeT OoJiee ObICTPOE BOCCTAHOBIICHME Iyia PQ B CBSA3M CO CHMIKEHHUEM CKOPOCTH

peokucieHus mactoxuHoHoB [Tsimilli-Michael, Strasser, 2008].

CseroBast nHKyOaIuUs TemuoBast nHKybOaIHsA

KOHTPOJIb
0,1 MM
1 MM
10 mxM

Puc. 11. [Tapamerps! ¢yopecuennun JIP-tecta, moigydeHHble U3 MHAYKIMOHHON KPUBOH (IyOpeCHeHIMN XJI0-
podunna a mukposogopociu S. quadricauda B xontpone u npu uukybauuu ¢ CuSO, B xonuentpanusx 0,1, 1
1 10 MKM B TeueHne 24 4 IpH HENPEPHIBHOM ocBeleHHH cBeToM ITTIM 50 MkMonb - M2 - ¢~! (a) B B TEeMHOBBIX
yenoBusx (0). [TapameTps! (iryopecueHy mpecTaBIeHBI B MPOIIEHTAX OT KOHTPOJIS. * — TOCTOBEPHOE OTIMYHE
oT xoHTposst ipr p < 0,05
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Ha puc. 11 npencrapiieHsl mapaMeTpsl (PIIyopeceHIINH, TOTyYeHHbBIe mocie anamu3a OJIP-kpu-
BbIX. HauanbHbIi HAKIIOH OTHOCHTENBHON mepeMeHHol uyopecuenumnn (M,,), usmepennbii mexy S0
u 300 MKc, yBeIMUUBAJICA [IPU BO3ACHCTBUU BHICOKUX KOHLUEHTPALUA HOHOB MEH, IIPU 3TOM JOCTOBEP-
Hele omnuus (p < 0,05) momydeHbl MeXIy MakCHUMaJbHOM M cpeHel KOHIIEHTPAIUSIMHU B CBETOBBIX
ycloBHsAX. YBennueHue M mpu BO3ICHCTBHU BBICOKOW KOHIICHTPALMU MEIH OTPAKACT YBEIMYCHHE
9 PEKTUBHOTO CeUYEHHs CBETOCOOMparoNIell aHTEeHHBI, npuxosueiics Ha akTuBHBIA P OCII (%),
a TaKkkKe CHWKCHHUC DHEPreTHYecKoro Bzammopenctsus mexay PLI. Ilapamerp i oTpaxact BeposT-
HOCTb TPAHCIOPTa 3JIEKTPOHOB 3a Tpenensl Q. IIpu BO3NEHCTBUM BBICOKOW KOHIIEHTpPAI[MM HOHOB
MEIM B TEMHOBBIX YCJIOBHAX BBISBICHO CHIXKECHHE Y/ , Npu 3TOM 3Hauumbie (p < 0,05) ornmuums
MOJTydeHbl MEK Ty MakcuMaibHOH (10 MkM) u Hu3koi (0,1 MKkM) KOHIIEHTpAITUIMH HOHOB MEIH B Cpe-
ne. Iapamerp ¢ , XapaKTepU3YIOIIMH KBAHTOBBIN BBIXOJ 3ICKTPOHHOTO TPAHCIIOPTA HA AKIEMTOPHOM
cropore OCII, mesnaunmo (p > 0,05) cHIKAICSA MPH CBETOBBIX W TEMHOBBIX YCIIOBUSAX HHKYOQIIHH.
B mpucyTcTBHUM MOHOB MeI BBISBICHO CHMKEHHE 3JIEKTPOHHOTO TPAHCIOPTa Ha ypoBHE myna PQ
u nanee K akuenropam ®OCI (6, u ¢p ). [lpu stom 3Haunmbie (p < 0,05) u3MeHeHUs B Tapamer-
pax O, W @p BBIABIEHBI 111 MaKCUMaibHOU (10 MKM) KOHIEHTpanuii HOHOB MEIHU 110 CPABHEHHUIO
C KOHTPOJIEM B TEMHOBBIX YCIIOBHUSX. B cirydae co cBeTOBBIMH ycioBUsMH joctoBepHble (p < 0,05)
OTJIMYHSL B TAPAMETPE Op  TOIYYCHBI MEXKIY CPEIAHCH W MAaKCUMAJbHOW KOHLCHTpauusmu. M3mene-
Hus B QpyHkuuoHanbHoi aktueHocTH OCII (Pl 5o ) 1 none aktuBHBIX PLI (%) BBISBJICHBI IIPH BO3-
JIECTBUM MaKCUMAaJIbHONH KOHIIEHTPAIMM MOHOB MEIW B TEMHOBBIX YCIOBHUSX WHKYOAllWW, IPU STOM
cTatucTuyecku 3Hadyumble (p < 0,05) oTmMuus momydeHsl MEX/Ty MaKCUMaJbHON M cpeaHell KOHIIEH-
tpauusmu. [Tockonbky mapamerp Pl, o paccuuThIBACTCS Ha OCHOBE 5—;, Yp, ¥ %, TO BO MHOI'OM
CHIDKEHHE JJAaHHOTO MapameTpa IpH BO3JEHCTBUM MaKCHMAJbHOW KOHIEHTPAIlMM MEAW B TEMHOBBIX
YCIIOBHAX OOYCJIOBIEHO 3HAYMMbIM CHHIKEHHEM Y, U %. Taxke HaOIONAIOCH U3MEHEHUE T1apa-
METpPOB TEIUIOBOM JHCCHUTIAIIMM 3HEPTUH, TO3BOJISIONIEH CHU3UTH BEPOATHOCTH (POTOOKHCIUTEIHHOIO
noBpexacHus PL[ @CII. DTo BHIHO 10 N3MEHEHHIO ITAapaMeTPOB KBAHTOBOH 3P(PEKTUBHOCTH JTUCCHUIIA-

. . . DI,
LMK NOTVIONIEHHON SHEPIUH (¢, ) M PACCESHMSA NOMIOMIEHHON SHEPTUH B TEIUIO Ha aKTUBHBIA P11 (R—C(’)

Tak, noctoBepHble omnuud (p < 0,05) 11 AaHHBIX MapaMEeTPOB IMOJYYEHHI B TEMHOBBIX YCIOBHUSX
Mexay muHAMabHOH (0,1 MKkM) u cpennei (1 MKM) KOHIIGHTpaITUsIMH, a B CIIydae CO CBETOBBIMHU
yeinoBussMu — miist cpenneid (1 MkM) i MmakcumanbHOH (10 MKM) KOHITGHTpAIIHA.

Ha ocHoBanum mpoBEenNeHHOTO aHANW3a BBISABICHO, YTO HAMOONBIINE W3MEHECHUS B MHIYKIIHOH-
HBIX KPHUBBIX OTMCYAIHCH NMPH BO3ICHCTBHU MakCUMasbHOH (10 MKM) KOHIICHTpAIlMd HOHOB MEIH.
BonpmmHcTBO mapamerpoB JIP-tecTa npu JaHHOH KOHUEHTpAUUU JTOCTOBEPHO OTIMYAIMCHh OT MUHU-
MaipHOU (0,1 MKkM) m cpenneli (10 MKkM) KOHIIEHTpALWA B CTOPOHY WHTHOMpoBaHMs. [lo-BuanMomy,
HU3KUC W CPENHUE KOHIICHTPAIIMH MOHOB MEIU B CPElle OKA3bIBAIOT HEKOTOPOE CTUMYIHPYIOIIEE BO3-
nericteue Ha ®CA depe3 24 4 MHKYOAIMH, B CBSA3U C OTUM OOJIBbIIIe 3HAYMMBIX OTIHYNN HAOIIOAATOCh
MMEHHO JUTS JaHHBIX KOHICHTparuid. HanOombIyto 4yBCTBUTEIEHOCTD K BO3ACHCTBUIO MEIH MIPOSIBIITN
IapaMETPBl Op U Pp B TEMHOBBIX YCJIOBHAX, KOTOPBIE JOCTOBEPHO CHHIKAIUCH HE TOJIBKO MPHU BO3-
neiicrBun Boicokoi (10 MkM), HO u cpenneit (1 MKM) KOHIIEHTpanMAMHU 110 CPAaBHEHHIO C KOHTPOJIEM.

3.6. Onpeoenenue 6pemeHHbIX NAPAMEMPOE UHOYKYUOHHBIX KPUBHIX MEMOOOM
CREeKMpPAanbHOU MYTbMUIKCHOHEHYUATbHOU ANNPOKCUMAYUU

Jlnst onpezeneHust BpeMEHHBIX TapaMeTPOB MHIYKLIMOHHBIX KPUBBIX HCIIOIb30BAIM METO/ CIEK-
TpaJbHON MYJIBTHIKCIIOHEHIHAIBHOM anmpokcumanuu (puc. 12). B sTom Merone KpuBbIe MHIYKIHUN
dyopecueHInH anipoKCHMHUPYIOTCS C IIOMOLIBIO CyMMbI ITOKa3aTeIbHbIX (DyHKLUIHI

N
F@) = FO + Zai(l - e_l/Ti),
i=1
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I a; — MHOXKHTENb (AMILTUTY/I) TIPH i-i MOKa3aTeNbHON QyHKIMK 7. XapaKTepHbIE BPEMEHA T, 3a-
NaBAJIM Ha JIOTapU(PMUYECKON IIKase ¢ PUKCUPOBAHHBIM Mmarom: 7, = 1,1 - 7, [[lmochuna u ap., 2015;
Plyusnina et al., 2020]. Jlns moxbopa MHOXKHUTENEH @, UCTIONB30BAIM METO HAMMEHBLINX KBA/IPATOB.
ITpu oTcyTCTBMM OrpaHMYCHUN HA 3HAYCHUS ¢; TaKasl ANMPOKCHMAIIHS TI03BOJISET MOIYYHUTh HACTOIBKO
XOpOIliee COBIIAJICHHUE AIMPOKCUMHUPOBAHHBIX KPUBBIX C 3KCIIEPUMEHTAIFHBIMU JTAaHHBIMH, YTO B al-
MPOKCUMHUPOBAHHBIX KPUBBIX BOCHPOU3BOIATCS JlaKe armaparHbie myMmbl ¢uryopumerpa. OgHako mo-
Jly4aeMble NPH TAKOH aNNPOKCHMALMU 3HAYEHHS d; YUCICHHO HECTaOWIBHBI: MaJeHIIee N3MEHEHUE
OKCIIEPUMEHTAJILHBIX JIAHHBIX NPUBOJIUT K U3MEHEHUIO BCEX MHOXUTENEH a;. Habopel MHOXKMUTENEH @)
MOJYYCHHBIE B PE3YJIbTATe PACYETOB, XapaKTEPU3YIOTCS HAIWYHEM OOJNBINNX MOJIOKUTEIFHBIX U OTPH-
[ATeIbHBIX 3HAYEHUH, CIEAYIOUINX YT 32 IPYTOM B OIPEeICHHO 1T0C/Ie0BaTeIbHOCTH; 3TO CBA3aHO
C TEM, 4TO CyMMa JIByX COCE/IHUX WIEHOB a; (1 —e! Ti) +a,,, (1 e Tm) C OIMHAKOBBIMH 10 MOJIYJTIO,
HO PasHBIMHU 110 3HAKy MHOKUTEIAIMH @; M @, UMEET HEHYJIECBOE 3HAYCHUE TIPH [ ~ T, U JOCTATOYHO
OBICTPO TPUOIIDKASTCS K HYTIO KakK MPU YMEHBIIEHWH, TaK U NPH YBEIWYEHHUU f, B PE3yJbTaTe 4ero
anmpOKCUMAIIHsI OKa3bIBACTCS YyBCTBUTEIBHOM K IIyMaM B SKCIIEPUMEHTAJIbHBIX JTaHHBIX.

Jnst obecrniedenns yCTONUMBOCTH allPOKCUMALMK MCTIONb30Bau orpanuyenue a, > 0 [Ilmroc-
HUHA U 1p., 2015], 9T0 MO3BOMMIO MPUMEHHUTH TSt armpokcuManuu Metoq NNLS [Lawson, Hanson,
1995; Bro, de Jong, 1997]. Ilpu Takoii annpokcuManuyu OObIIas 4acTh MHOKHUTENEH @, TIPUHUMAET Hy-
JIeBble 3HAUYEHUs, a HEeHYJIeBbIe KOA(PHUIIMEHTH 00BETUHAIOTCS B HECKOJIBKO TpymIl. BeiGop B kauecTse
6asuca pynkiumii Buna 1 —e /7 103BONIsAET MHTEPIPETHPOBAT T;, COOTBETCTBYIOIIME HEHYIIEBBIM @;, KaK
XapaKTEepHBIE BPEMEHA OTJCIBHBIX MPOIECCOB MPUOIMKEHUS CUCTEMBI K CTAIIHOHAPHOMY COCTOSIHHIO;
B TaKOM CIly4ac CaMu BEJMYMHBI ¢; ONPENEISIOT BKJIA 3THX MPOLECCOB B HAONIONAEMYIO JUHAMUKY
MHTEHCUBHOCTH (TyopecueHInn. XapakTepHble BDEMEHA T; 3a/1aHbl Ha (PMKCUPOBAHHOM LIKAJIE, BCIIE/I-
CTBUE YETO OAHOMY (PH3UUECKOMY MPOIECCY MHOTIA COOTBETCTBYIOT HECKOIBKO CMEKHBIX HEHYICBBIX
MHOXMHTENIEH a,. UTOOBI MPaBMIILHO OLIEHWTH BKJIAJ TAKOIO MPOLECCa B OOLIyI0 JAMHAMHKY, HEOOXO-
JIMMO CyMMHMPOBATh BCE OTHOCSIIMECS K HEMY MHOXHTENH d,. B CBsI3u ¢ 9TUM nosy4aembie HaOOPbI

1
MHOXHTEJIEH @, yI0OHO BH3yalM3UpOBaTh B BUJE CTYNIEHYATOH KyMYJISATHBHOH CyMMBbI ‘21 a, KoTopas
]:
COOTHOCHUTCSI C COOTBETCTBYIOIIMM XapaKTEPHbIM BpeMEHEM T, (puc. 12, CHHsIsA CTyneHYaras JUHUA).
BeprukanbHble JIMHUM Ha rpauKe COOTBETCTBYIOT XapaKTEPHBIM BPEMEHAM IPOLIECCOB, a TOPU30H-
TaJbHble — TOW CTAMOHAPHON MHTEHCUBHOCTH (DIyOpEeCHEHIINH, KOTopas Oblia Obl JOCTUTHYTa MPU

OTCYTCTBUH ITIPOLECCOB C OOJIBIIUMH XApPaKTCPHBIMHU BPCMCHAMMU.

Ormernm, uTO orpanudenue a, > 0 He MMeET PU3MIECKOrO OOOCHOBAHMA M HE BCErIa INpH-
BOIIUT K XOPOIIIEH ammpOKCHUMAINK YKCICPUMEHTATBHBIX NaHHBIX. YTOOB! yIydIIUTh ammpOKCHUMAIIIIO
HApaCTAOLIETO y4acTKa WHIYKIMOHHON KPMBOM, MbI OTKAa3aJlMCh OT orpanudenus a, > 0, a ais 1o-
JIy4EeHHs] YUCIICHHO YCTOMYMBOIO pe3yibrara ucrnoib3osanu L,-perymspusaumnio (LASSO) no merony
HauMenbmux ynioB (LARS) [Efron et al., 2004]. Anamorngro meroxy NNLS aToT MeTOm mpuBOIUT
K 3aHyJIEHHIO OONbIIEeH 4acTh KO3((HUIMEHTOB @, ONHAKO B JAHHOM CIIyYa€ 3TO JOCTHIAeTCs 3a CYET

TpeboBanus TOro, 4Todbl L -HOpMa (L1 =3 |al.|) Obuta He ciaumkoM Oonbioi. [lpu pemenun onrtu-
i

MU3AIUOHHON 3aJ]a4ll MHHUMHU3HPYETCS BEIUYMHA ), errj2 +a)lal, rne X errj2 — CyMMa KBaJIpaToB
J i J
PErpecCHOHHBIX OCTATKOB, @ — KOAPQUIMEHT peryiaspusanuu. OnHako npu GopMaaIbHOM IPUMEHEHUN

L, -perynsipu3anui HEOOMBIIOE U3MEHEHUE KOI(QDUIIMEHTA PETYISPU3AIIMN MOXKET IPUBOJUTH K 3HAYH-

TEJILHOMY MEPECTPOCHUIO CTPYKTYPhI BEKTOPA MHOXKHUTEIEH a;: HEHYJICBbIC 3HAYCHHs yCTAHABIIMBAIOT-

Csl paBHBIMH HYIIIO, @ HEHYJEBBIMH CTAHOBSATCS JPyrHe KOMIIOHEHTHI BEKTOpa. JTO CBSI3aHO C TE€M, YTO

byHKIUA Y errj2 + @ ) |a;| MOXKET HMETH GOJBINOE YMCIIO CXOMHBIX 110 IIYOMHE JIOKAJIbHBIX MUHUMY-
j i

MOB. M306exars HEyCTONYHBOCTH PEIICHUS MO3BOJISET METOJ] HAMMEHBIINX YIIOB, MPEACTaBIISIONINII
co00# pasHOBHIHOCTb MOLIATOBON perpeccuu. B 5TOM METonEe KOJIMYECTBO HEHYJIEBBIX d; YBEIUYH-
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Puc. 12. AHaiu3 KpUBBIX MHAYKIHMU (GIyOPECHEHIMN KYJIBTYPbl MUKPOBOIOPOCIH S. quadricauda B KOHTPOIIb-
HBIX YCJIOBHUSAX (a) W TpH JedcTBUU WOoHOB Meau 10 MkM (0). MHKyOanus KJIETOK 10 Hadajia U3MEPEHHS IPO-
BOJMJIACh B TE€UCHUE 2 4 B TEMHOBBIX YCJIOBHAX. 3€JICHBIE pOMOBI — 3KCIIEPUMEHTaNIbHBIE OTcueThl. OpaHxKeBast
KpHBasi — JIMHEHHAs alIpOKCHMAIMsI HAYalIbHOTO y4acTKa WHIYKIIMOHHOW KpHBOH. CHHSASL KpHUBast — CIIEKTPaIb-
Hasi MYJbTHIKCIIOHCHIIMAIbHAS alIPOKCHMAIIUsSl HApacTaIoONIero y4yacTka WHIYKIHOHHOW KPUBOM NpH OrpaHH-
uenud a, > 0. ManuHoBast kpuBasg — CIEKTpaibHas MYILTUIKCIIOHEHIMANbHAS AlIPOKCUMAIMS BCel KpUBOI
¢ ucrionp3oanneM LASSO-perpeccun ¢ kodbduimentom perymspusanuu a = 5- 1075, Cunss u ManunoBas cTy-
TIEHYAThIC JTMHUN — KyMYJISITUBHBIE CYMMBI ITPEA3KCIIOHEHINAIBHBIX MHOXKHTEIICH I 3TUX ABYX MPUONIKEHNUI.
ToyeyHble TMHUN COOTBETCTBYIOT OLIEHKaM BenuuuH F, u F,,

BaeTCs IOCIIEIOBATENBHO, C COXPAaHEHHWEM paHee BBHIOPAaHHBIX KOMIIOHEHT, YTO ITO3BOJISIET ITONyYUTh
ycToiumBoe pemienue. [lokazaHo, 9To ucmonbp3oBanue kod(puImenTa peryaspusaniui @ B JUama3oHe
ot 107® 10 107> mo3BONAET MONYYUTH XOPOIIO COBMAAIONIEE C IKCIEPUMEHTANBHBIMU JaHHBIMU Pa3-
JIOKEHUE CHTHAJIA M0 0a3UCy, COCTOAIIEMY W3 SKCHOHCHIMAIBHBIX (PYHKIUH, IPU 3TOM aOCOIIOTHBIC
BEJIMYMHBI KOOPOHUIMEHTOB ¢; He Oosee YeM BIBOE NMPEBBILIAIOT BEJIUYKMHY MEPEMEHHOM (IIyopecieH-
muu (cM. ¢ain ¢ JonmomHUTENbHON uWH(opMarueii). Ha puc. 12 MaJIWHOBBIMH KPHBBIMH TTOKa3aHBI
PE3yABTATBl TAKOTO PA3IOKEHUS ISl ABYX SKCIIEPUMEHTANBHBIX KPHUBBIX, 3aPETUCTPUPOBAHHBIX II0-
clie 2 4 TeMHOBOM WHKyOalnuu CycneH3uu S. quadricauda B KOHTpOJIE W TPU JEHCTBUH HOHOB MEIH
10 MKM ¢ ko3 durmentoM perynspusarmuu @ = 5 - 107, a MaIMHOBBIME CTyIIEHUYATHIMH JTHHUSAMH —
COOTBETCTBYIOIIME KyMYJIATUBHBIE CyMMbl. MOXKHO BUJIETB, YTO TIPH L, -perysspusannu rpadhuxu Ky-
MYJSITUBHBIX CYMM COCTOSIT U3 UEPEHyIOIIMUXCS YJYacTKOB MoAgbeMa U cmana. lIpemioskeHHBI MeTon
MO3BOJIAET (POPMAIM30BaTh U aBTOMATU3UPOBATh OLIEHKY (DOPMBI HHYKIIMOHHBIX KPUBBIX. OTpHIIaTeINh-
HBI MHOXKUTENb C XapaKTepHbIM BpeMeHeM 0koiio 200 MKC oTpaskaeT TO, YTO Ha HAYAIBHBIX CTAIUIX
WHIYKIIUHN (QIYOPECIICHITUN POCT €€ MHTEHCUBHOCTH MTPOMCXOIUT MEUICHHEE, YeM 110 SKCITOHEHTe. JTO
MOXKET OBITh CBSI3aHO KaK C DHEPTETHUYECKUM CBS3BIBAHHEM MEXIYy peakmuoHHbIMH IeHTpamu DOCII,
Tak U C HAKOTUICHUEM KaTHOH-paJuKala ngo. ®aspl uHAYKIMK OJ, JI u [P nipeacTaBieHbl IByMs Ia-
paMu MHOXKUTEJEH MPOTUBOIOJIOXKHOTO 3HAKA, KOTOPBIE CBSA3AaHBI C IMapaMEeTpaMu MEepeHoca IEKTPOHa
B akuenropHoit yactu @CII, B uuroxpomuom b f-komiuiekce u B OCI coorsercrBenHo. Eue onxa
napa MHOKHTEIEH NPOTHBOIMOIOKHOIO 3HAKA, OTHOCAIMXCA K T, 6onee 500 Mc, omuchIBaeT craia-
0NN YYaCTOK WHIYKIIMOHHON KPUBOW U MOXKET OBITH CBSI3aHA C TAKUMU MEIJICHHBIMH MPOLIECCAMU,
kak aktuBanus Geppenokun-HAJID-penykrassl u pazsutre HedoToxumudeckoro Tymerus B P1] CIIL.
B nacrosiiiee Bpemst onHO3HaYHAs OMOIOTMYECKAs HHTEPIPETALMS CMbICIIA MHOKHUTENECH a; HE Mpejl-
CTaBIISIETCS] BO3MO)KHOM, OTHAKO MBI TT0JIaraeM, 4TO B OyAyIIeM JUIS BBISBICHUS TaKOTO CMBICIIA MOXKET
OBITH UCTIOIB30BAH OCHOBAHHBINA HA METOJAX MCKYCCTBEHHOTO MHTEIJICKTAa COBMECTHBIN aHATIHM3 Tapa-
METPOB CIIEKTPaJIbHON MYJIBTUIKCIIOHEHIINAJIBHOM allpOKCHMAIMH KPUBBIX WHAYKIUHU (pIyopeciieH-
WU U JAHHBIX O PEIOKC-COCTOSHUU YYACTHHKOB (DOTOCHMHTETUYECCKON AIIEKTPOH-TPAHCIIOPTHOM IIEMu
IIPU PA3JINYHBIX BO3ACHCTBUSIX.
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Ha puc. 13 moxa3zansl rpadpuku KyMyJISITUBHBIX CyMM, PAaCCYUTAHHBIE C TOMOIIBIO CIIEKTPAIbHON
MYJIBTUIKCIIOHCHIIMATEHOM allIPOKCUMAITUH JUTSI YCPEAHEHHBIX IO TPEM MOBTOPHOCTSIM UHAYKIIMOHHBIX
KPHUBBIX, HOPMHUPOBaHHBIX Ha MaKCHUMaJbHYIO IepeMeHHyto Quyopecuenuio (puc. 10, o0, e). Xapak-
TEPHBIC BPEMEHA T;, COOTBETCTBYIOIIME HEHYJIEBHIM MHOXKHTEISIM ;, B OCHOBHOM COBIIA/IAIOT JUISL BCEX
KPHBBIX, OJIHAKO NEHCTBUE MOHOB MEIM NMPMBOIUT K M3MEHEHHIO CaMUX amIuMTya «;. HaubGonee sB-
HO BHJIHO HWCYEC3HOBCHHE OTPHUIATEIHLHOM aMIUIUTYABI Topsaka 20 Mc mpu AeWCTBUHA MaKCHUMAIbHOMN
(10 MxM) xoHIIeHTpanuu HOHOB Meau. CoIOCTaBICHHE dTUX IaHHBIX ¢ mapamerpamu JIP-tecra mos-
BOJISIET MPEANOJIOKHUTH, UTO TAKOC M3MEHEHHE MOXKET OBITh CBSI3aHO C M3MCHCHHEM COOTHOIICHUS aK-
tuBHOCTEH OCII M IMTOXpOMHOTO by f-KOMILIEKCa: cHIKeHUe akTuBHOCTH DCII IpUBOIMT K yMEHbILIe-
HUIO CKOPOCTH JIMHEHHOTO 3JICKTPOHHOIO TPAHCIIOPTA, B PE3YJBTATEe Yer0 LUTOXPOMHBIN b f-KOMILICKC
MepecTaeT JIMMUTHPOBATh JIMHEHHBIN AIIEKTPOHHBIA TPAHCIIOPT, YTO MPOSIBIISIETCS B COOTBETCTBYIOIEM
M3MEHeHHH (POPMBI HHTYKIIHOHHON KPUBOH.

CeeroBas HHKyOaIHs TemuoBast mHKYyOAITHS
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Puc. 13. KymynsatuBHbIC CyMMBbI KO3(D(DHUIIMCHTOB CIEKTPAIbHON MYJIBTHIKCIIOHCHIIUAIBLHON alpOKCUMAIHU
YCPEIHCHHBIX KPUBBIX HHAYKIUHU (DIYOPECICHIIMH KYIBTYPbl MUKPOBOJIOpOCH S. quadricauda B KOHTPOJIBHBIX
YCIIOBHAX U TIPH JCHCTBUM MOHOB MeAW. VHKyOamus KIETOK 0 Hadasia W3MEpeHUs IPOBOAWIACE B TCUCHUE 2 U
(a, 6) 1 24 4 (B, T) IPH HEIPEPHLIBHOM OcBemeHnn cBeToM 111D 50 MkMomb - M~ - ¢! (a, B) H B TEMHOBBIX
ycnoBusx (0, T)

4. 3akoueHue

C IIOMOIIBIO KOMIIJICKCA 6H0(1)I/I3I/I‘ICCKI/IX METOOB HUCCJICAOBAHO BJIMAHWE MOHOB MCIW Ha IEp-
BUYHBIC MPOIECCHl (POTOCHHTE3a MPECHOBOJHON MUKPOBONOPOCIH S. quadricauda ¢ MCTIONb30BaHHEM
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METOZOB perucTpauuu (IIyopecleHINH XJopodHlla ¢ Kak B CYCIEH3UAX KJIETOK, TaK U HA YPOBHE
OIMHOYHBIX KJIETOK. B pabore mokazaHo, 4TO MOHBI MEY OKa3bIBAaIOT J0303aBUCHMOE BO3ICHCTBHE Ha
doTOCHHTETHYECKUH arnapaTr MUKpoBogopocie. IIpy HU3KuX U CpeAHUX KOHLIIEHTPALUIX HOHOB MEIH
(0,1 u 1 MxM) HaOmMOAAIOCh HE3HAUUTENIFHOE BIMSHHUE Ha HMCCIEAyeMble apaMeTphl, TOrAa Kak MpH
BBICOKOU KoHIeHTparuu (10 MKM) BBISIBJICHBI CYIIIeCTBEHHBIC M3MeHeHus B pabore DCII.

B pab6ote npemokeHa HOBass MoAM(UKALNSA METO/Aa CHEKTPAIbHOW MYJIBTUIKCIIOHEHIINAIBHOM
anMpoKCUMAINH, MO3BOJISIOMAs (HopMaTu30BaTh ONucaHue (POpMBI MHAYKIMOHHON KPHUBOM 3a cueT
IPE/CTAaBICHUS €€ B BUJAE CyMMBbI NOKa3aTelbHbIX (yHkumii. Takoe mpeoOpa3oBaHHE HE TOJIBKO CO-
371a€T KOMITAaKTHOE TIPE/ICTaBIEeHNe WHAYKIIMOHHONW KPUBOW, HO U BBIABIIAET €€ BPEMEHHBIE XapaKTepu-
ctukd. Ilox co3gaHneM KOMITAKTHOTO MPEJCTAaBIEHNS UMEETCSl B BUAY MPEICTAaBICHNE NHIYKIIMOHHON
KpHBOH B BHJEe HAbOpa M3 MUHUMAJIBHOTO KOJMYECTBA MapaMeTpOB, 3HAHHE KOTOPHIX JOCTATOYHO IS
BOCIIPOU3BEJIEHNU UCXOIHOW KpHBOH. MBI momaraeM, 4ro MYJIBTHIKCIIOHEHIIMAILHOE NPEICTaBICHHIE
JTAHHBIX WHAYKIUHU (IyOPECICHIINH SBIAETCS ePCIEKTUBHBIM JUIS CO3/1aHUS OCHOBAHHBIX Ha METOAAX
UCKYCCTBEHHOTO MHTEJUIEKTAa MOAXOI0B K aHAJIN3y WHIYKIIHOHHBIX KPUBBIX.

HopMuposanue n3MepeHHBIX TapaMeTpoB (IIyOpEeCLCHIMHI Ha BEJIMUUHY ONTHYECKON IMJIOTHOCTH
npu A = 455 nm (pacuer cnenupuanbix 1 OD, s 3Ha4ennii F), u F,) okazanoch BbICOKOd(HEKTHB-
HBIM 3TaroM aHanu3a. /laHHble, HOPMUPOBAHHBIC MPEIJIOKEHHBIM CIIOCOO0M, MOKA3aJId CYLIECTBEHHO
Oostee BBICOKYIO 4yBCTBUTENBHOCTE K CuSO, B CpaBHEHUMH C JaHHBIMH, OOPAOOTAHHBIMHU TPAIUIUOH-
HBIMH MeTofgaMH. Iloaxon ¢ MCIoab30BaHUEM HOPMHUPOBAHHBIX JaHHBIX OKa3ajcs BaXKHBIM Ul MOIY-
YeHUs] HAJEKHBIX U BOCIPOU3BOJUMBIX PE3yJbTAaTOB, MO3BOJHMB OTCIEIUTHh BIMSAHHE HOHOB MEIH Ha
doToxumuyeckoe U HeHOTOXUMHUUECKOE TYLICHHE HE3aBUCHMO OT BapHaOEIbHOCTH COICP)KaHUs Kile-
TOK B 00pasIax, MMIMEHTOB 1 UX YIIaKOBKH, YTO HE BBIABIISIETCS TPaJUIIOHHBIMU METO/IAMH.

Muxkpodiryopumerpudeckuii MeTo aHaiu3a (IIyopecleHIMY OIUHOYHBIX KIETOK OKazaics 0o-
Jee YyBCTBUTEJIBHBIM U Oosiee MHGOPMATUBHBIM IO CPABHEHUIO C TPaJULUOHHBIMH H3MEPEHUSIMU
Ha CYCHEH3MsX KIeTOK. JlaHHBIM MeTOA MO3BOJWJI BBIIBUTH TE€TEPOTEHHOCTh PEAKLUH KIETOK Ha
nericteue CuSO, u 0OHapykHUTb dPHEKTHI MOHOB MENM JIaKe TPH MUHUMAJBHBIX KOHIEHTPAIMIX
(0,1 MmxM). CHmxenne (pOTOXMMHUECKON aKTUBHOCTH KJIETOK MPU MHKYOALlMU C MOHAMH MEIH B CBETO-
BBIX YCJIOBHSIX OKa3aJ0Ch MEHEE BBIPAKEHHBIM I10 CPAaBHEHUIO ¢ MHKyOAalell B TEMHOBBIX YCIIOBHSIX.

Ananu3 HopMupoBaHHBIX OJIP-KpHUBBIX MO3BOIMII ACTAIBHO MPOCIEAUTh MEXaHU3MbI 1EHCTBUS
MOHOB MEJM Ha Pa3HBIX CTaJuAX MepeHoca HIEKTPOHOB. HanbompIilyio 4yBCTBUTEIBHOCTh K BO3/EH-
CTBHIO MEJIU NIPOSIBUJIN MAPAMETPBI O, ¥ ¢ B TEMHOBBIX YCIOBHAX, KOTOPBIE JIOCTOBEPHO CHUKAIUChH
HE TOJBKO TpU BO3ACHCTBUU BBICOKOH (10 MKM), HO u cpenueit (1 MKM) KOHIIEHTpAISIMU IO CpaBHE-
HUIO C KOHTPOJIEM.

ITonyueHHbIEe pe3ysbTaThl MOATBEPKIAIOT HEPCIEKTUBHOCTD MCIIOIb30BaHUS METONOB (uryopec-
[IEHTHOTO aHajn3a JUIsl paHHEeill JUarHOCTUKU CTPECCOBOTO BO3JACHCTBHSA TSKENbIX METaioB Ha (o-
TOCHHTE3UPYIOIIHE OpPraHU3MBbl. BBISBIEHHAs reTepOreHHOCTh PEAKIHMU KIETOK Ha JIeHCTBHE HOHOB
Me/Ii UMeeT BaKHOE HKOJIOTHUECKOe 3HaueHue, obecreunBasl BEDKUBAHUE YacTH TOMYIALNN B CTpec-
COBBIX ycIoBUAX. PaboTa neMOHCTpHpYeT HEOOXOOUMOCTh KOMIUIEKCHOTO MOAX0a IPU UCCICIOBAaHUI
TOKCHUECKHX 3()(EKTOB, BKIIOUAIONIETO KaK TPaJUIIMOHHBIC METO/bI aHaJu3a CYCIIEH3UH KIIETOK, TaK
U COBPEMEHHBIE METOJbl UCCIEIOBAHUSA OIWHOYHBIX KJIETOK C MPUMEHEHHEM METOAa HOPMHUPOBAaHHS
JTAaHHBIX.
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