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deHoMeH HOTOMNOBPEXAEHUS NIUCTLEB B BUAE MOTEHUMANILHO JIETANIbHOIO MEXOKMJI-
KOBOrO X/10p03a M Hekpo3a, HabsgaeMblil y HEKOTOPbLIX BUAOB pacTeHuin (Tomar, 6a-
KnaxaH, orypeu, u Ap.) B YCNOBUSIX AJIMHHbLIX GOTOMEPMOAOB, BK/IOHYAA KPYINOCYTO4YHOE
ocselleHne (KO), 6bin Bnepsble onucaH 6onee 100 neT Ha3ad, 0AHAKO MPUYMHBLI €ro
[0 CUX Mop He BMOJIHE SICHbI. B nocnegHue roapl UHTEPEC K 3TOMY SIBAIEHMIO 3aMETHO
yCUAUCS, NOCKOJbKY BblpalumBaHue pacteHunii B ycnosusx KO npy OTHOCUTENBHO He-
BbICOKOWM NAOTHOCTW NOTOKa (POTOHOB CHMTAETCSH OOHUM U3 BO3MOXHbIX 3P DEKTUBHbIX
Cnocob0B 3KOHOMUWN PECYPCOB 1 MOBBILLIEHUS MPOAYKTUBHOCTM PACTEHUI B TeENaMLax
1 Ha pabpmrkax pacTeHuit C UCKYCCTBEHHbLIM OCBelleHneM. B ctatbe 06006LeHbl 1 NPo-
aHanM3npoBaHbl IMTEPATYPHbIE U COOCTBEHHbIE IAHHbIE B MOAAEPXKKY U MPOTUB UME-
IOLLMXCSA HA CErOOHSALIHNA OEHb TMNOTE3, OOBACHAIOLLMX NPUYMHBLI POTONOBPEXOEHMS
JINCTBEB B YCNOBUSIX AJIMHHbIX doToneprnonoB. Cpeaun HMX Ha3biBaloT GOTOOKUCTIEHNE,
rMnepakkyMynauuio kpaxmasa U pacTBOPUMBIX CaxapoBs, MHAYKLMIO npouecca crape-
HWUS, HECOOTBETCTBME MEXAY YACTOTOM BHYTPEHHUX (LMPKaaHbIX) BUOPUTMOB 1 BHELLIHMX
CBETO-TEMHOBBIX LIMKNOB 1 Ap. ABTOPbI KOHCTATMPYIOT, 4TO, HECMOTPS Ha NOYTW BEKOBYIO
NCTOPUIO N3Y4EHUS, MOKa TakK N HE HAaOEeH OOHO3HA4YHbIA OTBET Ha BoOnpoc, novyemy KO
0Ka3bIBAET MOJIOXUTENBHOE BO3AENCTBME HA OOHW BUObI U OTPULATENBHOE HA Apyrue
N KaKOBbl NPUYMHBI GOTOMOBPEXAEHNS NUCTLEB. HM 0fHA M3 CYLLECTBYIOLLMX rMMNoTe3
noka He Haluna HageXHOro 3KCMePUMEHTANIbHOro NoATBepXaeHus. Mo-suanmomy, B
ycnosuax KO ¢poTonoBpexaeHne UCTLEB Yy YyBCTBUTESbHBLIX BUOOB BO3HMKAET B CUNY
psiaa npyymnH, N3 KOTOPbIX TPYAHO BbIAENUTL OLHY IMaBHYI0, HO, BO3MOXHO, NepPBOl B Lie-
noyke NnocneaoBaTesibHbiX COObITUNM, 3aKaHYMBAIOLLMXCS XIOPO30OM U HEKPO3OM NINCTb-
€B, ABNSETCS LUMPKAAHAA aCUHXPOHUS, TO €CTb COOI 3HAOMEHHOM LIMPKAAHOM PUTMUKM
MHOIMX NPOLECCOB, BO3HUKAIOLLMI B PACTEHMAX B Pe3yNbTaTte BO3AENCTBMS aHOMasb-
HOrO CBETO-TEMHOBOIO LMKNA.
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The phenomenon of leaf photodamage, characterized by potentially lethal interveinal
chlorosis and necrosis, observed in some plants (tomato, eggplant, cucumber, etc.) un-
der long photoperiods, including continuous 24h lighting (CL), was first described over
100 years ago. However, its causes remain unclear. Interest in this phenomenon has
been rising significantly in recent years, as plant cultivation under CL with relatively low
photon flux is considered as a potentially effective way to conserve resources and aug-
ment plant productivity in greenhouses and plant factories with artificial lighting. This ar-
ticle summarizes and analyzes the literature and own data supporting or contradicting
currently existing hypotheses explaining the causes of leaf photodamage under long
photoperiods. These include photooxidation, hyperaccumulation of starch and soluble
sugars, induction of senescence, discrepancy between the frequency of internal (circa-
dian) biorhythms and external light-dark cycles, etc. Despite nearly a century of research,
a definitive answer to the question of why CL has a positive effect on some species and
a negative effect on others and what causes leaf photodamage has yet to be found. None
of the existing hypotheses has yet gained reliable experimental confirmation. Most likely,
CL-induced leaf photodamage in sensitive species occurs for a number of reasons, of
which it is difficult to single out one primary cause, but perhaps the first in the chain of
events terminating in leaf chlorosis and necrosis is circadian asynchrony, that is, a disrup-
tion of the endogenous circadian rhythm of many processes that occurs in plants as a
result of exposure to an abnormal light-dark cycle.
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BBepeHune

B nocnepHue rogbl BO BCEM MUPE CTPEMUTENb-
HO pacTeT MHTepPeC K BbipalUVBaHWNIO PaCTEHUN B
YCNOBUAX UHTEHCUBHOW CBETOKYNLTYPbI HA Tak Ha-
3blBaemMbIx dabpukax pacTeHUn UNKU BepTUKanb-
HbIX depmax, NO3BONSAILLMX NPOU3BOAUTL CBe-
XYI0 MPOAYKUMIO B HENMOCPEACTBEHHOM 611M30CTH
OT noTpedbutenei. Pa3Bntne aToro HarnpasneHus
HaMpPsaAMyl0 CBA3aHO C BblpallMBaHMEM pacTeHui
NOSIHOCTbIO 63 eCTeCTBEHHOIro OCBELLEHUS Uin
C NPUMEHEHVNEM PEXUMOB AOCBETKN WU, CrefoBa-
TenbHO, TpebyeT pa3paboTkM HOBbLIX TEXHOJIOMMNA,
OT/IHaOLWNXCH OT TPAAMLMOHHbIX CNoc0oO0B Bbli-
palmBaHna pacTeEHN B YCNOBUAX 3aLUNLLEHHOIO
rpyHTa. HoBbiM ¢akToOpoOM npou3BoacTBa pacTe-
HUA B 3aKPbITbIX CUCTEMAX ABJISETCHA HE TOJbKO
OTCYTCTBUE 3aBMCUMOCTU OT COJIHEYHOro CBETAa,
HO U TO, YTO HET HEOBXOAMMOCTN OPUEHTUPOBATL-
CS Ha 24-4aCOBYIO MPOAOIIKMUTENBHOCTb CYTOK.
OTO NO3BONSET MPOU3BOAUTENSIM UCMNOMb30BaATb
nobble pexrMbl OCBELLEHUS, BbIXOOS 3a npege-
Nbl 24 4, TO €CTb NPUMEHATbL aHOMaJIbHbIE CBETO-
TEMHOBbIE UMKNbl (abnormal light /dark cycles),

KOTopble MOryT BbITb Kak KOpoye, Tak U OJuHHee
24 4y [Chang et al., 2013]. Kpyrnocyto4Hoe ocBe-
weHue (KO) aBnseTcs, No CyTu, HaCTHbIM CIly4aem
OJIMHHOrO CBETO-TEMHOBOrO umkna. Hanpumep,
npu BbipalwyBaHUM pacTteHun B ycnoBusx KO B
TeyeHue 2 Hegenb Uukn 6yaeT cumntartbesd 336/0 4
(336 4 cBeta 1 0 4 TeMHOTHI). B koHUE XX — Hayane
XXI BekoB pexvm KO pacTteHuii ctan 4OCTAaTOYHO
LWMPOKO M3yyaTbCsl, U 0Kal3anoCb, YTO WCMNOJIb-
30BaHne KO C OTHOCUTENBHO HU3KUM YPOBHEM
OCBELLEHHOCTN JaeT BO3MOXHOCTb CHU3UTb Nep-
BOHa4anbHbIE 1 ONEpPaLMOHHbIE 3aTPaThl HA OCBEe-
LEHVE 1 OXNaXOEeHVE BO3ayXa B 3aKPbITbIX CUCTE-
max [Koontz, Prince, 1986]. Kpome Toro, y psaa
BMOOB pacteHun (canat Lactuca sativa L., peonc
Raphanus sativus L., kaptodenb Solanum tu-
berosum L., po3bl Rosa L. u gp.) KO nonoxmntens-
HO CKa3bIBAETCS Ha MPOAYKTMBHOCTU U Ka4yeCTBe
ypoxas, a, K npuMepy, BolpalimBaHme po3 npu KO
noseonsiet usbexaTtb 3aboneBaHUss MYYHUCTOM
pocoii [Sysoeva et al., 2010; Velez-Ramirez et al.,
2011]. B 10O X€ BpeMs MMEIOTCS MHOrOYUCNEH-
Hbl€ JAaHHblEe, CBUAETENbCTBYIOLLME O HEFATUBHOM
BANSHUU OJIMHHBLIX ¢oTonepmnogoB (>17-20 ),
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n npexge scero KO (24 4), Ha poCT n NpoayKTUB-
HOCTb pacTteHuin [Demers, Gosselin, 2002; Sy-
soeva et al., 2010; Velez-Ramirez et al., 2011].
Cpean LWmpoko KynbTUBMPYEMbIX KYJbTYP UMEIOT-
CS1 BUAbl, B OCHOBHOM TPOMNYECKOr0 NPONCXOXAE-
Husa (Tomat Solanum lycopersicum L., 6aknaxaH
S. melongena L., orypeu Cucumis sativus L.
1 ap.), y kotopbix KO Bbi3bIBaET CBETOBbLIE MNOBPE-
XAEHNS, MPOSBASIOLLMECS B BUOE XapakKTepHOro
M NOTEHUUMANbHO NeTanbHOro XJopo3a 1 HeKpo3a
nncteeB [Murage et al., 1996, 1997; Murage, Ma-
suda, 1997; Demers, Gosselin, 2002; Wolff, Lange-
rud, 2006; Velez-Ramirez et al., 2011; Shibaeva,
Markovskaya, 2013; Shibaeva et al., 2022a].

HecmMoTpa Ha TO 4TO PEeHOMEH CBETOBOro rMo-
BPEXOEHUS NNCTbEB Y PACTEHNNM, HAXOOSALLNXCS B
ycnoBusax KO, 6bin onncaH noytn 100 net Hasapg,
[Arthur et al., 1930; Arthur, 1936; Withrow, Withrow,
1949; Hillman, 1956], ero npnynHbl 40 CUX NOP HEe
BMOJIHE SICHbI. TeM HE MEHEE NHTEPEC K STOMY SIB-
JNIEHUNIO HE yracaeT 1 Aaxe 3aMeTHO YCUUACS, Mo-
CKOMbKY BblpalluBaHue pacteHuin B ycnosusx KO
NpyY OTHOCUTENbHO HEBLICOKOW MJIOTHOCTU MOTO-
Ka GOTOHOB CHMTAETCH MOTEHUMANBHO OOHUM K3
3P PEKTMBHbIX CNOCOO0OB 3KOHOMUWN PECYPCOB U
NOBbILLEHNS NPOAYKTUBHOCTU PACTEHUI B TENIu-
uax n Ha ¢abprkax pacTeHU C UCKYCCTBEHHbLIM
OCBELLEHNEM.

B cTtatbe 06006LLeHbl 1 NpoaHaNn3MpoBaHb! -
TepaTypHble U COOCTBEHHLIE JaHHbIE B MOAAEPXKY
UAM NPOTMB UMEIOLLNXCH HA CEroaHsILLIHUA OEHb
rmnoTes, OOBbACHSAIOWNX NPUYMHBI GOTONOBPEXAE-
HWSI NINCTBEB B YCNOBUSIX AAVHHBIX pOTONEPMOOOB.

Cpeaun Hux HasbiBalOT GOTOOKMUCNEHUE, rMNepak-
KYMYJSLUMIO Kpaxmana M pacTBOPUMBIX Caxapos,
MHOYKUMIO npoLecca CTapeHus, HeCOOTBETCTBUE
MeXZy 4acTOTOW BHYTPEHHUX (umpkagHbix) 6Guo-
PUTMOB 1 BHELLHNX CBETO-TEMHOBbIX LIMKNOB (LMp-
KagHast acuHxpoHusd) u gp. [Velez-Ramirez et al.,
2011, 2014, 2017a, b; Shibaeva et al., 2023a].

Peakuusi pacTeHunii Ha KPYrjloCyTO4YHOe
ocBelleHue

PazHonnaHoBblE unCCNenOBaHWs, MNPOBEAEH-
Hble AN NOHMMaHUA MEXaHMU3MOB peakumm pa-
cteHmn Ha KO, nokasanu, 4To y 4yBCTBUTENbHbIX
k KO pacteHuin (baknaxaH, Tomat, oryped, Tabak
Nicotiana tabacum L.) B ycnosusax KO HabniogaeT-
CS aNMHACTUS NIUCTbEB (OMYCKaHWE N YKIIOHEHME
MX OT NPSMOro AENCTBUA CBETA — NapareamoTpo-
nu3m) (puc. 1), a 3aTem noaBnATCA GOTONOBPE-
XAEHNS NTNCTBEB B BUAE MEXOKMIIKOBOrO XJ10p03a
N HEKPOTUYECKMX NATEH (puc. 2). BmecTte ¢ Tem
NPOUCXOAAT XapakKTepHble WU3MEHEHUS B Mur-
MEHTHOM KOMMEKCEe (YMEHbLUEHNE COOEPXaHUS
xnopodwnna, yBennmyeHme COOTHOLUEHUS XJ10PO-
dunnos a/b, ymeHblleHNe COOTHOLUEHUS XJ10PO-
dUNNoB N KapOTMHONOOB, PenykumMs cBeTocobu-
patowero komnnekca) [Demers, Gosselin, 2002;
Sysoeva et al., 2010; Velez-Ramirez et al., 2011;
LLinbaesa, Tutos, 2017; Shibaeva et al., 2022a,
2023b, c]. Bce a1 nameHeHns HanpasneHbl Ha
CHMXEHME nornoweHnsa ceeta GOTOCUHTETMYE-
ckum annapatom (PCA) ons npenoTepalleHus
bOTONHIMONPOBAHKSI.

Puc. 1. 9nuHacTus NMCTbEB pacTeHuin ToMmaTa (Solanum lycopersicum L.) (a)
norypua (Cucumis sativus L.) (6), BbiI3BaHHas KPYrioCcyTO4YHbIM OCBELLEHNEM

Fig. 1. Epinasty of tomato (Solanum lycopersicum L.) (a) and cucumber (Cu-

cumis sativus L.) (6) leaves caused by 24-hour illumination
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Puc. 2. 3p0poBble NUCTbS pacTeHUn Tomarta
(Solanum lycopersicum L.) (a), orypua (Cucu-
mis sativus L.) (B) n 6aknaxaHa (Solanum me-
longena L.) (8) n NnnCTba C NpU3HakaMmmn xapak-
TEPHOro, MEXCKMITIKOBOIO, MATHUCTOrO X10p03a
(6, I, €) n Hekpo3a (e), BbI3BaHHbIX KPYr10OCy-
TOYHbIM OCBELLEHNEM

Fig. 2. Healthy leaves of tomato (Solanum ly-
copersicum L.) (a), cucumber (Cucumis sati-
wus L.) (B) and eggplant (Solanum melongena
L.) (o) and leaves showing characteristic inter-
veinal, spotty chlorosis (0, r, €) and necrosis (e)
caused by 24-hour illumination

Y oTHOocuTenbHo yctonumebix K KO Buoos
(cnapkuii nepeuy, Capsicum annuum L., 6pokKo-
nv Brassica oleracea var. italica Plenck, mnayHa
B. rapa ssp. L. nipposinica (L. H. Bailey) Hanelt,
pykona Eruca vesicaria sp. sativa Mill. v uBet-
Hasa kanycTa Brassica oleracea L. var. botrytis L.)
CHUXEHME copepxaHus xnopodunna He npouc-
XOOUT 1 HabnpaeTcs yBeNMYeHne coaepXKaHus
AHTMOKCUAAHTOB (KapOTUHOWAOB, AHTOLMAHOB,
NPOJSINHA), a Takke YCUNeHne akTMBHOCTU aHTUOK-
cuaaHTHbIX ¢pepmeHToB [LLUnbaesa, Tutos, 2017;
Shibaeva et al., 2022b, 2023b, c]. Y yyBCcTBUTEND-
HbiX BUAoB KO MHrnbupyet ¢GOTOCUHTE3 U Ablxa-
Hue, nNpuyem GOTOoCUHTE3 B BOJbLUEN CTEMNEHN,
YTO CYLLECTBEHHO YBENNYMBAET COOTHOLUEHME
OblxaHus 1 GOTOoCUHTE3a, T. €. CMeLLaeT 6anaHc
yrnepoga B CTOPOHY OOnbLUMX NOTEPb, BbICTYNas
TEM CaMbIM B Ka4yecTBe dakTopa, IMMUTUpYyioLLe-
ro pocT M NPOAYKTUBHOCTb pacTeHur [Ikkonen et
al., 2022]. B ycnoBusax gnutenbHoro KO y 4yBCT-
BUTENbHbIX PACTEHUI 3HAYUTENBbHO TOPMO3UTCS
HakonneHne 6uomacchl (puc. 3). CylwecTBeHHO,
4YTO B yCNoBuUsiX anutenbHoro gencteus KO Boc-
cTaHoBneHue aktueHoctn PCA c TeyeHnem Bpe-
MEHU HE MPOUCXOOUT, 4TO roBOPUT 06 OTCYTCTBUM
y Takmx pacteHuin cnocobHocTu Kk agantauum GCA
k KO [Ikkonen et al., 2022]. NHTepecHo, 4TO y pa-
CTeHuin mecTHon ¢nopbl EBponenckoro Cesepa
N Yy PacTeHUN, MHTPOAYLMPOBAHHbIX B YCNOBUSX
CybapkTtukn B NonsipHO-anbnuMinckom 6GoTaHuye-
ckoM capy (Knpoeck, MypmaHckas 061.), B ycno-
Busix ectectBeHHoro KO (B nepuon 6esbix HoYewn
N NONMSIPHOrO AHK) TakkXe OTMEYEHO CHUXEHne
coaepxaHuns xnopoduinos, yBennyeHne COOTHO-
LweHna xnopodunnos a/b n ymeHbLLleHne COOTHO-
LEeHUs XNopodUNIoB N KAPOTUHOMAOB, XOTS NPU-
3HAKOB MOBPEXOEHUS TNCTLEB NPU 3TOM HE OTME-
yaetcs [Shibaeva et al., 2024b].

Puc. 3. PacteHusa 6aknaxaHa (Solanum melongena L.) (a) n Tabaka (Nicotiana tabacum L.)
(6), BbIpaLLeHHbIe Npu poTonepunoae 16 4 (cneea) n 24 4 (cnpaea)

Fig. 3. Eggplants (Solanum melongena L.) (a) and tobacco plants (Nicotiana tabacum L.) (6),
grown under a photoperiod of 16 h (left) and 24 h (right)
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MNnoTe3bl 0 NpuYnHax GoTONoOBpPEXAEHUS
JINCTbEB NPU KPYrnoCyTO4YHOM OCBELLEHUN

DOoTOOKUCNTEIbHBIV CTPECC
B pe3ysnbTare n3bbITOYHOro
r1OCTYI/IeHUs1 CBETOBOW aHEPIruv

KO obGecneunBaeT HernpepbiBHOE MOCTyMJe-
HMe CBETOBOW 3Heprun ansa GoTocuHTesa u rno-
CTOSIHHOE CurHasbHoe BO3fencTBme Ha ¢OTOo-
peuentopbl pacTteHun [Moglich et al., 2010].
MoaToMy ecTecTBeHHbIM 00pa3oM BO3HUKAET
BOMPOC: NOBPEXAEHNS, BO3HMKAIOLWME B YCII0BU-
ax KO, BbI3BaHbl HENPEPBLIBHOCTLIO MOCTYMAEHUS
cBeTa (CUrHanbHbIA KOMMOHEHT) WAN Xe MNOorfo-
LeHneMm m3bbITOYHOro cBeTa (dHepreTUyeckui
KOMMOHEHT)? Psan aBTOPOB NonaratoT, 4HTO OAHUM
M3 $akTopoB OTOMNOBPEXAEHNN, BbI3BAHHbIX
KO, saBnsetcsa 6onee BbICOKUA MHTerpasna OHeB-
Horo oceeuweHus (MOO) B cpaBHeHUM C Oonee
KOPOTKMMN U Henospexaawwmmu ¢GoTonepuo-
namn [Shibaeva et al., 2022a]. Tak, Hanpumep,
Ha OCHOBaHUM MOPEONOrnyecknx U GuU3nono-
rMYeckux peakumin pacTeHun canarta B OTBET Ha
KO pa3Hoi MHTEHCMBHOCTW ObIN caenaH BbiBOA,
YTO POTOOKUCIIUTENbHLINA CTPECC, BbI3BAHHbLIN
KO, cBsizaH c 6onee Bbicokum N0, a He ¢ ump-
kagHon acuHxpoHuen [Zha et al.,, 2019]. Co-
rMmacHo 3TuUM pes3ynsbTaraMm, 3HepreTnyeckne
KOMMOHEHTbI B GONblUE CTENEHW OTBETCTBEH-
Hbl 3a poTonoBpEXAEHUs, Bbi3BaHHble KO, yem
CUrHanbHble KOMMOHeHTbl. O4HAko pe3ynbTaTthl
3KCNEPMMEHTOB, BK/IOYAOLWNX Pa3fnyHble KOM-
OMHaUMN MHTEHCUBHOCTU CBeTa U OJINTENIbHOCTU
doTonepmnona, obecneumBarollmMe pasHbii UNn
oauHakoBbli WO ona pacTteHwui, BblpalleHHbIX
B ycnosusax KO unn 14-yacoBoro ¢dotonepuo-
[a, rnokasanu, 4TO B BapuaHTax C OAMHaKOBbIM
MO0 y pacteHun TomMaTta M Orypua B YC/OBUSX
KO pasBunucb CMMMTOMBI XxJl0p03a, NogobHble
TeM, 4YTO HabnwganMcb y pacTeHWUin B YCNOBU-
ax KO ¢ 6onee Bbicokum UOO [Shibaeva et al.,
2022a]. MNpwn 3TOM pacTeHus NPOSABASAN MOMNHbIN
CMeKkTp peakuuin Ha yBenm4eHne npoaosixmTerb-
HOCTU OHA: 3NMHAcCTUYEeCKMEe OBUXEHUS JINCTbEB
M 4epeLlkoB, XJIOPO3, CYLECTBEHHOE CHUXeHne
3Ha4YeHUN MOTEHUMANIbHOr0 KBAHTOBOIMO BbIXO-
na gortoxmmmuyeckon aktusHoctn OCII (F /F ) wn
adpdekTuBHOro kBaHtoBoro Bbixoga PCIl, yse-
JNI4EeHNE COOTHOLLEHNSA XNopodunnoB a/b, CHU-
XEeHWUEe COOTHOLWEHUS X1opodpunan/KapoTUHON-
Obl 1 pgonu xnopodwunna B CBETOCOOMpaloLEM
KOMIJieKkce, ycuseHne nepeknCcHoOro OKUCeHnd
NMNUO0B N aKTUBHOCTU aHTUOKCUAOAHTHLIX dep-
MeHTOB. OTMEYEHO, 4TO 3ANNHACTUYECKUE ABUNXE-
HUSA nucTebeB B ycnoBusx KO Habnoganice gaxe
NP OTHOCUTEJSIbHO HEBbLICOKOW OCBELLEHHOCTN.

Tak, BblpaXeHHas anuHacTus JNCTbLEB TOMaTta u
orypua rnpoucxXoamT Oaxe Mpu MHTEHCUBHOCTMU
ceeTta 120-170 mkmonb/(M? cyT), koTOpas obec-
neunsaet UOO 10,3-14,4 monb/(M? cyT) [Shibae-
va, Markovskaya, 2013], 4TO 3Ha4YUTENBHO HUXE
ypoBHa UOO, pekomeHayemMoro gasi 3Tux Kyib-
TYyp, — 20-30 monb/(M? cyT). daHHble pe3ynbTaThl
COrnacyloTcs 1 ¢ pesdynbsratamu Apyrux uccneno-
BaHu [Matsuda et al., 2014; Haque et al., 2015a]
1 NO3BOJIAIOT CAeNaTb BaXHbI BbIBOA, YTO OHonee
Bbicokun NOO He sBnaeTcs €OMHCTBEHHOW Wn
OCHOBHOW MNPUYMHON pasBuUTUA GOTONOBpeExXae-
HuiA npu KO 1 cam no cebe anHHbIN poTonepuron,
MOXET ABNATLCSA MPUYNHON N3ObITKA NOrNOLLEHHO-
ro CBeTa 1, COOTBETCTBEHHO, BbI3biBaTb HOTOMNO-
BpexaeHus nuctbes, gaxe ecnm MO0 He Bbilwe,
yemMm 00ObLIMHO TpebyeTcs pacTeHusiM npu bonee
KOpOTKkux poTonepmnogax [Shibaeva et al., 2022a].

Tunepakkymynsums kpaxmana
1 PacTBOPUMbIX CaxapoB

MHorue aBTopsl [Arthur, 1936; Bradley, Janes,
1985; Murage et al., 1996; Globig et al., 1997; De-
mers, Gosselin, 2002; Dorais, Gosselin, 2002; Mat-
suda et al., 2014] cuuTaloT HakonJeHme yrnesoaos
W, B YaCTHOCTW, MMNEPaKKyMynsiLmMio Kpaxmana B
NNCTbAX MaBHbIM (HaKTOPOM, BbI3bIBAIOLLMM MO-
fiBleHMe 1 pasBuUTMe MOBPEXOAEHUN pacCTeHUNn
nog, BavsHneMm KO nnn onmHHbIx $oTONeprnoaos.
B HepaBHem o0030pe [Shibaeva et al., 2023a]
0600LLeHbl U NPpoaHanM3MpPoBaHbl AaHHbIE B Noa-
OEepXKy nnn npoTuB 3TOM rMNoTe3bl U CAenaH Bbl-
BOJ, O TOM, YTO HAKOMJEHME YINIEBOAOB HE SBNSET-
csl rnaBHOM 1 Tem 6onee e AMHCTBEHHOW MPUYMHOM
noBpexXaeHnsa NUCcTbeB pacteHnin npm KO, xota un
WUCKJIOYNTb POJib 3TOro akTopa B pas3sButum ¢o-
TOMNOBPEXAEHNIN TOXE HENb3S.

UHaykums npouecca ctapeHus

Ewe ogHa n3 rmnotes npegnonaraeT, 4To no-
BpexaeHus, BbiaBaHHble KO, aBndaioTca npuaHa-
KaMn YCKOPEHHOro ctapenmna nuctoees [Cushman
et al., 1995; Cushman, Tibbitts, 1998; Velez-
Ramirez etal., 2011]. Npwn 3TOM BbICOKME KOHLEH-
Tpauunm caxapa u aTuieHa npeanosioXUTeNbHO
ABNSIOTCS TpUrrepamm CTapeHnsa NUCTbEB, BbI3-
BaHHoro KO [Lim et al., 2007]. OgHako npun BCeEM
04eBUOHOM CXOACTBE MexXAy 3TUMU npoLecca-
MU MMelTCa U (pyHOAMEHTaNbHbIE pPa3nMyus.
CtapeHune — 370 3aK/I04YNTENbHbIN U 3aKOHOMEpP-
Hbll 9Tan OHTOreHes3a, HOCSLWMI OAHOHanpaBs-
JIEHHbIN N HeobpaTuMbIN XapakTep. Ero pesynb-
TaToOM ABASeTCS QYHKUNOHANbHaa 1 CTPYKTYpHas
aerpagaums MU CHUXeHMe XM3HEecrnoCobHOCTU
opraHmama, 4To B UTOre NpMBOAUT K ero rmbenu.
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B oTHoweHun Bo3genictBua KO Ha pacteHus
MMEIKTCA MHOMOYUCNEHHbIE CBUAETENbCTBA TO-
ro, 4TO HapyLEeHNs 1 Aaxe NOBPEXAEHUs, NHAOY-
umposaHHble KO, aensioTca obpatumeiMn [With-
row, Withrow, 1949; Hillman, 1956; Haque et al.,
2015b]. CrteneHb BOCCTaHOBNEHUS MNpPU 3TOM
3aBUCMT OT BO3pacTa M pasMepa aMcTa, a cam
npouecc BOCCTAHOBNEHWA wnAeT B NOpsiake,
obpaTHOM TOMY, Kak pa3BuBasncs xnopo3. Mocne
BO3BpaLLEHUS B YC0BUS HOpManbHOro ¢gotone-
pvoaa B NMCTbAX TOMaTa BOCCTaHaABNAMBaETCs A0
YPOBHSI KOHTPONIA HE TONbKO COAEepXaHue XJo-
podunna, HO U yCTbMYHas NMPOBOAUMOCTb, CKO-
pocTb GOTOCMHTESA N COAEPXAaHNE YrNEBOAOB B
nnctesax [Haque et al., 2015b]. 3T HabnogeHWs
N pacCyXaeHus NpuBenm aBTOPOB K BbIBOAY, YTO
KO He aBnseTcsa ¢akTOpoOM UHAYKLUMN UAN YCKO-
peHus npoLecca cTapeHus, a, NogobHO Apyrum
CTpeccopam, BbI3bIBAET Y YYBCTBUTEJNIbHbIX BU-
[OB MHOMOYUCNEHHbIE M3MEHEHUS U Hapylle-
HUS, 4aCTb M3 KOTOPbIX aHaNiornyHbl Habnwpa-
loWMMCSa Npu cTapeHun pacTeHuii [LLlnbaesa
nap., 2025].

[MockoNbKy BAUSIHNE SHEPreTU4ECKOro n Cur-
HanbHOro komnoHeHToB KO Ha pacTeHus npo-
NCXOAUT OAHOBPEMEHHO, TO OOHO3HA4YHO Onpe-
0EeNUTb, KaKon U3 HUX BNFETCH NepBONnpPUYNHON
NOBPEXAEHUS NNCTbEB, O4EHb TPYAHO. DHepre-
TUYECKNIM KOMMOHEHT MOXET Bbl3blBaTb MOBpE-
XOAEHUS, MPUBOAS K yrnepogHoMy amcbanaHcy
1 B pe3ynbrate K GOTOOKUCAEHUID. CUTHANBHbIN
KOMMOHEHT TakXe MOXET uUrpaTb BaXHyIO poOSib
B Pa3BUTUM MOBPEXAEHUN, HA YTO, B HACTHOCTMH,
yKkasbiBaeT TOT dakT, 4TO Npu BbipaLLMBAHUN pa-
CTEHUI B YCNOBUSX Tepmonepuona (nepemMeH-
HbIX CYTOYHbIX TEMMEPATyp) Y YYBCTBUTEJIbHbIX
pacTeHU CTENeHb XJ1I0P03a HAMHOIO HUXe nnu
OH He pa3BueaeTcs Boobule [Cao, Tibbitts, 1991;
Cushman, Tibbitts, 1991; Cushman et al., 1995;
Murage et al., 1997; Demers, Gosselin, 2002;
Sysoeva et al., 2012; Ikkonen et al., 2015, 2023;
Haque et al., 2017]. Kpome Toro, nmetorcs yoe-
OVTenbHble AoKa3aTenbCTBa ydyacTus GUTOXPO-
MOB B perynsiumu rnoBpexaeHun ToMaToB, Bbi3-
BaHHbIX KO [Velez-Ramirez et al., 2019]. lNoka-
3aHo, 4TO fobaBeHVe fanbHEro KpacHoro ceeTa
CHMXAET CTeneHb MOBPEXAEHUA y TOMaToOB B
ycnoeuax KO, a ceepxakcnpeccus reHa PHYA
(putoxpom A) obecneymBaeT MOJSIHYIO YCTONYM-
BOCTb ToOMaTa K KO.

LnpkanHas aCuHXpPOHUS

O4yeHb BaXHbIMU  ABASIOTCA  Pe3ynbTaTthbl
OMNbITOB C UCMNOJIb30BAHMEM aHOMaJSIbHbIX CBETO-
TEMHOBbIX UMKNOB (6/6 4, 24/24 4), B OTBET Ha
KOTOpPbIE Y YYBCTBUTENbHbIX PpacTeHMIN (6aknaxaH

M TOMaT) Takke pPas3BMBAIOTCA MNOBPEXAEHUS
B BuAE XJopo3a M Hekpo3a [Shibaeva et al.,
2024b]. 310 fOKa3bIBAET, HTO OTCYTCTBME TEMHO-
Tbl B CYTO4YHOM LIMKI1E HE ABNAETCHA NPUYNHON DO-
TOMOBPEXAEHUN NUCTbeB. Takmm obpasom, ru-
rnoTesa 0 TOM, 4TO NPUYNHON HOTOMOBPEXOEHNN
SABNAETCS HECOOTBETCTBME MEXAY SHAOME€HHbIMU
LMpKagHbIM1 PUTMaMU U BHELLHUMUW CBETO-TEM-
HOBbIMU LMKNaMU, HaxXOAUT B MOCnegHue rofbl
HOBble noaTeepxaeHunsa [Velez-Ramirez et al.,
2011, 2017b; Shibaeva et al., 2024a]. laBeCTHO,
YTO OCHOBHbIMU XapakTepucTUKaMmun LMPKaAHbIX
4acoB SABAFAIOTCS OHAOMEHHOCTb U MHAyUMpye-
MocCTb. [lpepnonaraercd, 4TO KOorga MNpu aHo-
MajibHOM CBETO-TEMHOBOM LMKNE MNOCTOSHHAS
BHELIHAS Cpefa WU3MEHSIETCS, TO 3HOOMEHHbIN
MexaHW3M pacTeHUs HapyllaeTcs u 6ruonornye-
CKMin pnTM cbpacbiBaeTcs, 4ToObl ob6ecneynTb
CUHXPOHN3ALMIO C HOBbIM LIMKJIOM OKpY>XXatloLwen
cpefbl, 4TO M Ha3bIBAETCH WHAYLMPYEMOCTbIO.
Cuctema umpkagHblX PUTMOB COCTOUT M3 MHO-
XEeCTBa CaMonoOAAEPXMUBAIOLLUNXCS  KIETOYHbIX
ocumnnatopoB. CBeTOBOI M TEMHOBOW curHan
cyYMTaeTcsd caMmblM MOLLHbIM FeHepPaToOpOM Cur-
Hana BPEMEHU, KOTOPbIA MOXET nepeycTaHaBs-
NMBaTb BCE reHepaTopbl HA MOJIHYIO X CUHXPO-
Hm3aumio [Fukuda et al., 2013]. Npegnonaraet-
C, 4TO aHOMallbHbleé CBETO-TEMHOBbLIE LIVKIIbI
(OoTnMYHbIE OT 0ObLIYHOrO 24-4 UMKNIA CMEHbI OHS
M HO4YM) AENCTBYIOT KaK BPEMEHHOW BHELUHWN
dakTop B cUCTEME LMPKaOHbIX YaCOB pacTeHUi
[Chen et al., 2022]. KO Toxe saBngeTcs aHOMalb-
HbIM CBETO-TEMHOBbIM LIMKJIOM, KOTOPbIA MOXET
ObITb 0003HAYEeH He ToJIbKO Kak 24/0 4, a, Hanpu-
Mep, kak 48/0 4 (B cnyyae 2 cytok) nnm 240/0 y
(8 cnyyae 10 cytok) u 1. A. [Shibaeva, Titoy,
2025]. N3BecTHO, 4YTO 3alUUTHbIE CMOCOBHOCTMU
pacTeHUn NoaBep>XXeHbl CYyTOYHbIM PUTMaM, KO-
TOpble YCTAHaBAMBAIOTCA LMPKAAHBIMW Yacamu
[Facella et al., 2008]. Koraa BHELLUHU CBETOBOW
nepuon coBnagaet ¢ HUKTODUAbHbIM 3HOOMEH-
HbIM MEPUOAOM, BEPOATHO, npomucxogmt GoTo-
okmcnutenbHoe noepexaeHue [Velez-Ramirez
etal., 2011].

Monckn oTeBeta Ha BOMPOC O NpuUyMHax ¢o-
TOMOBPEXAEHUS NIMCTLEB OCJIOXHSIOTCH €Lle n
®akTOM CyLlecTBOBaHUA BO3PACTHOMN W3MEH-
YMBOCTU B YYBCTBUTENLHOCTU NIMCTLEB N pacTe-
HUM K KO. B 4yBCTBUTENLHOCTU nucTtbeB K KO
rMaBHYKD pPoOJib uUrpaet ¢asa pocTa JnMcTa, Ha
KoTOpow oH noagepraetca gencrtemio KO [Hill-
man, 1956; Shibaeva et al., 2021]. C yBenu-
YyeHMeM BO3pacTa pPacCTEHU MX YCTOWNYMBOCTb
k KO noBbilIaeTcs, 4TO Takke MOXET CIyXuUTb
0ObACHEHMEM HEKOTOPbLIX MNPOTUBOPEYUIA Cy-
LWEeCTBYIOWMX ANTEPaTYPHbIX AaHHbIX [Shibaeva
etal., 2021].
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3aknioyeHue

Taknm 06pa3oM, NPUXOOUTCS KOHCTaTUPOBaTb,
YTO, HECMOTPS Ha MHOMOYUCNEHHbIE UCClenoBa-
Hus, 32 100 neT Tak U HEe HanAeH OAHO3HAYHbIN
oTBeT Ha Bonpoc, nodyemy KO oka3biBaeT nono-
XUTEeNbHOE BO3OENCTBME Ha OO4HW BUAbl U OTPU-
LaTesibHoe Ha Apyrne M KakoBbl MPUYUHBLI GOTO-
NoOBPEXAEeHUa NUCTbEB. HM 0aHa 13 BbiCKa3aHHbIX
rMNOTEe3 He Haluna Ha[EeXHOro aKCnepuMeHTasb-
HOrO NOATBEPXOEHUS U He crnocobHa HenpoTMBO-
peunBbIM 00pa3oM 0ObACHUTL BCe HabnaaemMble
B oTBeT Ha KO aHaToMo-mopdonornieckne n epu-
3101Ioro-omoxnmmyeckme namMeHeHus. Mo-Bngu-
Momy, B ycnosusix KO ¢poTtonoBpexaeHus nucTbeB
Yy YYBCTBUTEJbHbIX BUAOB BO3HUKAIOT B CUJY HE-
CKOMBbKNX MPUYUH, U3 KOTOPbIX TPYAHO BbAENUTb
O[HY MMaBHYI0, HO, BO3MOXHO, NEepPBON B LLeNo4Ke
NnocneayLwmx CoObITUIA, 3aKaHYNBAIOLMXCS XJ10-
PO30M N HEKPO30M JINCTLEB, ABNSETCH LMpKagHada
aCUHXPOHUS, TO €CTb COOM SHOOrEeHHOW LIMpKaaHON
PUTMNKM MHOIMX NPOLLECCOB B pe3yJ/ibTaTe BO34EN-
CTBUS Ha pacCTeHUs aHOMaJibHOro CBETO-TEMHO-
BOro umkna. B ectectBeHHbIx ycnoBusx Cesepa B
nepuvog, NosISpHOro AHs pacTeHusiM yaaetcs nabe-
XaTb NOBPEXAEHWI, Ckopee BCcero, bnarogaps cy-
TOYHbIM KoNleBaHusaM apyrmux GakTopoB cpeabl (MH-
TEHCUBHOCTb CBETa, TeMrepaTtypa 1 BNaXHOCTb),
KOTOpble TaKXke MOryT BbICTynaTb B POAv 3aaTyn-
Ka puTMa 1 TeM CaMbIiM NOALEPXMBATL 3HOOMEH-
HYIO pUTMUKY pacTeHnin [Shibaeva et al., 2024b].

[Mpu panbHenwem NoMcke oTBeTa Ha BOMPOC O
npuynHax GOTONOBPEXAEHUSA pPacTeHUN B YCNO-
Busx KO cnepyet, BEpOATHO, Yy4ecTb cClenylo-
wme dakTbl: a) HEKOTopble ANKUE BUObI TOMATOB
(Solanum hirsutum wn S. pimpinellifolium) yctonun-
Bbl kK KO [Daskaloff, Ognjanova, 1965]; 6) npnBuB-
ka yctoumeoro k KO nobera Ha 4yBCTBUTESIbHOE
k KO pacTteHune obecneumBaeT 3alMTHbIN 3pPekT,
4yTO [JenaeT BeCbMa BEPOATHbIM 3aBUCUMOCTb
JAHHOro 4BJSIEHUS OT BCE €elle He BbISIBJIEHHOIo
NnoABUXHOIo BelwecTBa (BewecTs) [Velez-Ramirez
et al., 2015]. ina onsnonorum pacTeHmin packpbl-
TMe MexaHu3Ma MOBPEeXOEHUS pPaCTeHUN, Bbi3-
BaHHOro KO, n03BOMMT nyyLle NOHATb MEXaHU3MbI
CBETOBOIr0 N UUPKALHOro KOHTPONHA, Perynmpyto-
LMe XN3HEeHHble NPOoLUEeCcChl B OTBET HA BHELLUHWE
CcurHasbl, a ons pacTeHneBoacTsa CynT nepcnek-
TUBY CO34aHUS NyTEM CENEKLMN yCTOoNUMBbIX K KO
COPTOB BeOyLUMX C.-X. KYJbTYP, 4TO MO3BOJWIIO
Obl CYLECTBEHHO YBENYUTL 32 CYET 3TOro Mpo-
M3BOACTBO OMpenefieHHbIX BUOOB PaCTUTENbHOMN
npoaykuumn. MNocnenHee, B ceeTe npobnem npo-
[OBOJIbCTBEHHON Ge3onacHOCTU, MMeeT ocobdboe
3HA4YeHne N yxe B CWUly 3Toro oBCTOATENLCTBA
JOJKHO paccMaTpmBaTbCd B KayecTBe OLHOM r3
NPUOPUTETHLIX 33424 OMOI0rMYECKON HayKW.
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