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B Hacrosiiiee BpeMsi yCTaHOBJIEHO, YTO TIPU BO3NEMCTBUY HA XKUBbIE OPTAHU3MBbI PA3JIMUYHBIX 9KOJIOTHYE-
CKUX (paKTOPOB (IPUPOTHBIX — AOMOTUYECKUX M OMOTUYECKHUX, a TAKXKEe aHTPOIIOTeHHBIX) TOPME3HC Mpe-
CTaBJIsIET COOOU TOCTaTOYHO pacIpoCTpaHEeHHOeE siBJieHue. [opMe3nc oOHapyXeH y pa3HbIX TPYMIT opra-
HU3MOB U MPAKTUYECKHU Ha BCEX YPOBHSIX OPraHU3allNM KUBBIX CUCTEM OT KJIETKH 10 9KOCUCTEMBI. B TO e
BpeMs BCECTOPOHHMIT aHAJIM3 3HAYEHUsI ropMe3uca JJIs 9KOJIOTMU He IpoBoauiics. B naHHOM 0630pe pac-
cMaTpUBaeTCsl COBpeMeHHas KOHIEMIINS TopMe3nca, MpeacTaBlIeHHas B 3apyOeskHOM TuTepaType, a Takxke

€€ BHAYCHUC JId pa3jIMYHBIX pa3acIOB 3KOJIOTUMH.
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BBEIAEHME

Honroe BpeMsI TopMe3MC paccMaTpHMBajCs Kak
pelnKoe M HeJOCTAaTOYHO IOHSITHOE SIBJIEHME U (pak-
TUYECKU HE YYUTBIBAJICS IIPY M3yYCHUM peaKIIvii XKu-
BBIX CUCTEM Pa3HOIO YPOBHSI OpraHMU3alli Ha pa3iny-
Hble dakTopsl cpenwl (Calabrese, 2008; Agathokleous,
Calabrese, 2020). B mociaemHue ronbl oTMEYaeTCs 3Ha-
YUTEJIbHBIA MHTEPEC K ITOMY SIBJICHHIO 3a pybOe-
KOM, ITOCKOJIbKY MHOTOYHCJIEHHBIMU HCCJIEIOBa-
HHUSIMU IIPOASMOHCTPUPOBAHO, YTO TOPMETUIECKIE
OTBETHI SIBJISTIOTCSI AOCTAaTOYHO PaCIpOCTPpaHEHHBIMU
(Calabrese, Blain, 2009, 2011; Agathokleous, Cal-
abrese, 2020; Shahid et al., 2020; Jalal et al., 2021). fB-
JIEHME TopMe3rca 0OHapy>KeHO Ha pa3IMYHbIX YPOBHSIX
OpraHu3alMU XUBBIX CUCTEM OT KJIeTKU (Zhang et al.,
2017; Gopi, Rattan, 2019) u opranusma (Calabrese,
2008; Agathokleous, Calabrese, 2020) mo nomyssiiuii
(Sial et al., 2018; Tang et al., 2019), coobuiecTB (Ag-
athokleous, Calabrese, 2020; Fan et al., 2020; Agath-
okleous et al., 2021a) u maxe skocucteM (Agathok-
leous, 2018; Erofeeva, 2023). T'opMeTuyeckrie OTBETHI
BO3HUKAIOT y 3BOJIOLMOHHO Pa3JIMYHBIX TPYIII Opra-
Hu3MoB (Agathokleous, Calabrese, 2020): 6akrepuii
(Cuietal., 2018; Wang et al., 2021), rpu6os (Di et al.,
2016; Cong et al., 2018), pacrenuii (Calabrese, Blain,
2009; Agathokleous et al., 2020a), XKMBOTHBIX, BKJIIO-
yas yeaoBeka (Calabrese, Blain, 2011; Berry, Lopez-
Martinez, 2020). Bce 310 yKa3bIiBaeT Ha TO, YTO KOH-
LIETLIMS TOpMe3rca KacaeTcsl He TOJbKO Pa3IuIHBIX
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cep TOKCUKOJIOTUN, METULIMHEI U OMOJIOTUH, a TaK-
K€ MHOTMX BaXXHEWINX (pyHIAMEHTAIbHBIX U TIPU-
KJIAITHBIX BOITIPOCOB B 001acTH 9Konornu. B mocinename
rOJbl 3apyOeKHBIMU aBTOpaMU OITyOJIMKOBaH PsiI 00-
30pPHBIX CTATEl, 3aTPAruBaKOIINX OTIEIbHBIEC SKOJIOTH-
YyecKHue acIeKTHl siBJieHnsT ropMmesnca (Costantini et al.,
2010; Agathokleous, 2018; Agathokleous, Calabrese,
2020; Agathokleous et al., 2021a). OmHaKO BCECTOPOH-
HEro aHajau3a 3HaYeHUsI COBPEMEHHON KOHLEMLIUU
ropmesuca Jjisi 9KOJI0TMY He MPOBOAUIIOCh. B JaHHOM
0030pe paccMOTpeHa COBpEMEHHAsI KOHIIEITIVSI TOPMe-
31ca, MPOBeAeH aHAIU3 ee 3HAYEHUS I Pa3IMUHbIX
pa3aeiaoB KOJIOrMu B (PYHAAMEHTAJILHOM M IpU-
KJIaJJHOM acCIIeKTaX, a TAKXKe OLleHEHBI TTePCIIEKTUBEI
HMCITOIb30BAaHMS JTAHHON KOHIIETIIUY B DKOJIOTUH.

Crenyetr oTMeTUTb, YTO JaHHBI 0030p cocpeno-
TOUYEH Ha KOHIEMNIIMMU ropMesuca, NMpUHSATON B Ha-
cTosiiee BpeMs 3a pyOeskoM, TaK KaK 3TO HaIlpaBJie-
HY€ OYeHb OBICTPO pa3BUBAETCS U OTJIMYAETCS T10 Psi-
Iy MOJIOXKEHUI OT TOYKM 3pEHUSI, TPAHCIMPYEMOM B
POCCHICKMX Hay4YHbIX MCTOYHUKaX. HecomHeHHO,
OTEeUeCTBEHHbIE MCCIIENOBaHUST PaIUAllMIOHHOTO U XU-
MMYECKOTO TOpME3UCa MMEIOT CYIIECTBEHHOE 3Haye-
HUe U151 pa3BUTUS IPEACTABICHUN O TOPMETUYECKUX
oTBeTax opraHu3MoB. OJIHAKO JJIs1 aHAJIM3a BCero Ma-
Tepyajga MO TOpPME3UCY, CYIIECTBYIOIIEr0 B OTeue-
CTBEHHOM U 3apyOexXHOM TuTepaType, Tpedyercst (pop-
Matr MoHorpapuu. IToaToMy aHaIu3 OTEeYeCTBEHHBIX
HUCCEA0BAaHUM OcTajcsd 3a paMKaMM JaHHOTo 0030-
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Puc. 1. /IBa BuIa ropMeTUYECKMX KPUBBIX 103a—3(ddeKT
(mmo: Calabrese, Blain, 2009, ¢ uameHeHusimu): (a) — WH-
BeprupoBaHHasi U-oGpa3Hasi KpuBasi — CTUMYJIMPYIO-
it 3G eKT HU3KKUX 103 U UHIMOMPYIOIINii 3 MEKT BbI-
cokux 103; (6) — U-obpa3Hasi KpuBasi — CHUKEHUE T10-
Bpexaatoniero 3¢ ¢exra HUBKUMU J03aMU U YBEJIUUYeHUE
noBpexaaroniero addexra BbICOKUMM no3aMu. Hampu-
Mep, HU3KKME KOHIIEHTPAIIMHY TSLKETbIX METaJIJIOB CHIXKA -
0T UHTEHCUBHOCTb MEPEKUCHOTO OKUCJICHUSI JINITUIOB B
KJIeTKax pacTeHUii, a BBICOKHME KOHLICHTPALUU JaHHBIX
MOJITIOTAHTOB CTUMYJIUPYIOT 3TOT MpOLIecc.

pa, 11eJTb KOTOPOTO — 3HaKOMCTBO YHTaTeNIeit ¢ KOH-
HeTnreil TopMe3rca, pa3BUBacMOM 3apyOeKHBIMH
HCCIIeTOBATEISIMU.

COBPEMEHHA{A KOHUEITHWA TOPME3UCA

B Hactosiiee Bpemsl B 3apyOexXHOI JuTepaType
TEPMUHOM TOPME3UC (OT Iped. OPUECLS — ObICTpoe
IBIDKEHUE, CTpeMJIeHHe) 0003HavyaroT ABYX(a3HBIN
aJarnTalMOHHbBIN OTBET XKMBOM CUCTEMbI HA CTPECCO-
Bl (pakTOp (MM (hakTOphl) cpedbl, IPpU KOTOPOM
HM3KHE J03bI (haKTOpa OKA3hIBAIOT CTUMYJIMPYIOIIEe
BO3JCICTBYE, a BEICOKME H03bl (paKkTopa BbI3HIBAIOT
nHruoupylommit apdekr (Calabrese, 2008; Agathok-
leous, Calabrese, 2020).

CrnemyeT OTMETUTh, YTO IPH XPOHUYECKOM BO3-
JIeMICTBUM JAHHOI IO3bl/KOHIEHTpALUM CTpeccopa
ropMeThYecKasi CTUMYJISILIMST BOZHUKAET Ha Havyaslb-
HBIX 9Tarax ero BozueiicTus. [1pu mmTeIbHOM BO3-
JIEICTBUM MOXET HaOIomaThcsl BTopas (paza ropme-
31ca — MHruoupoBaHue. Hampumep, mokasaHo, 4To
XPOHMYECKOE BO3MEHCTBUME HU3KUX M03 Pa3IMIHBIX
noJutoTaHToB (xpom, Kammuii, AJT) Ha pacTteHHsa
(Jia et al., 2013; Mitton et al., 2014) cHayaJia BEI3bIBACT
CTUMYJTUPYIOIINI TOpMeTUIecKUii 3¢(p(PEKT B OTHOIIIC-
HUM TIEPEKMCHOTO TOMEOCTa3a pacTeHuil (aHTUOKCH-
JIAaHTHOE NIeiiCTBUE MOJUIIOTAHTOB), a IMPU IPOMOJIKM-
TE€JIbHOM BO3ACHCTBUM TEPEXOOUT B MHTMOMPYIOIIUIA
addekT (MpOoOKCUIaHTHOE ACHCTBIE TTOJIIIOTAHTOB).
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Takum oOpa3om, B OTJIMYNE OT KJIACCUUECKMX 3a-
BHUCUMOCTEN J103a—3(PdeKT (ITOPOroBLIX U HEIIOPO-
TOBBIX), UCITOJIb3YeMbIX B TOKCUKOJIOTHHU, SKOTOKCH-
KOJIOTMH, PAAOIKOJIOINHI, TOPMETUYECKast KpHUBasi 0~
3a—3¢p@PEKT He MOHOTOHHA, TO €CTh UMEET IKCTPEMYM,
IIOCKOJIbKY HampaBJIcCHME OTBETa XWBOW CHUCTEMBI
OTJIMYAeTCsI B OMAIla30HE HU3KWX M BBICOKMX 103
¢dakropa (Calabrese, 2008).

Boigensgor gBa BuUOa TOPMETUUYECKUX KPUBBIX
(puc. 1) (Calabrese, 2008; Calabrese, Blain, 2009):

1) NuBeptupoBanHass U-oOpa3Has KpuBas (in-
verted U-shaped curve) uiu nHBepTUpoBaHHas1 J-00-
pasHas KpuBas (inverted J-shaped curve), BcTpeualo-
1iasicsi HauboJsiee YacTo U NpeAcTaBiIstoNnias CTUMYJIsi-
LIMI0 HU3KUMU JT03aMMu (haKTopa WU MHTMOMpOBaHUE
BBICOKMMM J103aMU (puc. 1a).

2) U-o6pa3Has kpusas (U-shaped curve) uinu J-006-
pasHasg kpuBas (J-shaped curve), IpencTaBIIsTIOIIast
CHIDKEHHE TToBpexnaroliero 3ddekra B 00J1acT HU3-
KUX JI03 U €ro YBeJIUUeHUe MPU BBICOKMX J03ax (ak-
Topa (puc. 16).

B mpenenax ropmMeTnyeckoil KpUBOU BBIAESIIOT
YHUBepCaJIbHBIE KOIUYECTBEHHbBIC XapaKTePUCTUKMU,
CBOICTBEHHbIE TOPMETUYECKIM OTBETaM JIIOOBIX Op-
ranu3moB (Calabrese, 2008; Agathokleous, Calabrese,
2020) (puc. 2). I'opmeTnyeckast 30Ha KpUBOM IIpeII-
CTaBJISIET COOOI muaria3oH 103 (hakTopa, 00IamaronInx
CTUMYJIUPYIOIINUM 3(P@PEKTOM OTHOCUTEIHFHO KOH-
TPOJBLHOTO YpOBHs (YCIOBHOIT HOpPMEI). DTa 30HA Xa-
paKTEepU3yeTCsl MaKCUMaJbHBIM CTUMYJIUPYIOIIUM
sdpdpexrom MAX (BeIpaxaercsa B % OT KOHTPOJISI U
yaiie Bcero cocrapiseT 130—160%, vHorma mo 200%) u
IIMPUHON OUara3oHa CTUMYIMPYIOIINX 103 (OOBIYHO
He GoJsiee OIBYX MOPSIAKOB, HO B 2% ciy4aeB IPEBHI-
IIaeT Tpu Iopsiaka). Kpome Toro, BEIOEISIIOT MaKCH-
MaJIbHYIO 103y, HE BBI3HIBAIOIIYIO MOBPEXIAIOIIETO
(unrudupyroiero) acdexkra NOAEL (no-observed ad-
verse effect level) (Calabrese, 2008; Calabrese, Blain,
2009; Agathokleous, Calabrese, 2020).

INonaratot, YTO0 OMOJIOTMYECKUIA CMBICIT CTUMYJIH-
pyroiiero 3ddeKra HU3KHMX 103 cTpecc-(pakTopa B Top-
METHUUYECKOI 30HE — BTO CBEpPXKOMIIEHCAlIMs Tapa-
METPOB XMBOM CHCTEMBI, KOTOpast HEOOXOMmMa JIJIst
TTOBBIIIIEHUS] YCTOMIMBOCTU K BO3MOXHOMY ITOCIIE-
IYIOIIEMY BO3MIEHCTBUIO CUJILHOTO cTpecc-(daKTopa
(daxropo) (Calabrese, 2008; Agathokleous, Calabrese,
2020). Ilpu cBepxKOMIIEHCAIIMM XHWBas CHUCTeMa He
TOJIBKO KOMIICHCHUPYET HapylICHMs, BbI3BAHHbLIC HU3-
KOIO30BBIM CTPECCOPOM, HO M TIOBBIIACT 3(PHeKTUB-
HOCTb (DYHKITMOHUPOBAHUS U aKTUBHOCTD 3aIIUTHBIX
cucteM. Haripumep, y pacteHuit repOMIMAbl B HUBKUX
KOHIICHTPAIIUSIX CTUMYJIMPYIOT POCT, (POTOCHUHTE3,
aKTUBHOCTb aHTUOKCUAAHTHOM 3amuThl (Jalal et al.,
2021; Costa et al., 2023) u gaxe ypoxkaiitHocTh (Pince-
1li-Souza et al., 2020).

ITokazaHo, YTO HU3KWE AO3bI PA3JIMYHBIX CTpEC-
COBBIX (haKTOPOB (IIPUPOIHBIX — AOMOTUIECKUX 1 OMO-
TUYECKUX, a TaKXe aHTPOIIOT€HHbIX), BbI3bIBAIOIINX
ToM 143
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TOPMETUYECKYI0 CBEPXKOMIIECHCAIIMIO IMOBBIIIAIOT
YCTOMYMBOCTb K CHJIBHBIM CTpeccopaM. DTO SIBJICHUE
OBUIO Ha3BaHO ITPEKOHIMLIMOHMpOBaHUEeM (precondi-
tioning — MoAroToBKa, MpenoopadboTKa), B KAYeCTBE CH-
HOHMMa KOTOPOTO TaKXKe UCIIOIb3YyeTCs TEePMUH Mpaii-
MUHT (priming — TPyYHTOBKA, B CMBICJIE TIPEABApU-
TeJIbHOM 06paboTku) (Martinez-Medina et al., 2016;
Calabrese, 2016a; Agathokleous et al., 2020a). Ilyrem
MPEKOHIUIIMOHUPOBAHUSI TOPME3HUC MOXKET MOBHIIIIATh
PE3UCTEHTHOCTH K BHICOKMM J103aM CTPECCOBOTro (hak-
TOpa, HU3KUE J103bl KOTOPOTO BBI3bIBAIOT TOPMETUYC-
CKYIO CTUMYJISILIMIO, WIM JaXe K IPYIMM CUJIBHBIM
crpeccopaM. B mocinenHeM cirydae HabmrogaeTcs 3@ -
¢deKT, Ha3pIBaeMbIl Kpocc-aJanTaleil nin Kpocc-
TojiepaHTHocThio (Walter et al., 2013; Foyer et al.,
2016), TO ecTh MOBHBIIIEHNE YCTOMYMBOCTU OPTaHU3-
Ma K CUJIbHOMY CTPECCOPY B pe3yJIbTaTe MpeaiiecTBYIO-
IIIETO BO3ACHCTBUSI YMEPEHHOIO CTpeccopa MHOM MpH-
ponsl. IIpumepom addekra Kpocc-amanralimi MOKET
CITy>KUTb Bo3nelicTBUe Ha MyX Drosophila melanogaster
MEPTBBIX CIIOp 3HTOMONATOTeHHOTO rpuba Metar-
hizium robertsii, crumynupyoliee nx GepTUIILHOCTD,
YBEJIUYMBAIOIIEE MPOJOKUTEIBbHOCTh XKU3HU, I10-
BBHIIIAIONIEe YCTOMYMBOCTh K BBICOKUM TeMIIEpaTy-
pam (McClure et al., 2014).

Takum o6pa3oM, 3a CUueT rOpMETUUYECKOTO IIpe-
KOHIMIIMOHUPOBAHUS XUBasi CUCTeMa IPOTHO3UPYET
M3MEHEHMSI Cpellbl M1 MOXKET 3HAYUTEJIBHO ITOBBICUTH
3 GHEKTUBHOCTD MOAAEPXKAHUSI TOMEOCTa3a B HECTa-
ounpHOM cpene (Calabrese, 2008; Agathokleous, Cal-
abrese, 2020).

Kpome Toro, ooHapyXeHO SIBJI€HUE MOCTKOHIM-
nuoHupoBaHus (postconditioning — 1mocTodpaboT-
Ka), BOZHMKAIOIIIee IIPY BO3IEICTBUY HU3KMX TOpMeE-
TUYECKUX (CTUMYJIMPYIOIINX) 103 (pakTOpa Ha KUBYIO
CHCTEMY IIOCJIe CWJILHOIO CTpeccopa. B ciydae moct-
KOHIMLIMOHNPOBAHMSI TOPMETUIECKIE TO3bI TTOBBIIIIA-
10T 2(pHEKTUBHOCTh BOCCTAHOBJICHUSI OpraHu3Ma Win
KJIETOK, ITOABEPrHYTHIX MOBpEXAAIOIeMy BO3aeii-
CTBUIO CHIIBHOTO cTpecc-dakropa (Wiegant et al., 2011;
Calabrese, 2016a). I1pu 3T0M 10361 (hakTOpa, HAMOOJIEE
3 eKTUBHO BHI3BIBAIOIIE IIPEKOHINIIMOHNPOBaHNE,
00JTamaroT Takke Hambosee BBIpakeHHBIM 3 (EKTOM
rocTkoHauronuposanus (Calabrese, 2016b).

B mpenenax ropMeTM4ecKoil 30HBI MOXET Ha-
OJ1tonaThCs SIBJIeHHE TOPMETUYECKOTO KOMITPOMUC-
ca (hormetic trade-off), korma ropMeTnyeckasr CBEpX-
KOMITIEHCAIIUS OTMEeYaeTCs TOJBKO JJISI HEKOTOPBIX
rmokazatesieid XUBOW CUCTEMBI, YTO OOYCIOBJIEHO
OTPaHMYEHHOCTBIO pecypcoB cucteMbl (Agathok-
leous, Calabrese, 2020). BepositTHO, B nepByl0 ode-
pelb CBEPXKOMIIEHCUPYIOTCS TTapaMeTphl, HauboJiee
aKTyaJIbHBIE IIJII TIPOTHO3UPYEMOM BCTPEUYN C CUJIb-
HBIM cTpeccopoM (cTpeccopamu) (Agathokleous, Ca-
labrese, 2020).

MoneKynsipHbIIA MeXaHM3M TropMe3uca A0 CUX Iop
octaeTcsl HesiICHbIM. CyYIEeCTBYIOT MHOIOYMCJIEHHbIE
TUTIOTE3bI, KOTOPHIC OIMUCHIBAIOT MOJIEKYJISIPHBIE TIPO-
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Puc. 2. KonnyecTBeHHbIE XapaKTePUCTUKU TOPMETHYE-
ckoii kpuBoit noza—3ddext. NOAEL (no-observed ad-
verse effect level) — MakcuMalibHast 103a, He OKa3bIBalOLLAsT
noBpexaroiero (MHruoupymwoiero) agdekra. [opmetu-
yecKast 30Ha — IMAra3oH 103, BHI3BIBAIOIINX CTUMYJIAPYIO-
i 3GEKT OTHOCUTETBHO KOHTPOJILHOTO YPOBHS. JTa
30Ha XapaKTEePU3YeTcsl IIIMPUHON CTUMYIMPYIOLIETO Iua-
Ma3oHa ¥ MaKCUMaJIbHbIM CTUMYJIUPYIOIINM 3(hdeKToM
(MAX) (mmo: Agathokleous, Calabrese, 2020, ¢ u3aMmeHeHU -
SIMH).

LIeCChI HAa YPOBHE KJIETKU U OpraHu3Ma, IPUBOASIIEC
K ropmesucy (Calabrese, 2013). B yactHocTH, Tipen-
MoJaraeTcsi, YTO areHT B CTUMYJIMPYIOLIUX U UHTU-
OUPYIOIINX J03aX BO3JAEMCTBYET HA pa3jiWyHbIC TU-
ITbI/TIOATUIIBI PELIENITOPOB KJIETKU WX pa3Hble KJle-
TOYHbIE CUTHaJIbHbIE TIyTU, UYTO MHIYLUUPYET
HEMOHOTOHHBIN NBYX(da3HbIi MaTTepH 3aBUCUMOCTU
no3a—a3d ekt (Calabrese, 2013).

CuuTaetcs, 4YTO HE CYIIECTBYET €AUHOTO MOJIEKY-
JISPHOTO MeXaHW3Ma TopMe3nca (HallpuMep, pelern-
TOpa WM KJIETOYHOTO CHUTHAJILHOTO ITyTH) JaxXe y
cyormonynsuuii omHoro Bumga. [opmernyeckast CTuU-
MYJISIIAS. MOKET ITOCTHTAThCS 3a CUYET Pa3IMIHBIX
KJIETOYHBIX IIPOIIECCOB B 3aBUCMMOCTH OT BHIa Opra-
HU3MOB, TEHOTHUIIA, MHAYLIMpYlollero areHTa (Agath-
okleous et al., 2020a). IIpu aTOM Ha YpOBHE OpraHMU3-
Ma TIPOMICXOIUT yMepeHHasl aKTUBAIWs 3alllUTHBIX
cucteM (CTpeccoBble TOPMOHBI, aHTUOKCHUIAHTHAasI
3a1mTa, crpeccoBble Oenku u T.4.) (Calabrese, 2013).

ITockonbKy NoaaepaHue ToMeocTa3a Ha ypOBHE
KJIETKH, OpraHu3Ma, HOITYJISIUN, SKOCUCTEMBI ITPO-
UCXOIUT ITyTeM Ka4eCTBEHHO Pa3IMYHBIX PETYISITOP-
HbIXx MexaHu3MoB (IumoB, 2019), To MexaHU3MBI
TOPMETHUYECKON CTUMYISIIUU TaKKe MMEIOT Kade-
CTBEHHbBIE OCOOCHHOCTH Ha 3TUX YPOBHsX. TeM He Me-
Hee, 3TO eIMHAas CUCTeMa, IO3TOMY FOpMe3K1C Ha YPOB-
He OpraHu3Ma y 3HaUYUTEILHOIO KOJIMYECTBA 0CO0Eii
B TIONYJISLIMSIX MOXKET BJIMSTH HA MOITYJISIIIUOHHBIC
XapaKTepuCcTUKU. MI3BMEHEeHUE COCTOSTHUSI MOITyJIsi-
LM B CBOIO OUepeIb BIMET Ha (DYHKLIUU BUIA B CO-
o0111eCcTBe, 1ajiee — Ha PoJib COOOIIEeCTBa B oOecmeue-
HUM TIOTOKA SHEPIUU U KPYroBOPOTa BEIECTB KO-
CUCTEMOI, TO €CTh MeEeT 3HAaUEeHHE JJIs1 TOMEeOoCcTa3a
M, COOTBETCTBEHHO, YCTOMUMBOCTU 3KOocucTeM. Ta-

2023



556 EPO®EEBA u p.

KNM 00pa3oM, TOpMe3UC Ha 6ojiee HU3KUX YPOBHSIX,
HaJo IoJiaraTh, SIBISETCS OCHOBOI TOPMETUYECKOTO
OTBeTa Ha 0o0Jjiee BBICOKMX YPOBHSIX OpraHu3aiuun
KUBBIX CUCTEM.

IT'OPME3NC HA YPOBHE OPTAHN3MA

Kak n3BecTtHO, 3(h(eKThl pa3TUnIHbIX IKOJIOTUYE-
cKux (paKTOpOB Ha YpPOBHE OpTaHU3Ma paccMaTpuBa-
eT dakTopuajibHas 3KOJOrvs Wiu ayTakojorus. B
HaCTosIIIee BPpEMsI TOPMETUYECKME OTBETHI HAa pa3HO-
o0pa3Hble 2KOJIOTMYECKUE CTpeccopbl Haubosee
U3y4yeHbl HA OPraHU3MEHHOM YPOBHE XXUBBIX CUCTEM.

SIBeHne ropMmesuca OOHApPYXEHO Y Pa3IMYHBIX
TPYIIT OPTaHU3MOB (pacTeHUIA: BBICIIMX PACTCHUN 1
BOJIOPOCJIEii; )KMBOTHBIX: [TIO3BOHOYHBIX M 6E€CITO3BO-
HOYHBIX XKMBOTHBIX, 0aKTepUii, apxeil, TpuOOB, IIPO-
creiinmx) (tadsu. 1). [Tpy 3ToM y MHOTMX ITPYIII TOpMe-
3UC MOKa3aH AJisi abMOTUYECKUX, OMOTUYECKUX 1 pa3-
HOOOpa3HBIX aHTPOIIOTeHHBIX (pakTOopoB. B Taodm. 1
MpEeACTaBJIEHBI TOJIBKO HEKOTOPhIE IPUMEPHI (haKTo-
pPOB U I'PYIII OPTaHU3MOB, JEMOHCTPUPYIOLIUX TOp-
ME3UC, TTOJIyYeHHEIE IIPYU aHAJIN3e INTepaTyphl 3a 0~
ciiemHue roabl. @akTUYECKU J0KA3aTeIbCTBA TOPME3H-
ca y pa3HBbIX OpPraHM3MOB HAMHOTO OOIIMpHEe, YTO
MIPOaHAJIM3UPOBAHO CTAaTUCTUYECKH B PsIlie 0030PHBIX
crateit (Calabrese, Baldwin, 1999; Calabrese, Blain,
2005, 2009, 2011).

T'opMesnc oOGHapykeH M IIpy KOMOMHUPOBAHHOM
BO3IEMCTBUM HECKOJBKUX (pakTOpoB cpednl. Tak, Ha-
MPUMEP, OKa3aHbl TOPMETUUYECKHE OTBETHI Y BOIHO-
ro pacrenust Myriophyllum aquaticum Tipu BoO3meii-
CTBUM aHTUOMOTUKOB U TSDKEIBIX METAUIOB OMHOBPE-
MeHHO (Guo et al., 2020), y Ha3eMHBIX paCTCHUI — IIPU
00paboTKe OMHApHBIMU cMecsiMu repouinaoB (Belz,
Piepho, 2017), y ¢duTonatroreHHbIX TpuOOB — TIpU
BO3ACHCTBUM OMHAPHBIX cMeceil pyHruuuaoB (Zhang
et al., 2019). OmHako 3aKOHOMEPHOCTU TOpMETUYEe-
CKUX OTBETOB MpPU COBMECTHOM BO3IEMCTBUM pa3-
JIMYHBIX (DAKTOPOB cpeabl (OMOTUYECKUX, aOMOTUYE-
CKMX, aHTPOIIOTEHHBIX) IO CUX TOP OCTAIOTCS Majlo
M3y4YeHHBIMU, XOTSI UMEHHO 3TOT THUIT BO3ICUCTBUSI
Yalie BCero HadII0IaeTCs B peaJIbHbIX YCIIOBUX (Ag-
athokleous et al., 2020a).

Bo3MoxxHO, ropMe3uc MOXeET ObITh OMHUM U3 Me-
XaHU3MOB, JIEXalllUX B OCHOBE 3aKOHA COBOKYITHOIO
neictBusl ¢akTopoB (3akoH Mutdepiauxa—bayine),
YTBEPXKAAIOIIET0, YTO BeJIMUYMHA YPOXKasl 3aBUCUT He
TOJIBKO OT KaKOTO-HUOYIh OMHOTO (TTyCTh JaXKe JTMU-
TUpYIOLIero) ¢akropa, HO U OT BCEil COBOKYITHOCTU
nelcTByrolux ¢pakTopoB ogHoBpeMmeHHO (Harmsen,
2000). Cnabmie cTpecc-(haKkTopbl MOTYT BbI3BIBATh TOP-
Me3HC, KOTOPbIi yepe3 adeKThl MPEeKOHIULIMOHUPO-
BaHUS U TIOCTKOHAMIIMOHUPOBAHUS BJIUSET HA YCTOM-
YHUBOCTb OPTAaHU3MOB K CHUJIbHBIM CTPECCOBBIM BO3/1€ii-
ctBUsIM. Hanmpumep, HU3Kue KOHLEHTPpalUY HUKEJIS
BBI3bIBAIOT TOPMETUUYECKYIO CTUMYJISILIAIO POCTa KOP-
HEeBOM cucteMsbl y Arabidopsis thaliana (L.) Heynh. u
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MMOBBIIIAIOT YCTOMYMBOCTH K 3acoIeHIO (3 dEKT mpe-
KOHIMIIMOHUPOBAHUS), BBI3BAHHOMY BBICOKUMU KOH-
LHeHTpauusM xjaopuna Hatpus (Rahavi et al., 2011).
Ananornyno, y ssaumeHst Hordeum vulgare L. Hu3Kue
03Bl 030HA Y YMEPEHHBIN 1e(ULIUT BOAbI ITOBHIIIA-
IOT YCTOMYMBOCTb K BHICOKUM KOHILIEHTPALIUSIM Me-
an. Kpome Toro, yMepeHHast 3acyxa TakxKe ITOJIOKM -
TEJIbHO BJIMSIET HA PE3UCTEHTHOCTh STYMEHSI K Kaj-
muto (Kaciené et al., 2017).

KpaeyrombsHBIM KaMHEM (paKTOpHUAIbHOM 3KOJI0-
rum siBisiercst kpusasi Hlencdopna (puc. 3), koTopas
rpauyecKy onuchiBaeT 3aKoH ToyiepaHTHocTy Illesn-
doprna. I[TokaszaHo, 4TO ecii MUCIOJIB30BATh KJIACCH -
¢duKalro 30H KPUBOIi: 30Ha ONTUMYMa U JIBE 30HBI
crpecca (Shelford, 1913), npuMmeHsieMy1o U B HACTOSI -
mee BpeMs 3a pyoexxom (Helaouét, Beaugrand, 2009;
Hatfield, Prueger, 2015), To ropMe3uc BO3HUKAET B
30He cTpecca. [Ipu yMepeHHOM OTKJIOHEHUU 3KOJIO-
rm4geckoro (pakropa oT ONTUMyMa HabogaeTcs rop-
MeTHUYecKasi CTUMYJISILIUS, a TIPU 3HAYUTEIbHOM OT-
KJIOHEHUH OT OIITUMyMa — MHTuOupoBaHue (puc. 3)
(Erofeeva, 2021). Takxke mpoaeMOHCTPUPOBAHO, YTO
ropmesuc yepe3 3¢hGheKT MPEeKOHIUIIMOHUPOBAHUS
MOXKET BJIMSATh Ha TPAHUIILI TOJIEPAHTHOCTU K JaHHO-
MY 9KOJIOTUYECKOMY (haKTOpy 1 IaKe K IPYTUM DKOJIO0-
TMYECKUM (pakTopaM 3a cueT TOPMETHMYECKOIl Kpocc-
ajanTauyu, Aeasi 3TU TpaHULbI OoJiee Ja0MILHBIMU,
YTO OCOOCHHO BaXXHO IS JIMMUTHUPYIOIINX (PaKTO-
poB apeana (Erofeeva, 2021). I'opMesuc Kak nposiB-
JIeHHe OMOJOTrMYecKoi ILUIaCTUYHOCTU (CIIOCOOHO-
CTH T€HOTHUIIA TIPOAYLIMPOBATh pa3iudHbIe (PeHOTH-
nbel TIpy aganTauuu K cpene) (Agathokleous et al.,
2019d) Takske roaBepKeH MPOoLECCy 3BOJIIOLNU, TO €CTh
CIOCOOHOCTh K TOPMETMYECKOI CBEPXKOMIIEHCALINU
MapamMeTpoB OTJIMYaeTCs y pa3HbIX BUAOB. [Ipenmnona-
raercsi, 4YTo HamOoJiee BBICOKOM CIIOCOOHOCTBIO K
TOpMe3HCy 00JIafaroT 3BpUOMOHTHEIE BUIBLI, UMEIO-
LI1e IIUPOKU TUarna3oH TOJIEePaHTHOCTU KO MHOTUM
daxkropam cpenbl (Erofeeva, 2021). Takum obGpasom,
BKJIIOUEHME KOHIICTILIMY TOpMe3Kca B aHaJIN3 3aKOHO-
MEPHOCTEN BO3AEHCTBYS 9KOJIOTUYECKMNX (DAKTOPOB Ha
XKMBBIE CMCTEMbI UMEET OOJIbIIIOe 3HAYCHUE MIJIST pas3-
BUTHUS (paKTOpHUaJIbHOI 3KOJIOTMU B paMKax COBpeE-
MEHHBIX TpeACTaBIeHU 00 amanTUBHBIX PeaKIIMSIX
XKUBBIX CUCTEM.

TOPME3UC HA YPOBHE MONYJsALIUN

Cratudeckue (YMCIICHHOCTD, IJIOTHOCTD U 1IP.) U
IWHAMMYECKUe IToKa3aTeau (poKIaeMOCTh, CMepPT-
HOCTb U JIp.) COCTOSIHUSI TIOMYJSILMA TakKe MOTYT
MMETh AByX(da3Hble TopMeTUIecKre n3MmeHeHust. CTu-
Myspyomnne 3¢p@eKThl HU3KOI030BbIX CTPECCOPOB
B OTHOIIIEHUW UHIUKATOPOB COCTOSIHUSI MOITYJISILI
YKa3bIBalOT Ha IIPOSBIIEHME TOpMe3Mca Ha IIOITYJIs-
LIMOHHOM YPOBHE, OCHOBOI KOTOPOI'0, HECOMHEHHO,
SIBJISIETCSI TOpMETUUYEeCKasi CTUMYJISIIUST Ha YpPOBHE
opraHu3sMa, TO eCTb ocobeii monysnuu. Hampumep,
HU3KUE KoHueHTpauu octatouHoro Al(III) ysenu-
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Ta6mma 1. TTpuMepsl 9KOJIOTMYECKUX (PaKTOPOB, BHI3BIBAIOIINX TOPME3UC Y PA3HBIX TPYITIT OPTaHU3MOB

Dkojornyeckue hakTophl

Tpynmsr
MPUPOIHBIE NcTounuku
OpPraHu3MOB
abuoTuueckue ouoTtuyeckue AHTPOIMOTeHHbIE
Tsxenble MeTaJIBI, Kudryasheva, Rozhko, 2015;
pH cpenpl, TeprieHnt UOHU3UPYIOLIast Martinez, 2017;
bakrepuu, apxeu .
TeMIlepaTypa pacTeHuit panualys, aHTuoumo- Xu et al., 2020;

TUKHU

Schirrmacher, 2021

[Tpocteiimme
(uHdy30pun)

NoHusupylouiee u
HEUOHU3UpYIoIIee
U3JIy4YeHue,
HaHOYAaCTUILIbI MEIU

Mortimer et al., 2010;
Obodovskiy, 2019

I'pubBI (mpoxcKu,

Calabrese, Baldwin, 1999;
Zied et al., 2017,

0a3UIMOMMUIIETHI, DyHruumas, Morkunas et al., 2018;
duTonaroreHHbIE TSDKEJIbIe METaJLIbI Zhang et al., 2019;
rpuOBI) Cong et al., 2018;
Agathokleous, Calabrese, 2021
Wonusupyroiiee u
HEHOHU3UPYIOIIEe Calabrese, Blain, 2009;
u3ydyeHue, Tsokeable 1 | Xu et al., 2012;
Makpo- 1 Mukpo- peIKo3eMeIbHbBIC Erofeeva, 2013, 2018, 2021, 2022;
3JIEMEHTHI, TEMIIe- MeTaJlIbl, HaHoJacTulibl | Motai et al., 2017;
DIMCUTOPHI,
Pacrenusa paTypa IIOYBBI 1 TSDKEJIBIX METAJLIOB, Chen et al., 2018;
ajuiesno-
(BBICIIIVIE pacTe- BO3OyXxa, BIax- MIUCCKIE AHTUOWOTUKMU, Agathokleous et al., 2018, 2019a,
HUSI, BOIOPOCIIM) | HOCTD ITOYBHI, NEeCTULIMIbI, 2019b, 2019c¢, 2020a, 20200,
BellleCTBa
MHTEHCUBHOCTD YIJIEBOIOPOIHI, 2021b;
CBETa U €T0 CHEKTP dopmanbIerun, Shahid et al., 2020;
TUIACTUKU U Jalal et al., 2021;
MUKPOILTACTUKU, Calabrese, Agathokleous, 2021
NPU3EMHBII O30H
Roberts et al., 2007;
HNoHuzupymoliee u Diaz et al., 2008;
KVBOTHBIE .
HEVOHU3MpYIoIIee Calabrese, Blain, 2009;
(KpyIJIbIe Y KOJIb- MN36pITOuHas
N3JIy4eHue, Drobne et al., 2009;
yaTrble YEPBHU, IUIOTHOCTh .
Iunokcwus, HECTULIAIBI, Hashmi et al., 2015;
pakooOpa3HbIe, NONyAsLWu,
TeMmIiepaTypa, MHCEKTULIUIBI, Moore et al., 2015;
MOJUTIOCKH, neULUT .
ob6e3BoXHBaHUE, TSDKEJIble METaJLIbl, Nielsen, Roslev, 2018;
HaceKOMBbIE, PBIObI, MMUIIEBBIX PECYPCOB
rpaBUTALINS dapMIIpenaparhbl, Cao et al., 2019;
ampuoduu, (yMepeHHOe ToJ10-
nonauxjopupoBanHbie | Deng et al., 2019;
PEeNTWINU, TITULIBI, JaHue) .
S —. OudeHubI, Vaiserman et al., 2021;
t HaHOYaCTULIbI Berry, Lopez-Martinez, 2020;

Schirrmacher, 2021

YMBAIOT 3a cYeT 3¢ eKTa ropMe3rca poCT YMCIICHHO-
cTu 6akTepuii B 3.7 pa3a, OTHOCUTEIbHO KOHTPOJIS B
OakTepuaJIbHOM IUIEHKE BOTOOYMCTHBIX COOpPYKEe-
HuUii, a BeIcokue koHueHTpauuu Al(II1) cHmkaiot aToT
noka3zatenb (Cui et al., 2018). Benbiiky 4ncaeHHOCTA
BpenuTeNeil CeIbCKOXO3SIMCTBEHHBIX KYJIBTYp (Hace-
KOMBIX, KJIEIleii), BEI3BAHHBIE HU3KMMU T03aMU IIe-
CTUIIUIOB, 00yClIoBIeHbI TopMesrucoM (Morse, 1998;
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Tang et al., 2019). Hanpumep, y miu Myzus persicae
Sulzer MHCEKTULIMIBI HEOHUKOTUHOMIBI BHI3BIBAIOT B
HU3KUX H03aX yaydIleHue neMorpadmIecKrux ImoKa-
3arelieil MOMyJIsLMY, a TAKXKe TTOBBILIAIOT TNIOJOBU-
TOCTb, YTO COITPOBOXIACTCST yBENMICHIEM SKCITPECCUN
T€HOB JeTOKCcUKalny nHceKTuuuaoB (Sial et al., 2018).
IMuperponaHblii MTHCEKTULIM AebTaMETPHH BbI3bIBa-
€T y KYKYpy3HOro mnoJiroHocuka Sitophilus zeamais,
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OTKJIMK XXKUBOI CUCTEMBI
T

Jlo3a pakTopa

Puc. 3. PacnioioxeHue ropMesnca (Iuana3oH 103, BbI3bI-
BaIOIIUX TOPMETUYECKYIO CTUMYJISILIMIO) Ha KpPUBOI
Ilendopna (mo: Erofeeva, 2021, ¢ usMeHEeHUSIMU).

Motschulsky aByxaszHble 3aBUCUMOCTH 103a—3(hHEKT
IUTSE YUCTOTO KO (UITMEHTa BOCITIPOM3BOICTBA TTOITY-
JIIITUA, BHYTPEHHEH CKOPOCTH MOy ISILIMOHHOTO POCTa
M TIPOTHO3UPYEMOi1 YMCIIEHHOCTH TTOMyJIsiuuu. Takum
00pa3oM, HU3KKE KOHLIEHTPallM1 MUHCEKTULIMAA TTOBbI-
IIAIOT BOCHIPOU3BOICTBO TOIYJISIIIUM OTHOCUTETEHO
KOHTposibHOTO ypoBHsI (Guedes et al., 2010).

Crenyet OTMETUTb, UTO Pa3HbIe CyOIOMYJISILIUOH -
HBIE TPYITITHI MOTYT TIPOSIBIIATH Pa3HYIO CITOCOOHOCTD K
ropmesucy. Tak, npoaeMmoHcTpupoBaHo (Belz et al.,
2018), uyTo OBICTpOpACTYyILIME W MENJIEHHOPACTYIIE
pacteHus canata Lactuca sativa iMeJ v pa3HyIo CTIoco0-
HOCTb K TOPME3UCY TIPY BO3IECMCTBUU IIECTH TePOUTIN-
noB. [opMeTrueckasi CTUMYJISILIYSI POCTa HU3KUMM JI0-
3aMU TepOUIINIOB OTMEYAJIach TOJIBKO Y OBICTpOPaCTy-
IIAX CYOTIONMyJISAINiA, HO HE y MEIJIEHHOPACTYIINX.
IToaTOMY B 11€710M B MOIYJISIIUU TOPMETUUYECKUM 3D -
ekt He BoIsIBIISIICS. TaKM 00pa3oM, TOPME3HUC BO3-
HUKAaeT He TOJIbKO Ha YPOBHE OpraHu3Ma, HO ¥ Ha TTo-
MyJISIIMOHHO-BUI0BOM YPOBHE.

ITonaratoT, YTO ropMe3uC MOXKET BIUSITH HA DBO-
JIIOLIVIO TIOIYJISINUIT Yepe3 YCUIIEHUE KOHKYPEHTO-
CITOCOOHOCTHU, YCTOMYNBOCTU K CTPECCOBBIM (paKTO-
paMm cpenbl Y ocobeit M, COOTBETCTBEHHO, BOCIIPOU3-
BOJICTBAa UMM ITOTOMCTBA. BeJlnurHa CTUMYIMPYIOLLIETO
a(ddexTa ropMesnca y UyBCTBUTSIABHBIX K BO3ICH-
CTBUIO HU3KUX J103 CTpecC-(haKTOPOB U YCTOMYUBBIX
T€HOTUIIOB MOXET OTJINYATHLCI Ha HECKOIBKO MOPSII-
KOB, UTO 3HAYUTEILHO BIIUSIET Ha 3(P(PEKTUBHOCTD UX
pPa3MHOXEHMUsI, Co3[aeT NaBjieHue oTdbopa 1 PBOJIO-
LOMOHHEBIE MaTTepHBI B momysauusx (Schreck, 2010;
Belz, 2018; Agathokleous, Calabrese, 2020).

Takum obOpa3oM, SIBJIEHHE TOpME3nca MMEET Cy-
IIECTBEHHOE 3HAYCHME JJIsI TCHETUYECKOM CTPYKTY-
pBl ¥ TIPUCIIOCOOJIEHHOCTHY ITOMYJISIIUI 1, BO3MOX-
HO, SIBJISIETCSI OMTHUM M3 MEXaHM3MOB KaK 3BOJIOLIH,
TaK U TMOAEPKaHUS rOMeocTa3a B MOMNYJISIUSIX, I10-
BBIIIIasi UX YCTOMYMBOCTB K CTpecc-(aKTopaMm Cpebl.
M3yyeHune ropmesnca B paMKax IOMYJISIIIMOHHON KO-
JIOTUM TIO3BOJISIET CYLLECTBEHHO IPOIBMHYTHCS B I10-
HUMAaHUM 3aKOHOMEPHOCTE B3aMMOICUCTBUS IIOITY-
JISILIMI CO Cpeaoi.

YCITEXY COBPEMEHHOM BUOJIOTUH

IT'OPME3NC HA YPOBHE
COOBIIECTB 1 O5KOCUCTEM

T'opMmesuc B cooOliiecTBax U 9KOCUCTEMAX HaUMe-
Hee U3Yy4eH, 10 CPAaBHEHUIO C TMOMYJISIIIMOHHO-BUIO-
BbIM U OpPraHU3MEHHBIM YPOBHSIMU OpTaHU3alLUU
xuBbIX cucteM (Costantini et al., 2010; Agathok-
leous, 2018). Tem He MeHee CyIIECTBYIOT IOKa3aTelIb-
CTBa 3TOTO SIBJICHUSI HA YPOBHE COOOIIECTB AJIsI ITOKa3a-
Tesneit CTpykTypbl U yHKIIMOHUpoBaHMs1. Hampumep,
oOHapyXeHa ropMeTuyeckass CTUMYJISLMS HU3KU-
MU J03aMU TIOJUTIOTAHTOB (TOJIYOJ, TSIXKEJble Me-
TaJIJTIbl, TEPOMLIMIIBI) TTIOKa3aTeseld, OTpaXKaroluX CIio-
COOHOCTh COOOIIECTB TTOYBEHHBIX MHUKPOOPTaHMU3-
MOB OCYIIECTBJISITb OMOXMMHUUYECKHE IPOLIeCChl B
noYBe (AKTMBHOCTD IIeI09HO (pocdaTas3bl, TIOYBEH-
Hoe npixanume) (Fan et al., 2020). B uccnenoBaHuu
(Han et al., 2019) ycTaHOBJI€HO, YTO TOPMETUYECKUE
(CTUMYJIUpPYIOLIIME) KOHLIEHTPALIMU KaaMUsl, YBEJIU-
YMBAOIIYE aKTUBHOCTD IIOYBEHHOM II€JIOUHOI (hpoc-
¢aTasbl, BBI3BIBAIOT UBMEHEHME COCTaBa COOOIIECTBA
MOYBEHHBIX MUKPOOPTaHM3MOB MyTeM CTUMYJISILIMU
pa3MHOXeHUS O0akTepuil (yBeIUYEHNE OTHOCHUTEIIb-
HOTO OOWMJINSI), BBIACJISIOIIMX B IIOYBY 3TOT (DEPMEHT.
IIponemoncTpuposano (Wang et al., 2021), uTo xam-
MUl B HU3KHX 103aX YBEJIUUYMBAET BUIOBOE pa3HOO0-
pasue cooOlecTBa MOYBEHHBIX OaKTepuii 1 rpruboOB.
CtuMynupyonuii ropMeTndecKuii 3ppekT ooHapy-
XKE€H U NpU KOMOMHUPOBAHHOM BO3NEUCTBUM TOJ-
JIIOTAaHTOB (KaAMWSI M CBUHIIA) HA OOWIME MOYBEH-
HBIX OakTepuii u rpu6os (Fan et al., 2021).

IToMuMO BBISIBJICHMSI BO3IEHCTBUS TSKEJIBIX M-
TaJUIOB, B IOCJIEAHNE TOObI IIOSBIISICTCSI BCE OOJIbIIIE
HCCIeIOBaHUM, JEMOHCTPUPYIOIINX CTUMYJIMPYIOIIIE
3 deKTh HU3KUX 103 MUKPOIUIACTUKOB (YaCTULIBI JIIO-
OBIX BUIOB IUIACTUKOB IUIMHOI MEHee 5 MM) B OTHOIIIE-
HUM OGakTepuaabHbIX coobIecTB (Agathokleous et al.,
2021a). Tak, HaHOYacTulbl ToaucTeposia (<1 MKM)
YBEJIMYINBAIOT OTHOCUTEIBHOE OOMINE BUIOB B COO0-
IecTBe OaKTepuii, oOMTAIOIINX B BOJaX ApPKTUKH
(Agathokleous, 2018). MeMOpaHHBII MOJUITUIEH U
BOJIOKHMCTBIH TTOJIAITPOITIJICH TTOBBIIIAIOT aib(a-pas-
HooOpa3ue nouBeHHoi MukpoouoTsl (Yi et al., 2021).
Takke MUKpPOIUIACTUKM YBEJIMYMBAIOT alib(a-pa3HoO-
o0pa3ue KuillegyHoro Mukpooruoma y peido (Gu et al.,
2020) u mermeit (Li et al., 2020). Kak n3BecTHO, mjia-
CTHUKM COJIEpKaT, KpOME XUMNYECKM MHEPTHBIX CO-
eIUMHEHUI1, TOKCMYHBIE BEIIECTBA, KOTOPHIC BBIIEIISI-
IOTCSI B OKpyXKarolnyio cpeny. Cpean HUX HauboJsee
TOKCUYHBEIMU cyuTaoTcsa ouchenonsl A, B, F, S.
B gactHOCTH, OMCc(peHOT A — AaroHMCT PElENTOPOB
3CTpPOreHa, B OONBIINX J03aX HapylIaloluid (pyHK-
LUOHMUPOBAaHNE SHAOKPUHHOMN CHUCTEMBI XKMBOTHBIX
u yesoBeka (Chouhan et al., 2014; Lo et al., 2021). Ox-
HAaKO B HU3KMX KOHIIEHTPALMSIX TOKCHMKAHTHI Ija-
CTHUKOB OKa3bIBAlOT ropMeTndeckue 3PdeKThl aHa-
JIOTUYHO APYTUM MOJUTIOTAHTAM.

TopmeTnueckue 3¢ ¢peKThl HU3KUX 103 (PaKTOpOB
cpenbl OOHapy:KeHbl M IS (puTolieHO30B. Hampm-
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MeEp, B JIECHBIX COOOIIECTBAX OCaXKIEHUE a30oTa B
rmouBy (15 1 35 xr N ra~! ron~!) ctumynupyer cexse-
crpauuto CO, (De Vries et al., 2014), To ecTb yrie-
ponHbIi UK. Hu3kue ypoBHM OcaxiIeHUs a3oTa
(8.7mn 13.4 xr Nra~!' ron~! juig pacTUTENTLHOCTH C OT-
KPBITBIM U 3aKPBITHIM MOJIOTOM COOTBETCTBEHHO) yBe-
JIMYMBAIOT BUIOBOE OOraTcTBO COOOIIECTB TpaBsi-
HUCTHIX pacTeHuit 6osee yeM 15000 ecHBIX, Tyro-
BbIX, KYCTAPHUKOBBIX U JIECHBIX YYaCTKOB T10 BCEM
KOHTUHeHTaIbHOI yacTu CoenuHeHHbIX LllTatoB, a
0oJiee BBICOKHE KOHILIEHTPAILIMU a30Ta CHUXKAIOT 3TOT
mokasateib (Simkin et al., 2016). JaHHble GakThI
paccMaTpMBaloTCsl Kak IMpPOsIBJIEHWE ropMe3uca Ha
ypoBHe (¢puTorieHo30B (Agathokleous, 2018).

CieqyeT OTMETUTD, UTO TMTOKa IIEHOTUYEeCKUe d(P-
¢deKxThl ropMe3rca 0OHapYKEeHbI TOJBKO JIJISI HEKOTO-
PBIX TUIIOB COOOIIIECTB, UTO OOYCJIOBJIEHO HE3HAYN-
TEJIbHBIM KOJIMYECTBOM IIeJIeHaIIpaBICHHBIX MCCIIE-
JOBAaHMUI 3TOTO BOMpoca.

Kpome Toro, psm meraaHalIum30B ITOKa3aad BO3-
MOXHOCTb rOpMe3uca Ha ypOBHE 3KOCUCTEM Ha Mpu-
Mepe CTUMYJISIHUU IIEPBUYHON MPOMYKIIUM 3KOCH-
CTEM IIpU IJIUTEIbHOM M3MEHEHUM KIMMAaTUYEeCKUX
¢dakTOpoB (MOBBIIIEHUE TeMIIepaTypbl, KOJUYECTBA
ocankoB, KoHlleHTpaiuu CO,) B MOJIEBBIX IKCIIEPU-
MmeHTax (Smith et al., 2000; Rustad et al., 2001; Dor-
mann, Woodin, 2002; Wu et al., 2011). Hanpuwmep, B
MeTtaaHanmuse (Wu et al., 2011), ocHOBaHHOM Ha JaH-
HBIX 85 MHOTOJIETHUX ITOJIEBBIX SKCIIEPUMEHTOB, BbI-
TMOJTHEHHBIX B pa3JIMYHbIX OMOoMax (OopeaibHBI JiecC,
BJIAXKHBII TPOIMYECKUI JIeC, JIECOCTEIIb U IIp.), MO~
Ka3aHO, YTO 3KCIIEpUMEHTAJIbHOE ITOTEIJICHUE U YBE-
JINYeHNE KOJIMYECTBA OCATKOB CTUMYJIMPYET HAI3EeM-
Hylo 6uomaccy (B cpemHeM Ha 27 u 12% cooTBeT-
CTBEHHO) IPE€BECHBIX PACTEHUI M IOTOKM YIJIEPOIa B
9KOCHCTEME, a TAKXKE YBEJIMYMBAECT CYMMapHYIO Tep-
BUYHYIO IIPOAYKIINIO 9KOCUCTEMEI, (POTOCUHTE3 KO-
CHCTEMBI, SKOCUCTEMHOE ObIXaHNE M YMCTHIA 3KOCH-
CTEMHBI 0OMEH. A CHIZKEHE TeMITepaTyphbl U KOJIUYe-
CTBa OCAIKOB B IIOJICBBIX SKCIEPMMEHTAX OKa3bIBaeT
MHTHONpYIONIN 3P eKT Ha yKa3aHHBIC ITOKA3aTeNN.
HaHHble cTuMynupymolre 3pdeKkTbl TemMepaTypbl 1
KOJIMYECTBA OCAJIKOB MOXKHO pacCMaTpHUBaTh KaK TOp-
ME3UC, IIOCKOJIbKY B YKa3aHHBIX 9KOCHUCTEMaX, Hallpy-
Mep BO BJIAXKHOM TPOITUYECKOM JieCcy, He HabIoaaeTcst
JIedulmTa JaHHBIX (hakTopoB. TeM He MeHee TOpME3HC
Ha ypPOBHE 3KOCHCTEM TPeOyeT HalbHEMIIIeTO M3yde-
HUS U 60siee OOIMPHBIX JOKA3aTEJIbCTB.

IIpuBeneHHbIe BEIIE (DAKTHI YKA3bIBAIOT, YTO TOP-
ME3UC Yyepe3 UBMEHEHUE CTPYKTYPhl U (DYHKIIMIA CO-
OOIIECTB, MO-BUIMMOMY, MOXET BIUSITh Ha CIIOCOO-
HOCTh DKOCHCTEMBI 00€CIIeUMBaTh OMOTEHHBIN KPYTro-
BOPOT BEIIECTB 1 ITOTOKUA SHEPIUU U, CJIEIOBATE/ILHO,
MMeeT 3HauyeHUe IS YCTOMUMBOCTH 3KOCHCTEMBI, a
TakXXe, BO3MOXHO, MPOLIECCOB CYKIeCCUU KakK (Ghop-
MBI QYHKIIMOHAJIBHBIX aallTalliuii Ha 9KOCUCTEMHOM
ypoBHe. [1ocKOJIbKY Ha ypoBHE GUOCdepBl pa3iny-
HbBI€ 9KOCHCTEMBI 00pa3yloT OOIIYI0 CHCTEMY, OCY-
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MIECTBJISIONIYI0 OnoreoxmMmudeckne UMkibl (Iu-
JoB, 2019), To BIMSIHME TOpMe3Kca Ha UX COCTOSIHUE
MOXET UMETh ITI00aIbHEIC ITOCISACTBUSI Ha YPOBHE
onocdepsl.

BrireykazaHHBIE aCIIeKTHI €111€ TOJIBKO IIPEICTO-
WUT TTOIPOOHO M3yduTh. TeM He MeHee MOXHO KOH-
CTaTUpPOBaTh, YTO PEIICHUE 3TUX BOIIPOCOB ChITPacT
CEepbEe3HYIO POJb B PAa3BUTUU CHUHIKOJIOTUU U HaxKe
onocdeposoruu.

3HAYEHHME 'OPME3UNCA I OLLEHKHA

KAYECTBA CPEJbI, DKOJIOI'MYECKHUX
PNUCKOB 1 HOPMHUPOBAHUMA
AHTPOINOTEHHOMW HATPY3KU

OrmnpeneneHue 3aBUCUMOCTe 103a—3ddexT 11 pe-
aKII1i1 XXMUBBIX OPTaHU3MOB HAXOAUT ITMPOKOE IPHME-
HEHME B OLEHKE KauyecTBa OKPYXAWIIEh cpembl
(OuouHAMKAIMS, OMOTEeCTUPOBAHUE, SKOJOTMYECKUM
MOHUTOPUHT), B HOpMUPOBAHUM aHTPOIOTreHHOI1
HAarpy3ku, B OLIEHKe B3KoJiormdeckux puckop (Iema-
IIBWJIN U JIp., 2016). B HacTosIee BpeMs ISt JaHHBIX
1eJieid NCTIOb3YIOTCS TMHEMHBIE U TTOPOTOBbIE MOJIS-
M 1o3a—3(deKT, gBsIoIrecs MOHOTOHHBIMH, TO
ecTb He mMerommMu 3KcTpemymoB (Calabrese, 2008).
o cux mop ropMeTryecKkasi MoJeb 103a—O0TBET He
BKJIIOUEHA B HOPMATUBHBIE JOKYMEHTBI 1 METOIUKU
Kak B Haiuelt ctpane (I'enawmBuiauy u ap., 2016), rak u
3a pyoexxom (Agathokleous, Calabrese, 2020), xoTs
BEPOSITHOCTh TAKOTO ABYX(Pa3HOTO OTBETA KUBBIX CH-
CTeM Ha aHTPOIIOTeHHOEe BO3ACHCTBHE TOCTATOUYHO
BbIcoKa (Agathokleous et al., 2021c).

HMrHopupoBaHue ropMe3nca MoxXeT IPpUBOIUTH K
HeaJaeKBaTHOMY HOPMHPOBAHUIO TEXHOTEHHOM Ha-
IPY3KHU, a TaKXkKe K HEKOPPEKTHBIM OLIEHKAM 3KOJIOTU-
YEeCKOU CUTyalluM U TIPOTHO3aM ee pa3Butusi. Hampu-
Mep, Iae 3HAUUTEIbHbIN YPOBEHb 3arpsSI3HSIOIINX Be-
ILIECTB B OKpYXalolllell cpefe MOXET He OKa3bIBaTb
nHTruoMpymoiiero addexra Ha BUABI-OMOMHANKATO-
Db, KOTOpbIE MPeABapUTEIbHO UCTIBITHIBAIN BO3AEH -
CTBUE HU3KHUX 703 TOJTIOTAHTOB U 3a CUET TOPMETHYE-
CKOIl CTUMYJISIUK MPUOOPETN TIOBBILICHHYIO YCTOM-
YUBOCTb K 3arpsi3HEHUIO (SIBJIEHHWE TOPMETUYECKOIO
MPEKOHIUIIMOHUPOBaHU). B mTore aTo mpuBeneT K 3a-
HWKEHHOU OlLIGHKE YPOBHSI aHTPOITOTeHHOI Harpy3Ku
MpU aHajM3e KayecTBa Cpedbl C MOMOIIbIO METOIOB
OMOMHINKAIN. AHAJIOTUIHASI CUTyalsT HaOJIIomaeT -
Csl, KOTIa HOpMaTUBbI aHTPOIIOTEHHOTO BO3IEMCTBYS
HEe YYUTBIBAIOT SIBJIeHUsI TopMmesuca. Huzkue mo3bl
MOJUTIOTAHTOB, HE MPEBBIIAIOIINE HOPMATUBBI, MO-
I'YT BbI3bIBaTb CTUMYJIMPYIOLIMI TOpMETUYECKU 3(h-
dexrt. Janabiii 3p@PeKT B ciaydae KyMYJISILIIU MOXET
CTaThb oTpuliateNbHbIM. Hampumep, nipyu madrenbHOM
XPOHUYECKOM BO3IEUCTBUU HU3KMUX H03 Pa3IUYHBIX
nounoTanToB (xpom, Kagmuii, JIJAT) Ha pacreHus
(Jia et al., 2013; Mitton et al., 2014) moka3zaHo, 4TO
CTUMYJIMPYIOLINI ropMeTndyeckuii 3pdeKT B OTHO-
IIEHUU TIEPEKUCHOIo TOMeocTa3a pacTeHuit (aHTu-
OKCUJAHTHOE JAEHCTBUE MOJUIIOTAHTOB) MEPEXOIUI B
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uHIuoOMpyomuit 3¢gpdektT (IpoOoKCHUOAHTHOE Ieii-
CTBHE TIOJUTIOTAHTOB).

B nocienHee BpeMs 3a pyoekoM OTMeJaroTcs He-
KOTOPbBIC CIBUTY B IJIAaHE UCIOIb30BAHUS TOPMETH-
JeCcKoi Moaean 103a—3PdeKT a1 OLeHKN SKOJIOTH -
yecknx puckoB. B 2018 1. AreHTCTBO Mo oxpaHe OKpy-
xkaromieii cpensl CIIIA EPA (Environmental Protection
Agency) oIry0JIMKOBAJIO IPeaIoKeHNE, B paMKaX KO-
TOPOI0 OHO BIIEPBbIEC B CBOEI NCTOPUU PACCMOTPEIIO
COBpEMEHHbIC MOJIE/IM 103a—OTBeT. [Iprn3HaBast 3Ha-
YUTEJIbHBIE JOKA3aTeIbCTBA IIIMPOKOrO paclpocTpa-
HEHMUS HEJIMHEMHBIX peaklUil y OpraHM3MOB, areHT-
CTBO JOITYCTWJIO UCIIOJIb30BaHUE TOPMETUYCCKOM MO-
e IUISI ONTHMMU3AaIUM OLEHKM PHUCKOB B 00JIACTU
HU3KMX 03 MOJIIIOTAHTOB, UTO OBLIO YTBEPKIECHO
6.01.2021 r. PaHee 11 OLIEHKU 9KOJIOTMYECKUX PUC-
koB EPA, ocHOBBIBasICh Ha yOeXIeHUM, YTO JII00as
J103a MOJUII0TaHTa B KaKOW-TO CTEIIEHU BpemHa s
OpraHmsMa, UCIOJIb30BajI0 TOJILKO JIMHEHYIO HEIIO-
poroByio Monenb LNT (linear-no-threshold), koropast
MPEIoJiaracT, YTO PUCK MPSIMO MPOITOPLIMOHAIEH 10~
3¢/BO3ICHCTBUIO BIUIOTH A0 HYJIEBOI TO3bl/BO3ACI-
crBus (Agathokleous et al., 2021c).

TakuMm 06pa3oM, UCIIOIL30BAaHNE TOPMETUYECKOI
Moenu n03a—3M@eKT HeoOOXOTMMO TSI TTIOBBILLIEHUS
OOBEKTUBHOCTU METOIOB U MOIXOA0B, MCIOIb3YEMbIX
JIJIsI OLICHKW KayecTBa Cpelbl, SKOJOTUUECKUX PUC-
KOB 1 HOpPMUPOBAHMSI aHTPOIIOTEHHOI HArpy3KMU.

SAKIIIOYEHUE

IIpencraBaeHHEBIN B JAaHHON paboTe aHAJIN3 MTOKa-
3aJI, YTO COBpEMEHHasl KOHIICIILIUSI TopMe3Hca SIBJISI-
€TCS aKTYaJIbHOM ISl pa3BUTHSI MHOTHX Pa3eIOB 9KO-
JIOTMY, pacCMaTPUBAIOIINX Pa3IMYHbIe YPOBHU Opra-
HU3aLMU XUBOTO OT opraHm3ma a0 ouocdepnl. Hano
10J1araTh, YTO 3TO OOYCIOBIEHO CUCTEMHBIM 3HAYCHM -
eM ropMesuca. MakTUIEeCKU, OH MPEACTABISIET COOOIA
MPOSIBJIEHHE OOIIIETO CBOICTBA SKUBBIX CUCTEM Pa3HOIO
YPOBHS OpraHU3alMU MPOTHO3UPOBATh (IIPEIBUICTD)
U3MEHEeHUEe Cpedbl U MOATOTABIMBATBCSI K 3TUM U3-
MEHEHMSIM ITIyTeM CBEpXKOMIICHCAIlUM CBOMX Ilapa-
METPOB, UTO aKTYaJIbHO 151 BBDKUBAHUS B U3MEHY M -
BOIi cpelie ¢ MOCTOSTHHBIMU BO3ACHCTBUSIMMU CUITBHBIX
cTpecc-(pakTopoB. DTO MO3BOJISIET XKUBBIM CUCTEMaM
3(ddeKTUBHO TOAAEPKUBAThL CBOEil TOMeocTa3, He-
CMOTpPS Ha HeCTaOMIBHOCTB cpeabl. TaknuM o6pa3om,
cKopee BCero, TopMe3uc npeacTaBiasieT cO00i MprH-
LIMI aJanTalyy XUBBIX CUCTEM K U3MEHUYMBOII cpe-
ne. IToncku yHUBepcaabHOIO MeXaHU3Ma ropMe3nca
JIO CUIX IIOp He yBeHYaJIMCh ycnexoM. ITo-BuauMomy,
TaKOTO MEXaHu3Ma IIPOCTO He cyiiecTByeT. [opMme-
THUYECKAasl CTUMYJISILIMS TTapaMETPOB CUCTEMbI MOXKET
pEaqu30BBIBATLCSI CaMBIMU Pa3JIMYHBIMU IIyTSIMUA B
3aBUCHUMOCTH OT YPOBHSI OpraHu3alnm (KJIeTKa, opra-
HU3M, ITONYJISILMs, COOOIIECTBO, PKOCHUCTeMa, Oumo-
cepa), oT HapylIeHU TTapaMeTpPOB CUCTEMBI, BbI-
3BAHHBIX YMEPEHHBIM CTPECCOBBIM BO3IEMCTBUEM
(BO3ACMCTBUSIMU), KOTOPOE MPOBOLIUPYET TOPMETHU-
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YeCKYIO0 CBEPXKOMIIEHCALIAIO MapaMETPOB CUCTEMEI,
OT pECYpPCOB CHUCTEMbI M T.A. SIBJIEHUSI TOpMeTHYe-
CKOTO MNPEeKOHIUIIMOHUPOBAHUS U ITOCTKOHIUIINO-
HUPOBaHUSI MOKa OOHApYKeHbI TOJIFKO HAa YPOBHE Op-
raHusMma. [MmoTeTMyeckKr OHM TakKe MOIYT HaOJIio-
JIaThCS B ITOIYJISILIVSIX, COOOIIECTBAX M 9KOCUCTEMAX U,
MOXKET OBITh, TaxKe Ha ypOBHE OMocdephl, ITOCKOJILKY
MMEHHO 3a CUeT 3TUX SIBJICHUI peau3yloTcs aganTa-
IIUOHHBIE 2D (PEKTH TOpMeE3Hca.

CnenyeT OTMETUTD, YTO TopMeTHYecKre 3(h(PeKThI
pa3IUYHBIX aHTPOIIOTEHHBIX (PaKTOPOB, B TOM UMCJIE
MOJIJTIOTAHTOB, HE O3HAYAIOT, YTO OHMW “TIOJIE3HBI”,
IMOCKOJIbKY CTUMYJISILIMSI 1 UTHTUOMPOBaHUE Ompee-
JISIIOTCSl  A0301/KOHLIEHTpalueil U TPONOKUTENb-
HOCTBIO BO3ICUCTBUSI.

IIIupoxkoe pacrpocTpaHeHUe TopMe3nca 00yCIIOB-
JIEHO TeM, UYTO Ha YPOBHE OpraH1n3Ma OH OCHOBAH Ha SIB-
JieHuu ctpecca. ClieayeT Nom4epKHYTh, UTO eI1le Co3aa-
Tesb KoHuenuuu ctpecca Cenbe (Selye, 1974) ormevan,
YTO yMEPEHHbIE BO3ACHCTBYSI BBI3BIBAIOT ITOJIOKUTEIb-
HBII cTpecc (3ycTpecc), a ype3MepHOe HarpsLKeHUe
opraHu3mMa MpPUBOAUT K HEraTMBHOMY CTpeccy
(mucTpeccy), KOTOPhIiA MOXKET BBI3BATh MCTOILIEHUE Pe-
CypCOB opraHmsma u rudenb. [opmernueckue 3@-
¢eKTbl Ha YpOBHE MOMYJISILMIA, COOOIIECTB U 3KOCH-
CTEM II0KA3bIBAIOT, YTO I JAHHBIX OMOJIOTMYEeCKIX
YPOBHEM TakxKe XxapakKTepHbl YHUBEpPCaJbHbIE aaarl-
TallMOHHBIE OTBEThI, AHAJIOTUYHBIE CTPECCY HA YPOBHE
oprann3ma. OmTHaKO MX 3aKOHOMEPHOCTH 1 Ka4eCTBEH-
HBIE 0COOEHHOCTH Ha KaXKIOM OMOJIOTMYECKOM YPOBHE
SIBJISTIOTCSI TIPEIMETOM OYIYILIMX UCCICAOBAHUIA.

B mannoM 0630pe mpoaHaIM3MPOBaHbBI 1 OTMEYe-
HbI TOJILKO HauboJiee BaXXHbIE BOIIPOCHI, CBSI3aHHBIE
€O 3HAYCHNEM COBPEMEHHOM KOHIIEITIINY TopMe3rca
IUJIST 9KOJIOTHH, C IIEJTBIO TIPUBJICUEHNS] BHUMAHUS CITe-
LIMAJIUCTOB K 3TOol mpobieme. [IpoBeneHue neranb-
HOTO M3yYeHUs TOpMe3Hca B 3KOJIOTUH, YTOUHEHUE 1
pa3BUTHE KOHIIEIIIUM SKOJOTMYECKOTo TopMesrnca
ellle TOJbKO MPEeACTOSIT.

PMHAHCHUPOBAHUME

HccrienoBaHue BbIMOTHEHO TpU (pHAHCOBOM TTONIECPK-
ke Poccuiickoro ¢oHna pyHIaMeHTATbHBIX MCCICIOBAHWI B
pamkax HayyHoro mpoekta Ne 20-11-00001 (The reported
study was funded by RFBR, project number 20-11-00001).
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Hacrosiiias cratest He COOepXXUT KaKUX-JIU00 HCCIIe-
JIIOBaHUI C ydacTVEM JIIOIEI Y 3KUBOTHBIX B KQUeCTBE 00b-
€KTOB N3Y4YeHUSI.
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The Modern Concept of Hormesis: Overview of the Issue and Significance for Ecology

E. A. Erofeeva® *, D. B. Gelashvili“, and G. S. Rozenberg?®
4Lobachevsky Nizhni Novgorod State University, Nizhni Novgorod, Russia
b Institute of Ecology of the Volga River Basin, Russian Academy of Sciences, Tolyatti, Russia
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Currently, it has been established that when living organisms are exposed to various environmental factors (abiotic,
biotic, and anthropogenic), hormesis is a fairly common phenomenon. Hormesis is found in different groups of
organisms and at almost all levels of the organization of living systems from the cell to ecosystem level. At the
same time, a comprehensive analysis of the significance of hormesis for ecology has not been carried out. This
review analyzes the modern concept of hormesis, as well as its significance for various fields of ecology.
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