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I'ens!l mmHHBIX HeKonupyoux PHK (IncRNA) B 6071b1110M KOJTWYECTBE MPEICTaBIeHbl Y MJIEKOTIUTalO-
LIUX, HO X QYHKLMHU OCTAIOTCS B 3HAUMUTEJIbHOU CTeNeHU Hen3BeCTHBIMU. OTHUM 13 BO3MOXHBIX CITIOCO-
0O0B UX M3Y4YEeHUS SIBJISIETCS MCTIOJIb30BaHUE KPYITHOMACIIITAOHBIX CPAaBHEHU I pa3IMUHbBIX XapaKTEPUCTUK
IncRNA ¢ xapakTepucTUKaMU KOAMPYIOLIMX O€JIOK TeHOB, JIs1 KOTOPbIX UMEETCs MHOXECTBO (DYHKIIMO-
HaJbHOI MHGbOopMaLMn. XapaKTepHO 0COOEHHOCThIO OETI0K-KOAUPYIOIIMX FTEHOB Y MJIICKOITUTAIOIINX SIB-
JIsieTCsl BbICOKAsl 3BOTIOLIMOHHAsI KOHCEPBAaTUBHOCTD ITOCIEN0BATEIbHOCTEN 9K30HOB. XOTSI KOHCEpPBAaTUB-
Hoctb JIHK-nocnenoBarenbHocTeit 3k30HOB InNcCRNA He cToJb BhIpaKkeHa, Kak y 0eJIOK-KOAUPYIOLIUX T'e-
HOB, HO, TEM HE MeHee, OHa CYIIEeCTBEHHO BBbIIlle, 4YeM y HMHTPOHOB IreHOB INnCRNA. Mkl oueHuIN
KOHCEpPBAaTUBHOCTb YKa3aHHBIX XapaKTEePUCTUK C TMOMOIIbI0 MHOXECTBEHHOTO BbIDABHUBAHUS YEThIPEX
MJIEKOTIUTAIOIIMX — YeJ0BeKa, IIIMMIIaH3€e, MbIILIU U KPbIChl. Bbula mpoBeaeHa pa3MeTKa 9K30H-UHTPOH-
HOM CTPYKTYpPHI KaXXnoro reHa Hekonupyioiieit IncRNA, a Takke nx mpomoropHoit yactu (300 11.H.), ¥ BBI-
YyrcjieHa KOHCePBAaTUBHOCTD MO MO3ULIUSM TTOJHBIX BoipaBHUBaHUK. McciienoBaHue CBsI3UM KOHCEPBATUB-
HoctH reHOB INcRNA u Hanuuunem/orcyrcrBueM CpG-octpoBoB (CGI) BbIsIBUIIO 60Jie€ BBICOKYIO KOH-
cepBaTUBHOCTbL TeHOB IncRNA, koTopsie JokanuzoBaHbl psaaoM ¢ CGl. DTa TeHAeHIIST MOXET OBbITh
MPUYMHON BBISIBJIEHHON paHee accolrallii MeXJIy KOHCEePBATUBHOCTBHIO M YPOBHEM 3KCIIPECCUU
IncRNA. BaxHoii 3agaueit Takxke siBsLIach Kjiaccudukaius BbIoopok 1o tTuity IncRNA (ceHc-, aHTH-
ceHc-, mexreHHbIXx PHK, 1 nceBnoreHHbIX ToKycoB). BeisscHunock, uto IncRNA, Haxopasiuecs B 6e-
JIOK-KOIUpYyIoleM Jiokyce B npsaMoil nenu (ceHc-IncRNA), o6i1agaioT HanOOJAbIIMM KOJIUYECTBOM
npoMoTtopHbIXx CGI. Ha BropoM Mecte no Bcrpeuaemoct CGI ObuIH TICeBIOTeHbI, U Ha TPEThEM MeCTe — aH-
tuceHc-IncRNA. MexrenHsie IncRNA obnaganu Haumensplueit goieit CGIl. Oto nmo3Bonuiio caenath
BbiBoA, uTo CGIl-ocTpoBa 60jiee MpUCYIIM MPOMOTOPAM KOJIUPYIOIIUX T€HOB, HEXeJIM HEKOIUPYIO-
mux. OueHka KoHcepBaTUBHOCTU CGI-0CcTpoBOB IIyTeM cpaBHEHUS T€HOMOB Y€JIOBEK—MBIIIb 110 Ha-
Jnanio optojorndHbix CGI BbIsIBUIIA CTENEHb UX KOHCEPBATUBHOCTH OKOJIO 45%. OlleHKa KOHCepBa-
TUBHOCTHU €llle pa3 NOATBepAMIa HAININE TeH-CIeIn(PUIHBIX curHaioB B Hekomupylomux PHK. Pac-
IIMpeHue pernepryapa reH-crneunbudHbix curdaaoB mist IncRNA ¢ nomomsio CGI 0b110 cnenaHo
BIIEPBbIE, HACKOJIbKO U3BECTHO aBTOpPaM.

Knroueevie crosa: Hekonupywias PHK, ssomouusi, CpG-ocTpoBa, 3K30HbI, MHTPOHbI, KOHCEPBaTUB-
HOCTb

DOI: 10.31857/50042132421020083

BBEAEHWE

B nocneaHee Bpems pacteT BHMMaHUE K JJIUH-
HbiM HekonupywimM PHK (IncRNA) — cpaBHu-
TeJIbHO HeTaBHUM O00beKTaM U3yUeHMUsI B 00J1aCTU Te-
HOMUKU. B TO Bpemsi, Kak pojib MHOTUX HEKOAUPYIO-
mux Mosiekyal PHK (pnGocoMHBIX, TpaHCIIOPTHBIX

! Dononuurenshast uHdopmMalys U151 5TOi CTaThbU AOCTYITHA T10
doi: 10.31857/S0042132421020083 nst aBTOPU30BAHHBIX TOJIb-
30BaTeJIei.
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(tRNA), Manbix sapsliikoBbix (snoRNA), Mukpo-
(miRNA) u piwi) yxe onpeneneHa, pyHkimm IncRNA
OCTalOTCsI B 3HAUUTEIbHOI CTeNIeHN HeompeneJeHHbI-
mu (Cupopenko u ap., 2019; Goodrich, Kugel, 2006;
Mercer et al., 2009; Ng et al., 2013; Kapusta, Fe-
schotte, 2014).

CylllecTByeT MNPearnoaoXeHue, 4YTO OCHOBHas
macca IncRNA BbICTyIIaeT MOOOYHBIM MPOAYKTOM
¢onoBoit TpaHckpuniuu (van Bakel, Hughes, 2009;



108 CHUJOPEHKO wu np.

Robinson, 2010). D10 0CHOBaHO Ha MX HEBBICOKOM
YPOBHE 3KCIIPECCUU U MaJO 3BOJIOLMOHHON KOH-
CEpBaTUBHOCTHU IIPU CPaBHEHUM C OEJIOK-KOIUPYIO-
MUY TeHaM1 1 TakuMu MaiteiMit PHK, kak miRNA
u snoRNA (Marques, Ponting, 2009). B npotuBoBec
9TOM TOYKE 3pEHUS 3aMeTUM, 4TO 4acTh IncRNA co-
OTBETCTBYIOT 3BOJIOLIMOHHO KOHCEPBATMBHBLIM 00-
nactam (Siepel et al., 2005), u cyuiecTBeHHasT D0
IncRNA BBISBISIET MEHbBIIIEE IO CPAaBHEHUIO C
OCTaJIbHBIMM (HEKOAUPYIOIIMMHK) paiioHaAMMU YHCIIO
WHCEepLUii/aeiennii, yka3blBasg Ha MPUCYTCTBUE Ce-
JiekTuBHOTO oTOOpa (Ponjavic et al., 2007; Guttman
et al., 2009; Managadze et al., 2011; Guttman, Rinn,
2012; Guttman et al., 2013; Kannan et al., 2015). I1pn
HeBbIcokoi aKcrpeccun IncRNA (Bertone et al.,
2004; Amaral et al., 2013) cekBeHHUpOBaHUE TpaH-
CKPHUIITOMOB psiJia BUAOB MPUBEIO K MAaCCOBOMY 00-
HApyXEHUIO HOBBIX TPAHCKPUOUPYIOIIUXCS MOCTIe-
nmoBateabHocTel. K mpuMepy, JUIIb TOTBKO MPOSKT
FANTOM xkaranorusuposan oosbiie 30000 mpenrmo-
JIaraeMBbIX JJIMHHBIX HEKOOVPYIOIIVX TPAHCKPUIITOB
B TKAHSIX MBI METOAOM KJIOHMPOBAaHMSI IOJTHOPA3-
MmepHoit kommiemeHTapHoii JJHK (kJIHK) (Liu et
al., 2006).

JHK-nocnenosarebHOCTH OoJbIIMHCTBA INCRNA
ropazno MeHee KoHcepBaTuBHbI JIHK-mociaemosa-
TEIBHOCTEN 0eJI0K-KOMMPYIOIINX reHoB. TeM He Me-
Hee, YPOBEHb MX OPTOJIOTMYHOCTHU BBICOK: OT 60 10
70% rtenoB IncRNA cumTaloTcsl OPTOJOTUYHBIMU Y
yeoBeka 1 Mblmu (Managadze et al., 2013). IncRNA
MMOKa3bIBAIOT CBOCOOPA3HYIO CYOKJICTOUHYIO JIOKAIM3a-
LU0 M YacTO 3KCIIPECCUPYIOTCS TKaHECIEeINMUIHO.
OHU SIBISIOTCS TIPOLIECCUPOBAHHBIMU (TTOJIMAICHI -
JIMPOBAaHHBIMU U CILJIAiCUPOBAHHBIMU) TPAHCKPUII-
TaMM; 3TO MO3BOJISIET MPEANOIOXUTh NX (PYHKIINO-
HajabHOCTh (CumopeHko u np., 2019; Kapusta, Fe-
schotte, 2014; Vance, Ponting, 2014). pyroii
BO3MOXHBIN pakTop PyHKIIMOHAILHOCTU INCRNA —
HaJIMIME PETYISITOPHBIX CUTHAIOB CIUIAICUHTA, KaK,
coOCTBeHHO, 1 camoro crutaiicuHra (Chodroff et al.,
2010; Schiiler et al., 2014). OKcnepMMeHTAJILHOE MC-
cnegoBanrie IncRNA ¢ yXe ompeneneHHON KIeTod-
HOI1 (pyHKIIME# BBISIBUIIO, UTO OHU (DYHKITUOHUPYIOT
B mpoueccupoBaHHoii dopme (Kapusta, Feschotte,
2014; Vance, Ponting, 2014). CpaBHeHne okoJiio 3000
reHoB InCRNA MbIIIM ¢ OpTOJIOraMu KPBICHI M YEJI0-
BeKa BBISIBWIO COXpaHEHHUE K30H-MHTPOHHOI CTPYK-
Typel: 65%; u 40% |GT-AG]|-caiiToB crutaiicuara
IncRNA MBI KOHCEpPBAaTUBHBI Y KPBICHI U YEJIOBE-
Ka, 4TO ITO3BOJISIET paccMaTpUBaTh CIUIAMCUHI KaK
HeoTbeMsieMoe cBOIcTBO IncRNA (Ponjavic et al.,
2007).

B cocraBe knacca IncRNA ecTh Tak:ke MHOTOYHC-
JICHHBIE IJIMHHBbIC MeXTeHHbIe HeKoaupyomue PHK
(lincRNA), To ectb mojiekyibl PHK nnuHoit 6oibiie
200 1m.H., KOTOpHIE pacITOJOKEHEI 3a IIpeaeiaMu oe-
JIOK-KOAUPYIOIIMX JOoKycoB. OmHOli u3 HauboJjee
n3ydeHHBIX lincRNA cunraetcsa Xist, koTopast IIpu-
HUMAaET yJyacTHe B MHAKTUBAILIMU X-XPOMOCOMEI Ca-
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MOK IUIalleHTapHBIX MJiekormTtaomux (Brockdorff
et al., 1992; Chang et al., 2006). B yacTHOCTH, COO0-
IIAJIOCh, YTO TeH Xist 3BOMIOLMOHHO MTPOU30IIIEN OT
rnceBaoreHa Lnx3, MOSIBUBLIETOCS] Y paHHUX IJ1alleH -
TapHBIX. Beaen 3a TeM mociaegoBaia MHTETpalys MO-
ombHBIX 251eMeHTOB (Duret et al., 2006; Elisaphenko
et al., 2008), KoTopble TakXke HAOMIOMAIOTCS B PSIIe
npyrux lincRNA (Kapusta et al., 2013).

711 TeHOMOB TTO3BOHOYHBIX XapaKTEePHO HaJIM-
yue 6omblinoro kojaudecrsa CpG-octpoBoB (CGI),
XapaKTepu3yoluxcs yBerndeHHoi noieit CG-au-
HykiaeotunaoB (Gardiner-Garden, Frommer, 1987).
®opmansHoe onpenesenue CGI mompasymeBaer
TPY OCHOBHBIX XapaKTePUCTUKHM: TIPOIIEHTHAS TOJIS
Cg-IUHYKICOTUIOB Oosbiie 60%; OTHOIIeHHE
cg_obs/cg_exp > 0.6; nimHa octposa >300 n.H. Y1io-
MSTHYTOE OTHOIIIEHHWE BUIOCTIEHN(PUIHO, B YACTHO-
CTU Y MBIIIN TIJIOTHOCTH cg-muHyKineotunoB B CGI
MeHble, yeM y yenoBeka (Illingworth, Bird, 2009).
B reHoMe yeoBeka UX KOJIMYECTBO COCTABIISCT IPU-
MepHO 26 ThIc. (Www.genome.ucsc.edu). Menuana
pacnipenenenus 1auHbl CGI okoio 1 k6. CGI Haxo-
muTcs B ipomMoTopax 50—70% reHoB. DT IPOMOTOPBI
uMeHyoT CpG-npomoropamu (Babenko et al., 1999;
Deaton, Bird, 2011). B renax romeobokcos (Hox,
Pax) n emie npubansurTeabHo B 5% npyrux CpG-ocr-
poBoB ImpoMoTopoB, CGl MeTHIIMPYIOTCS Ha ompee-
JIEHHOM CTaIuU WIM B OIpelejieHHOoM TKaHu (<6%
OCTpPOBOB). B cmi1y KooIepaTUBHOCTH, CTaTyC METH-
JIMpoBaHUs ocTpoBOB uMeeT U-o00pa3Hoe pacripeae-
JICHUE TI0 VX YUCJIICHHOCTH IIPOTUB JOJIM METHIINPO-
BaHWUsl, ¢ MomaBsionum (> 0%) eBbIM IIeYOM (TU-
noMmeTwnnpoBaHue; Zeng et al., 2014). OcranbHbIe
30—40% ocTpOBOB, HE PACIIOJIOXKEHHBIE B IIPOMOTO-
pax TeHOB, TIPUCYTCTBYIOT BO BHYTPUTCHHBIX paifo-
Hax (20%) u B MexXreHHBIX obacTax (12—15%) (Dea-
ton, Bird, 2011). Takxke, B ClIy KOOIEepPaTUBHOCTU
MeTwirpoBaHus nuHykiaeotuaoB CGI (Haerter et al.,
2014), cyiiecTBYIOT CIIocoObl MHTEPHOISILIUY 3HAYe-
HUI cTaTyca METWIMPOBaHUSI TOJMHOXECTBA He-
ckobkux CpG-IMHYKJICOTUIOB OCTPOBA Ha BCE €T0
CpG-gunykieoTunbl ¢ ydyetom miaotHoctu CpG u
IJIMHBL ocTpoBa (Zou et al., 2018).

Llenpro mpoBeneHHO paboThI GbUIa OLIEHKA JOJIU
nmpoMoTopoB reHoB IncRNA, conepxaiux CpG-ocT-
pOBa, IJISI CPABHEHUS C TEM Xe JIJIsI KOOUPYIOLINX T'e-
HOB. /1151 3TOro B MpenocTaBIeHHOM paboTe MbI TTO-
CTaBWJIM 3amady npoxknaccudpuirmponatsb IncRNA 1o
tuity npomotopoB (CGIl-comepxkaiue, CGI-Heco-
nepxamue (“CGI)), a Takke oLieHWIM KOHCEPBAaTHUB-
HOCTb MPOMOTOPHBIX PAaifOHOB, UCIIOJIb3YSl TECHOMHbIC
BeIpaBHUBaHMUS IncCRNA 4eTbIpex BHUIOB: YEJTOBEK—
OpaHTyTaHT—MBIIIb—KpbIca. MBI TakKXKe OLICHWIN
YPOBEHb acCOLMALlM¥ KOHCEPBATUBHOCTU IIMHHBIX
HEKOIMPYIOIIUX TeHOB W HaJMYNEM,/OTCYTCTBUEM
CpG-0CcTpOBOB.

ToM 141
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Tab6auua 1. PacnipeneneHue uucina ayeMeHTOB B Bbibopke IncRNA yenoBeka, MomnaBiuinx B aHIU3

TpaHCKpUIITOB B BEIOOPKE
Tpanckpunros, comepxamux CGI
CpenHuii pa3Mep TpaHCKPUIITOB
MuHMMAabHBIN pa3Mep TPaHCKPUTITOB
MaxkcuMaJTbHBII pa3Mep TPaHCKPUIITOB
CpenHee KOJIMYECTBO 3K30HOB

CpenHee KOJTMYECTBO HHTPOHOB

Yucno renos (CGI, “"CGI)

Yucno reHos ¢ >1 uzodopm (CGI, “CGI)

Yucno ynukanbHbix CGI (6e3 yueTa nyIUIMIIMPOBAaHHBIX TEHOB U U30(hOpM)

7941
4567
44086
548
1698418
6.1
5.1
3091, 2735
758,223
2969

MATEPUAJIBI U METO/1 bl

[1s1 Hallero ucciaenoBaHUsl ObLIM BbIOpaHBI 4Ye-
ThIpe BUAa MJIEKOMNUTAIONIMX: YEJIOBEK, IIUMIaH3e,
MbIlIb U Kpbica. MHOXECTBEHHbIE BbIpaBHUBAHUS
reHOMOB 3THUX YEThIpeX BUIOB OBbLIM B3SIThI U3 0a3bl
nmanHbIX BeipaBHUBaHUT UCSC (genome.ucsc.edu).
B 3710i1 ke 6a3e maHHBIX OBUIN BHIOpAHBI OCIOK-HE-
Koaupymolie reHbl yeiaoBeka (IncRNA) ninvHoro 60-
see 200 I1.H. ¥ COCTOSIINE U3 IBYX 1 00JIee SK30HOB,
Kak ObLIO TIpemIoxeHo paHee (Cabili et al., 2011). Pe-
3ynbTUpyoniass Beioopka IncRNA coxepzkana 7941
TpaHCKpUNTOB 5826 reHOB (Tabi. 1). B ciydae anb-
TepPHATUBHBIX U30(hOPM COOTBETCTBYIOIIMI UM T€H B
BBIOOPKE ObLI MpeacTaBIeH MaKCUMaJIbHON’ IO 1~
He uzodopMoii (urciio uzodopm ObLIO YyKa3aHO, HO
creun¢puIIpoBaHa TOJBKO omHa). I'eHOMHBIE ITIO-
clienoBaTebHOCTU TpaHCKpUNTOB INCRNA yenoBeka
U3 pe3yJibTUpYIOlieil BBIOOPKU ObLIN TepeceyeHbl ¢
CpG-octpoBamu (CpG Island, CGI) o mokanmza-
UK. 3aTeM 3TU paiioHbl OBLJIM HAJIOXKEHBI Ha TpeK
MHOXECTBEHHOTO BbhipaBHUBaHUS IncCRNA. Ananu-
3MpyeMblii paiioH BKJIIOYaal B cebOsl TpaHCKPUIT, a
takke 300 1.H. mpoMoTopHOii obnactu u 300 m.o.
daankupymolero paiioHa. Mcrob3oBajcs BapuaHT
MHOXECTBEHHOTO BbIpABHUBaHUSI C TEHOMOM YeJio-
Beka (Bepcus hgl9) B KauecTBe Ha4aJIbHOTO reHOMa
JIJIsl TOCTPOEHUsI BbipaBHUBaHUs. B utore 6b110 Mo-
nydeHo nBe BbeiOOpku: IncRNA ¢ CGI B rene u/unn
npomoTope (CGI-BriOOpKa) U ocTtasibHble INCRNA
("CGI-BbibOpKa). CTaTUCTHKA TIpUBEAEeHA B Ta0I. 1.

MBI OLIeHWIM YMCJIO clydyaeB, KOrma ajbTepHa-
tuBHBIE INCRNA TpaHCKPUIITHI HAYMHAJIMCH C aJlb-
TEepHATMBHOIO CTapTa TpaHCKpuMLuu. B ciydyae
CGlI-conepxalux mpoMOTOpPOB ObLIO 26 TEHOB, CO-
JIepxaiyx nBa anbrepHaTuBHBIX CGl-ipoMoTopa Ha
reH (0oJjiee IByX He HaOmogamock). Takum obOpa3oM,
MOCKOJIBbKY, B oTinuue oT MaTpruuHoil PHK (mRNA),
nx 6610 MeHee 1% OT Bcex cliydaeB, MbI TIPEAIOUIN
KCIOJIb30BaTh T€HbI, MPEACTaBICHHbIE MaKCUMaJlb-
HbIM TPaHCKPUITOM B YacTH 3ajay, CBSI3aHHON C
OILIEHKOII KOHCEPBAaTUBHOCTH, M psiia IPYTHUX.

HOJ’[Y‘-ICHHBIC Ha OCHOBC MHOXCCTBCHHOIO BbI-
paBHMBaHUA T'€CHOMOB YETBIPEX BUIOOB IIO3UIIUU UC-
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MOJIb30BAJIMCH [IJII OLICHKM KOHCEPBAaTUBHOCTU I'€HOB
IncRNA. Tlporyckn NCKIIIOYaInch U3 paCCMOTPEHMS,
paccMarpuBaiach NO3UILMS C OCTAJIbHBIMU HYKJIEO-
TugamMu. VIcKiIo4Yaanch TakKe T€ YJYacTKM T'€HOB
IncRNA (MHTpPOHBI, 3K30HBI, IPOMOTOPHI, 3'-paii-
OHBI), TI¢ KOJWYECTBO WHMOPMATUBHBIX MO3UIIUI
O6bpuT0 MeHbiie 70. DBOMIOLIMOHHAS KOHCEpPBAaTUB-
HOCTb CUMTajIach Kak [ 1 — (KoaudecTBo 3ameH)/(o011iee
KOJIMYECTBO MO3ULIMiA)]. B KauecTBe Mepbl KOHCEpBa-
TUBHOCTH B KaXXIIOM ITO3UILIMK MBI NCITOJIb30BaJIA YKC-
JIO 3aM€H, IIOJIyYeHHOE€ IO METOOy MaKCUMaIbHOM
MapCUMOHUY, @ UMEHHO: IPY HAJIMYMU OJMHAKOBOI
3aMeHBI B ITape IPhI3YHOB WX IPUMAaTOB, CYUTAJIOChH,
YTO IpOM30IiUIa OAHA OOIasl MpeaKoBasi 3aMeHa B
COOTBETCTBYIOLILICH ITape, a He B 000UX BUAAX.

s ananuza tunosB CGI ¢ yyeToM BepOsITHOCTU U
OCOOEHHOCTE! MX METUJIMPOBAHUS OBLIO B3SITO pa3-
OueHue cTaTyca METUJIMPOBAHUSI Ha 5 KJIaCCOB U3 pa-
6otnl (Zeng et al., 2014). ITocie olieHKU pacipenese-
Hus 5 knaccoB CGI, B cuty MaJlouncJIEeHHOCTU TU -
depeHuranbHo MeTmnupoBaHHbIX CGIl-kiaccoB B
Haleli Beioopke (Zeng et al., 2014), MBI McciiemoBaIn
TosbKO ABa kKiacca CpG-0CTpOBOB: TMIIOMETHIIMPO-
BaHHbIe (rpoMmoTopHbie) CGI, U HerunomMeTuInupo-
BaHHBIE (Bce ocTajibHbIe; Ta0I. 2). 11 CGI-BEIOOpOK
YeJIoBeKa MBI ITPOBeJIN IToncK opTojiorndHbIX CGI B
MBILIU ¢ MoMolllblo MHcTpyMeHTa LiftOver (UCSC
Genome Browser; http://genome.ucsc.edu/cgi-
bin/hgLiftOver/).

PE3YJIbTATHI
Ananusz cocmasa CGl/"CGI-6vib0pok

ITyremM cpaBHEHUSI UMEH HEKOIUPYIOIIUX T€HHBIX
JokycoB IncCRNA ¢ KogupyromMu Mbl BBISICHUIH,
yto u3 3091 (pasnuunHbix) reHoB INcCRNA, conepxa-
X B OCHOBHOM ITpoMoTopHEI CGI, mo kpaiiHei
Mepe 1402 6e10K-KOAUPYIOIINX TeHHBIX JIOKyca CO-
JiepxKaT HEKOAUPYIollyo M30¢opMy M3 Hallleil BbI-
0opku (2395 TpaHCKPUIITOB) B TOM Xe ILIEITH, TO €CTh
MepeKphIBAIOIIMECs C KOAUPYIOIIEH YacThlo (Mpearno-
naratomiero NMD (nonsense-mediated mRNA decay,
HOHCeHc-omocpenoBaHHbIi pacran MPHK) — nerpa-
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Ta6auna 2. ITonHoreHoMHoe pacnpeneneHue yruciaa CGI B reHoMe yesloBeka I1o KjiaccaM MeTuiimpoBaHus (Zeng et al.,

2014)
Kiracc OmmcaHue Kiracca Hucno %
CGI 7
1 T'unmomerrpoBaHHble (mpomoTopHbie) CGI 16164 65.68
1 BapuatGenbHbie 1 runepmeruarpoBaHHbie CGl 8446 34.32

Tab6muua 3. Pacnpenenenue uucna reHoB IncRNA B siokycax, Koagupytoiux 6enku, o CGI- u “CGI-Bbibopkam

Kareropus CGI *CGI
0eJI0K-KOAUPYIOIIHA TeHBI TPAHCKPUTITHI TeHBI TPaHCKPUIITHI
Her 1689 2395 2391 2853
Ha 1402 2095 344 475
CyMmma 3091 4490 2735 3328

TIprMeyaHue: XXUPHBIM MPUGTOM BbIIEICHBI HAaNbO0JIee pa3IMyaroninecss HabOphI.

maumio; Lareau et al., 2007). ITopsinka 800 reHOB SIBJISI-
1oTcst aHHoTHpoBaHbIMU aHTHCceHC-PHK. OcTtanbpHbie
IncRNA (mmopsiaka 1000) mmomnamaioT B MeXTIeHHBIC
palioHBbI WJIM HAXOISTCS B JIOKYCe OETOK-KOAUPYIO-
mux TeHoB. B Taba. 3 1mpuBeneHBI COCTaBBI
CGI/"CGI-BbIOOpOK MO paclipefceHUI0 B TeHax,
KOOUPYIOIIMX OeJKM U IMHHBIE HEKOOUPYIOIINE
PHK. 3ameTtHo, yto B BeIOOpKe ~CGI uncno ciydaen
IncRNA B 6eJ10K-KOIMPYIOIIEM JIOKYCe B 4 pa3a MEHb-
e, yeM B CGI-comepxkalmx reHax.

AHaau3 anemepHamueHo2o cnaaiicunea
u akcnpeccuu 2enoé IncRNA

CyniecTBEeHHO MEHBIIIee YMCIIO 0eJT0K-KOANPYIO-
mux JiokycoB B “CGI-BbiOopke (344) MoXeT Npu-
BOIUTHh K TOMYy (Tabj. 3, BBIOEJeHHBIC 3HAYCHUS:
1402/344 = 4 paza), 4TO YUCJIO HEKOIUPYIOIINX
n30¢opM Ha KOAUPYIOIINiT TJOKYC 3HAUUTEIbHO MEHb-
me B “CGI-Boi6opke no cpaBHeHuo ¢ CGI-BbIOOp-

10000

< -o- CGI =m"CaGlI
Z 1000

Q

=

m

S 100}
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Koii (puc. 1), 4ToO MOXET CBUAECTEIbCTBOBATh O 0OJIb-
1101 MHTEHCUBHOCTHU aJibTePHATUBHOIO CIUIaiicHTa
IncRNA nMeHHO B KOOMpPYIOILINX JIoKycax. Kpome atoro,
MOATBepKaaeTcss 0ojee MHTEHCUBHAs 3KCIpeccust
IncRNA renoB, cogepxammux CGI B mpoMmoTope.

Mpr  ucnonp3oBaim  06azy gaHHbix GTEX
(ENCODE Consortium, 2017) nnast ucciemoBaHUs
akcnpeccuu TpaHckpunToB IncCRNA B Be16opKe. Kak
MpaBUIIO, BBICOKO3KCITPECCUPYIOLINECS TeHBI
IncRNA sBasirotcst pyHKiIMoHaabHbiMu (Niazi, Va-
ladkhan, 2012). MbI oLleHWIM pacOpenciacHe BeJiM-
YUHBI 9KCIPECCUU B TPAHCKPHUNTAX, MPEACTABICH-
HBIX Ha puc. 2. 3 6718 tpanckpuntos (1103 tpaH-
CKpUIITOB He ObLIO HalineHo B 0a3ze maHHbix GTEX),
3782 tpanckpurnra Bouuiu B coctaB CGI-BeIOOpKM 1
2930 TpaHckpunToB Bouuiu B coctaB ~CGI-BbIOOp-
KU. B KauecTBe olleHKU 9KCITPECCUU TeHOB HaMU Obl-
JIU B3SIThl MaKCHUMaJibHble 3HAUY€HUs BSKCIIPECCUU
(transcripts per million, TPM) TpaHckpumra cpenu

@— L L 7Y ]
20 25 30 35

Yuciao n3odom Ha JIOKYC

Puc. 1. Pacnipenenenue uncia TpaHcKpunToB 110 Jokycam B CGI/*CGI-Bbi6opkax IncRNA. Ilepsoie 2 Touku (1 usodopma,

2 n30opMbl) oxBaThIBatOT 70% TeHOB KaXI0ii BHIOOPKU.
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Puc. 2. Pacnipenenenue yrciaa TpaHCKPUIITOB B 3aBUCHMOCTH OT MAKCUMAJIbHOM BEJIMUMHBI 9KCITPECCUM TPAHCKPUIITA 11O 6asze

nanHbix GTEX B CGI/"CGI-BbiGOpKax.

53 TkaHei B 06a3e maHHBIX GTEX, pe3ynbpTarsl npen-
craByieHbl Ha puc. 2. 1 67% CGI-u79% ~CGI-BbI-
GOpPOK MaKCHUMAJIbHBIII YPOBEHb SKCIPECCUU ObLT
meHee 5 TPM (nepBbie naMmepeHus Ha 1ikaie TPM
Ha puc. 2).

TakuM 006pa3oM, MOXKHO OLIEHUTb, YTO B OOIIEi
BBIOOpPKE OKOJIO 71% TpaHCKPUIITOB UMEIOT 3KCITpeC-
cuto Hxe 5 TPM npu MakcuMajibHOM 3HAaY€HUU B
KaKoii-11b0 TKaHu (JIOepaibHbI KpUTEpUil). DTO
TaK>Ke€ COOTBETCTBYET MPUBEICHHBIM TaHHBIM B JIM-
tepatype 1o IncRNA (Niazi, Valadkhan, 2012). He-
00XOIMMO OTMETHUTh CXOACTBO PacCIIpeNcacHUST YMC-
Jia TpaHCKpUIITOB T10 JJoKycam B CGI/*CGI-Bb16op-
Kax (puc. 1) u pacnpeaenaeHus 4rciaa TPAaHCKPUIITOB
B 3aBHCHUMOCTHA OT MaKCUMaJIbHOI BEJIMYMHBI 3KC-
npeccuu TpaHckpunTta (puc. 2). BoaMoXxHo, MUMEHHO
YPOBEHb 3KCIIPECCUM SIBJISIETCSI OCHOBHBIM (haKTO-
pOM, OIpeIeIsTIONINM ITOBBIIIICHHOE YKCIIO aJbTep-
HaTuBHBIX N130(popuM B CGI-BBIOOpPKE.

B xauecTBe AOMOJHUTEIBLHOTO aHAIM3a, MBI Olle-
Huu rpyniry IncRNA, y KoTopbix Habronanach TKa-
Hecnienudmaeckas skcrpeccrst. OHa MACHTUMUIIN-
poBaJIach IO AMIUPUIECKOMY MOpoTry: stdev/avg > 1.3,
KOTOpBIE CUMTAINUCh MO 53 TKaHSIM B 0a3e HaHHBIX
GTEX (onucanue mpolenypsl npuBeneHo Ha Jor.
puc. 1 B IDOMOJHUTENbHBIX MaTepuanax (IOCTYITHO
TOJILKO B 32JICKTPOHHOI BepcuM XypHana)). Mol
cvoryi Haiiti 117 IncRNA B GTEX 110 skcripeccnn
B 53 TKaHsX, MPUBEACHHBIX B Ta0J. 4, yIOBIETBOPSI -
omux 3ToMy Kputepuio. CTOUT 3aMETUTh, 4YTO
IncRNA 13 3TO#f Tpynmbl 3CIIPECCUPYIOTCS KpaifHe
TKaHecIMeuUu(GUIHO, U, TIPU 3TOM, C BLICOKUM YPOB-
HeM sKkcrpeccuu (cM. Hom. mat., [Tpunoxenus 1, 2).
Hamnb6onpiree ynciao TkaHecieHM(PUIHBIX TEHOB Ha-

YCIIEXU COBPEMEHHOW BUOJIOTUU  Tom 141

Oronanrch B ceMeHHMKaX (53 TpaHKCpUIITa), a TaK-
Ke B MOIXKEIYyIOYHOM Xejiede (5 TpaHCKPUINTOB:
cM. [1punoxenust). BeIcokuii ypoBeHb TKaHECIIEIU-
duyeckoit akcrpeccuu reHoB INcRNA ormeuascs pa-
Hee (Kapusta, Feschotte, 2014; Vance, Ponting, 2014;
Postnikova et al., 2019). Hanuuue 607b1110T0 KOJIMYe-
CcTBa ajbTepHATUBHBIX M30(hopM IncRNA, KoTopsie
YaCTUYHO TIePEeKPBIBAIOTCS ¢ OEIOK-KOAUPYIOIINMU
sk30HaMu (ceHc-IncRNA), MoXeT OBITH CBsI3aHa C
peryisiuei 3Kcrnpeccuu 6eJ10K-KOAUPYIOIIX TeHOB
(Kapusta, Feschotte, 2014; Vance, Ponting, 2014,
Postnikova et al., 2019).

Pacnpedenenue CGI no cmamycy memuaupoeanus

Hcnionw3ys maHHbie (Zeng et al., 2014; ta6ma. 2),
MBI TPOU3BEIY UACHTU(UKALINIO CTaTyca METUJIMPO-
Banus CGI, monaBmux B Hallly BEIOOPKY. Pesynbra-
THI TIPUBEACHBI B TA0. 5.

B Tabn. 5 ykazaHO 4MCIIO TE€HOB, NEpEeKpPhHIBAIO-
muxcs ¢ CGI pa3HbIMM TeHHBIMU KOMIIApTMEHTAMU.
M3 Hee MOXHO caenaTh BBIBOJ, YTO HauOOJbIIEE
YHCJI0O METUJIMPOBAHHBIX OCTPOBOB (32%) HaxomsaTcst
B 3'-paitoHax, HauMeHblee (5.6%) — B MPOMOTOpAXx,

Tabmuma 4. Yucno TtKaHecreuMMOUUHBIX TPAHCKPUIITOB
IncRNA, BoIsiBiieHHBIX 110 ipodmaio GTEX-askcnpeccuu

Ne 2

Kareropus CGI *CGI
Yucao TpaHCKPUIITOB 65 44
CeMeEHHUKU 29 (30%) 24 (35%)
O61iiee ynciio 94 68
CpenHuii ypoBeHb
skcrnpeccuun, TPM 535 160
2021
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Tab6muna 5. Yucno nepekpoiBaHusi CGI ¢ reHHbIMU cer-
meHTamu B CGI-BbiOopke. I — runomeTunMpoBaHHbIE
(mpomotopHbie) CGI, *I — BapmabeabHBIE U TUIIEPMETH-
nupoBaHHbie CGI

Kareropusa | I | N/A |Bcero
3'-¢pnaHkupylouye paifoHbl 44 21 7 72
DK30HBI 1768 | 188 | 274 | 2230
HMHTpOHBI 1556 | 305 | 260 | 2121
IIpomoTtopsl 1717 | 104 | 250 | 2071
Bcero 5085 | 618 | 791 | 6494

Taoauna 6. PacnipeneneHue 4mciia TPAHCKPUITTOB C OTHUM
n 6osee CGI B KaxxnoM u3 4-x KoMrmapTMeHTOB (3'-diraH-
KUPYIOIIE PaifOHBI, 9K30HbI, UTHTPOHBI, IIPOMOTOPHI)

Yucno cermenToB Ha CGI Yucno TpaHCKPUIITOB
1 1031
2 1780
3 1642
4 37

16% CGI MeTunmrpoBaHbl B MTHTpOHAX, 9% — B 9K30-
Hax. DTO B I[EIOM COOTHOCHUTCSI C TEMU Xe ToKa3arte-
JIIMHU B KOTUPYIOIINX TeHax (B IIPOMOTOpaxX KOIUPY-
foIIMX reHoB 3.6% metumupoBaHHbix CGI, B 3'-paii-
oHax — 61%, B ak30Hax — 17%, u B uHTpOHAaX — 14%).

Ilepekxpoisanue CGI c IncRNA no ceemenmam eena

I[Mockonpky unciao dusndeckux (pas3IMIHBIX)
CGls B nccnenyemoii Boioopke Bcero 2969 (ta6i. 1),
a YMCJI0 MOTaaHUii B 9K30HbI, MHTPOHBI U IPOMOTO-
pBI HEHAMHOTO MeHblIIIe 3Toro ynucna (1556—1768), To
oXxujaeMasi 4acToTa IoIagaHusi (MepeKpbIBaHMsI)
ogHoro CGI Tpex (HayaJdbHbBIX) CETMEHTOB reHa —
okoo 60% (ta6. 5). Tonbko HebobIoe urciao CGI
HaxonuTcs B 3'-paitoHe (Tabin. 5, puc. 3).

Mpbl OLIEHWIM paclipefeeHue OTHOBPEMEHHOTO
nepekpbiBaHusi CGI ¢ 1—4 cermeHTamu reHa: 3'-

Yucno CGI
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3'-pnaHKupytoLIMe ITpomoTopbl

Puc. 3. Pacnipenenenue ynciia METWJIMPOBAHHBIX M TUIIO-
metrmpoBaHHbIX CGI B BeiOopke CGI (Tab6a. 5).

YCITEXY COBPEMEHHOM BUOJIOTUH

¢dnankupyroe paiioHbl, 9K30Hbl, UHTPOHBI, TIPO-
MOTOpPBI, MpUBeAeHHbIE B TaGa. 6. BoJabLIMHCTBO
npoMoTopHbIXx CGI omHOBpEeMEHHO MepeKpbIBAETCS
C 9K30HOM U UHTPOHOM. YUUThIBasi, UTO T'€H B Hallle i
BBIOOPKE CONEPKUT MO KpaitHell Mepe 2 u 0oJiee K-
30Ha (cpemHee — 6; Ta6a. 1), cpemHee YUCIIO TIepe-
KpbITHii cerMeHTOB — 2.4 Ha reH IncRNA (kak Mox-
HO BBIYUCIIUTH U3 Ta0II. 6).

Ouenka npomMomopHo20 NOMEHUUANA
no 6asze danunvix GeneHancer

MBI OLIEHMJIM Ka4eCTBO U KOJIMYECTBO IIPOMOTOP-
HbIx obtacteit IncRNA nByx BIOOPOK. J1J1s1 3TOTO MBI
WCIIOJIb30BAIN JaHHbBIE IIPOMOTOPHOIO IIOTEHIIMANA,
BeiurcieHHbIe B padote (Fishilevich et al., 2017) no
CeMHM HCTOYHMKAM TaHHBIX, BKJIIOYas XpOMAaTUHO-
Bble MeTKU, Eqtl-manHble, maHHBIe KOH(pOpPMALIMOH-
HOI'0 aHaJIM3a XpOMaTUHA U MO3ULIMU OTHOCUTEJIbHO
reHa cpeau 38 TkaHeil. Mbl BBISICHUIIN, 4TO 2677 Te-
HoB 13 3091 (ta6a. 1) CGI-BbIOOpKYU HalineHa B 6asze
manabix GeneHancer, mist Bei6opku “CHI — 1926 re-
HOB 13 2973. B 3aBUCMMOCTU OT aKTUBHOCTH U MO~
TBEPXKIEHUS IPOMOTOPHOTO CTaTyca IO CEMM TUIIaM
JMIAaHHBIX, @ TAKXKE €r0 IPUCYTCTBUS B PA3JIUIHBIX TH -
Mmax KJeTOK, KaXIblii MPOMOTOpP OLIEHUBAJICS IO
mkane ot 1 go 1000 (z-score; Haeussler et al., 2019).
ITyrem mepeceueHust Tabauibl mpomotopoB Gene-
Hancer ¢ CpG-octpoBamu CGI-BEIOOPKU MBI yCTa-
HOBWJIHN, 4TO 2455 reHoB 13 2677 HOCTYIHBIX NMEIOT
CGI B npoMOTOpPHOM CeTMeHTE, aHHOTUPOBAHHOM B
GeneHancer. s Bei6opku “CGI 1118 reHoB 13 1926
JIIOCTYITHBIX UMEIOT aHHOTUpOBaHHbI B GeneHancer
npomotop B npenenax —300...+300 m.H.

ITpu oteHKE MPOMOTOPHOTO MOTEHIMaIa KaxK 101
13 BBIOOPOK Mbl HAOIIOMAIN CIIEAYIOIIYIO KApTUHY: B
BbIOOpKe “CGI He OBLIO BBIpaXKEHHOIO ITHMKa, B ME-
IuaHe BeauuuHa Obuia paBHa 120 (13 1000 Makcu-
MaJIbHBIX 0aJU10B) (puc. 4), B TO BpeMs KaK B BBIOOD-
ke CGI HabGmromancs MUK IMpyu 3HaYeHUU ITPOMOTOP-
Horo noteHuuana 500 (puc. 5).

31ech ke MBI oLieHUJIU ynciio reHoB IncRNA, nme-
rommx 2 anbrepHatuBHBIX CGI-1ipoMoTopa, 1x okasza-
J10Cch 26 (B ocHOBHOM, antuceHc-PHK): MEF2C-AS],
HOXB-AS3, ZNF718, LOC441242, MAP3K14-ASlI,
LEF1-AS1, TRAM2-AS1, LOC100507557, MSTO2P,
CBR3-AS1, EGFL7, LINCO01159, MAGI2-AS3,
LIPE-AS1, KCTD2, LOC101929340, EPSI15LI,
THTPA, LOCI100506125, DHRS4L1, MIR124-2HG,
PGAP2, ID2-AS1, CRIP2, CYB561D2, HOXA-AS3.

Anaauz koncepsamusrnocmu IncRNA
6 sviooprkax CGlu ~CGI

DBOJIOLMOHHAST KOHCEPBATUBHOCTh  SIBJISIETCS
BaKHBIM MHAMKATOPOM (bYHKIIMOHAIBHBIX PAaiiOHOB
reHoMma (Koonin, Rogozin, 2003). BaxxHsiM (akTO-
POM, KOTOPBIIA MOXET CYIIIeCTBEHHO BJIMSITh Ha KOH-
cepBatuBHOCTBL InCRNA sgBisieTcsl TiepeKpbIBaHUE C
oenok-kogupywomumu MPHK, st KOTOpBIX ITOBBI-
IIIEeHHasT KOHCEPBAaTMBHOCTh SIBISETCS OOIIenpu-
ToM 141
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Puc. 5. Pacnipenenenue npomoropHoro noreximaina (GeneHancer Database) B CGI-Bbi6opke. [TMK TpOMOTOPHOTO MOTEHIIU -

aima — 550, 2455 reHoB.

3HaHHBIM (akToM (Koonin, Rogozin, 2003). [dus
aToro Beioopka IncRNA Obu1a pa3neneHa Ha ABe IO -
BeIOOpKM: INCRNA, KoTOpHIE TIepekphiBatoTcs ¢ MPHK
(puc. 3) u He ntepekpoiBatoTcsi ¢ MPHK (puc. 4).

W3 puc. 6 1 7 MOXHO BUAETH, YTO (HAKTOP Hepe-
KpbiBaHus1 ¢ MPHK He cuiabHO BaIMsIET Ha pacnpene-
JieHne KoHcepBatuBHOCTH. Hanmpotns, Hammmune CGI -
ocTtpoBa B rpoMoTope IncRNA cyIiecTBeHHO yBeIu-
YMBAaeT BEJMYNHY KOHCEPBATUBHOCTU, OCOOCHHO B
sKk30Hax (puc. 6r u 7t). Ha ocHOBe pacnpenelieHuit
rpadrKoB KOHCEPBATUBHOCTH (pHC. 6 1 7) MBI Olie-

YCITEXY COBPEMEHHOM BUOJIOTUUN  ToMm 141

HUJIM JOCTOBEPHOCTh OTJUYMS paclpeaeeHUl KOH-
CEepBATUBHOCTHU B 3aBUCUMOCTU OT HAJIMYUS WIN OT-
cyrctBust CpG-ocTpoBOB TecToM MaHHa—YUTHHU U
MOJIydrIM 3HadeHus1 BeposstHoctu (P-value), mmpuse-
IeHHBIe B Tabj. 7. BUOHO, 4TO BBIIEYITOMSTHYTHIC
CBOIICTBa yBEJMYEHUS] KOHCEPBATUBHOCTU MpPU Ha-
ymunn CGI B 5K30HaX UMEIOT CTATUCTUYECKY 3HAYM -
MYIO TOAEPXKY BHE 3aBUCUMOCTU OT IIepeKphbIBa-
Hust ¢ MPHK (ta6n. 7). UHTepecHo, 4yTo Habmonae-
Masl TeHAEHLIMs Obljla HalIeHa 1JIsI ”HTPOHOB (puc. 6
¥ 7). BO3MOXHOI ITpUIMHOM TTOBBIIIIEHHON KOHCEP-

Ne2 2021
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Puc. 6. PacripeneneHue ypoBHSI KOHCEPBATUBHOCTHU B IIPOMOTOpPAXx (a), MHTpoHax (6), 9K30Hax (B) U 3'-(JIaHKUPYIOLIMX paii-
oHax (r), coaepxamux (cBemio-cepblil LBeT) U He coaepxawnx CGI (TeMHO-cephlil LIBET) MPU YCIOBUU TEPEKPbIBAHUS

IncRNA u MPHK.

BaTUBHOCTU WHTPOHOB (HE CTOJIb YETKO BbIpaXKeH-
HOI1 10 CPaBHEHMIO C DK30HAMU ) MOXET ObITh HaJIM-
yye B MX COCTaBe€ MHOTOUYMCIIEHHBIX HEaHHOTHUPO-
BaHHBIX aJTbTePHATUBHBIX 5K30HOB, YTO COTJIACYETCS
C TIOBBIIIEHHON 4YacTOTOW aJlbTEPHATUBHBIX M30-
¢dopm reHoB IncRNA, accouumnpoBaHHbix ¢ CpG-
ocTtpoBamMu (puc. 2).

OBCYXIEHHNE

DBOJIIOIIMOHHAsT KOHCEPBAaTMBHOCTb MOKAa3bIBAET
GYHKIMOHAJBHYIO 3HAYMMOCTh PaiiOHOB T€HOMHOM
JHK. Kinaccudyeckum MpUMEpOM SIBIISIETCS KPUTE-
puii oTbopa B OeI0K-KOOUpyloIux reHax. Kpurepmii
ofpenensieTcss OTHOIIEHWEM HEeCHMHOHUMMYECKUX
(Ka) x cunoanmmueckuM (Ks) samenam. I1penmomna-
raeTcsl, 4To TOJIOKMTEIbHBI OTOOp HaOJIOmaeTCs
npu Ka/Ks > 1, B To BpeMsl KaK OTpULIaTEIbHBIN OT-
60op moxer Habmopatbes mpu Ks/Ka > 1 (Hurst,

VCITEXU COBPEMEHHOM BUOJIOTUH

2002). ITpu paccmorpenun reHoB IncCRNA ckopocTh
3aMeH 3K30HOB (Ke) MoxXHO cuuTaTh aHAJIOTMIHOM
Ka, a uatponoB (Ki), coorBerctBeHHO, — Ks (Louie
et al., 2003; Hoffman, Birney, 2007; Resch et al.,
2007). CenexTuBHBI 0TOOP B 9K30HaX IncRNA 1o-
TeHLUATLHO MOXET ObITh OmpeAccH MpU YCIOBUU
Ke/Ki < 1.

Panee On110 TIOKa3aHo (Managadze et al., 2011),
4TO CKOPOCTH 3BOIOLMNU 3K30HOB INCRNA MbIm n
JeoBeKa 3HAUYUTEIbHO HIDKE CKOPOCTU 3aMeIeHUSI
nHTpoHOB (Ke/Ki < 1). Pe3ynbTaThl uccien0oBaHUS
TOBOPSIT O TOM, UTO CEJICKTUBHBIII OTOOpP NEHCTBYET
Ha 3K30HHEI TeHOB IncRNA u cornacymorcst ¢ 6oiee
panHnuMmu HaOmogeHusMu (Ponjavic et al., 2007;
Guttman et al., 2009). Takke ObLIO MOKa3aHO, YTO
pacnpeaesieHre CKOpOoCTeil 3aMeH 3HaYUTEIbHO IITU -
pe mJIst BLIOOPKM 3K30HOB IncCRNA MEBIIIIN 1 YenoBe-
Ka, 4YeM 111 BBIOOPKM MHTPOHOB. DTO yKa3bIBaeT HA
MEHSIOIIYIOCS MHTEHCUBHOCTD CEJIEKTUBHOIO OTOO-
Ne 2
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Puc. 7. PacripeneneHue ypoBHSI KOHCEPBATUBHOCTH B ITPOMOTOpPAX (a), UHTPOHax (6), 9k30HaX (B) U 3'-hIaHKUPYOIINUX paii-
oHax (T), comepxxaimx (CBeTJIo-cephlii 11BeT) 1 He comepxkammx CGI (TeMHO-cephlii IIBET) TP YCIOBUM HENepeKPbIBAHUS

IncRNA u MPHK.

pa Ha reHbl IncRNA. Hamm pe3yabTathl B liejioM
MONTBEPKIAIOT 3TH HabmoaeHus (puc. 6 u 7).

B pa6ore (Managadze et al., 2013) Takke ObBLIA
OlIeHEeHBI YPOBHM 3KcIpeccuu. McciremoBarenu BbI-
SIBUJIM BBICOKYIO KOPPEISILIUI0 MEXAY YPOBHSIMU
skcnpeccun IncRNA. B sk3onax IncRNA wmblm u
yeJoBeKa Habomanach CTaTUCTUYECKM 3HAUYMMAast
OTpHULIATEIbHAST KOPPEISIIUAS MEXKITY CKOPOCTBIO 3BO-
JIIOITMY TIOCJICAOBATEIBHOCTA U €€ YPOBHEM KCIIpec-

cun. KoapduimeHThl KoppeJisiliii B OCHOBHOM Haxo-
gumck B quarasone 0.1—0.16. Hampotus, mis uHTpo-
HOB aHAJIOTUYHbBIE KO(PPUITUEHTHI KOPPEIISIITAN ObUTHA
OYCHb HU3KMMHU U CTATUCTUYECKM He 3HAaYMMbIMU. Ta-
KM 00pa3oM, aBTopaMu OblIa OKa3aHa OTPUIIATEIIb-
Hasl KOpPeJISILMsI MEXIY CKOPOCTBIO 9BOJTIOLUY U YPOB-
HeM aKcrpeccun IncRNA (Managadze et al., 2013).

B naHHOi1 pabGoTe HamMM wucclienoBajiach CBSI3b
KOHCepBaTUBHOCTU TeHOB InCRNA u Haauumem/ot-

Tab6auna 7. Tabnuua BepositHocteit (P-values) cpaBHeHus pactipeneieHuit kareropuii IncRNA ¢ Hanuunem CGI u 6e3

CGI (puc. 6 u 7)

P-values
Karteropus
MIPOMOTOPBI WHTPOHBI 9K30HBI 3'-koHe1|
Bri6opka ¢ nnepekpoiBaHreM ¢ MPHK 0.11 0.017 0.0001 0.21
Bri6opka 6e3 nepekpreiBanus ¢ MPHK 0.005 0.001 0.0001 0.051
YCIIEXU COBPEMEHHOM BUOJIOTUU  Tom 141 Ne 2 2021



116

cyrctBueM CpG-octpoBoB (CGI). bruia mokazana
OoJjiee BbICOKasi KOHCEPBATUBHOCTh TeHOB INCRNA,
KOTOpBHIE JIoKaIm3oBaHbI psaaoM ¢ CGL. DToT pesyib-
TaT MOXET OOBSICHUTH BBISIBJICHHYIO pPaHee OTpUlia-
TEJIbHYIO KOPPESILINIO MEXy CKOPOCTBIO 3BOTIOLUNU
n ypoBHeM 3kcnpeccun IncRNA (Managadze et al.,
2013). Hamuumne wnmu orcyrctBue CGI Moxer OBITH
MPUYMHON HabonaeMoi Koppensaiuu. OTHaKO Mbl He
MOKEM MCKJTIIOUNTD, UTO 00Jiee BbICOKAsi KOHCEPBATHUB-
HOCTb TeHOB IncCRNA sBIIsieTcsl ClIeIcTBUEM OTpHUIIa-
TEJILHOI KOPPEJISILIUU MEXIY CKOPOCTBIO 9BOJIIOLINUU 1
ypoBHeM 3Kcripeccu IncCRNA. B mobom ciayyae, Ha-
JIMYME 3HAUYMMBIX OTJIWYMM MeXIy KjaccaMM TE€HOB
IncRNA yka3biBaeT Ha TO, YTO 3HAYMUTEJIbHAST TTOJIS
3TUX TEHOB SIBJISIETCSl (DYHKIIMOHAIBLHO BaXKHOI M CTa-
HOBUTCSI IPUOPUTETHBIM KaHAWAATOM MPU TOUCKE Te-
HOB IncRNA, KoTopble peryaupyloT pa3MuHble Tpo-
1IECChI B KJIETKaX MJIEKOTTUTAIOIIX.

PMHAHCHUPOBAHUME

PaGora BbImosHeHa Tipu Tomuepxke ¢oHma Hauwo-
HaJIbHBIX HHCTUTYTOB 3m0poBbs CIIA (UBP) u rocymap-
cTBeHHOro 3anaHust AAAA-A17-117072710029-7 (BHDB).

KOH®JIMKT MHTEPECOB

ABTOPBI 3aSIBJISTIOT 00 OTCYTCTBUM KOH(JIMKTa MHTEPECOB.

COBIIOAEHHNE OTUYECKNX CTAHIAPTOB

Bce mpuMmeHunMBIE MeXIyHapoOOHBIC, HallMOHAJIbHbBIE
U/VIM UHCTUTYLUOHAJIBHBIC IIPUHLIMITBI YXOAa U UCITOJIb-
30BaHUs XKUBOTHBIX OBbIJIU COOJIIOAEHBI.
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Genes for long non-coding RNAs (IncRNAs) are present in large numbers in mammals, but their functions
remain largely unknown. One possible way to study them is to use large-scale comparisons of various char-
acteristics of IncRNA with the characteristics of protein-coding genes, for which there is a lot of functional
information. A characteristic feature of protein-coding genes in mammals is the high evolutionary conserva-
tion: of the primary exon sequences. Although the conservation: of the primary IncRNA exon sequences is
not as pronounced as that of the protein-coding genes, it is nevertheless significantly higher than that of the
introns of the IncRNA genes. We assessed the conservation of above-mentioned traits with multiple align-
ment of mammals that are human, chimpanzee, mouse and rat. The conservation rate has been assessed by
gene segments e.g. within exons, introns, and promoter segments (300bp upstream of transcription start site).
A study of the relationship between IncRNA gene conservation rate, and the presence/absence of CpG is-
lands (CGI) revealed a higher conservation of IncRNA genes, which are located next to CGI. This trend may
be the cause of the previously identified association between conservative and IncRNA expression levels. A
separate task was annotating the types of IncRNA within the samples (sense-, antisense-, intergenic IncRNA
and pseudogenes). Based on the annotation it was established, that sense-IncRNAs (residing preferentially in
the coding loci) maintain the highest ratio of promoter CGI. The next highest type was pseudogene, and then
goes antisense — type InNCRNA (AS-IncRNA). The least CGI enriched IncRNAs are intergenic RNAs. That
implies that CGI-containing promoter is the feature more inherent to coding gene loci. Overall conservation
rate of promoter CGI across all IncRNA classes was 45%. The study underlines the coding gene specific sig-
nals in non-coding RNA. Herein we extended the (coding) gene specific signals by promoter CGI analysis
for the first time as far as we know.

Keywords: non-coding RNA, evolution, CpG islands, exons, introns, conservation rate
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IMMOPAXKEHUE COCYJIMUCTOIO DHAOTEJINA KAK BEAYIIUI
MEXAHU3M CUCTEMHOM ITATOJOTM COVID-19

© 2021r. O. A. T'oma3koB*
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*e-mail: oleg-gomazkov@yandex.ru
IMoctynuna B pemakiuio 17.11.2020 r.

IMocne nopadorku 17.11.2020 r.
IMpunsara x nyonukanuu 17.11.2020 r.

INpencraBneH aHanu3 MOJIEKYJISIPHBIX U TaTou3nonornyeckux mexanndmMmos COVID-19. B kauectBe mu-
IIEHW arpecCUBHOIO Bo3aeiicTBUsI KopoHaBupyca SARS-CoV-2 paccMarpuBaeTcst S3HAOTEINI KPOBEHOC-
HBIX COCYIOB — CBOEOOpa3HOe “IHAOKPMHHOE IEepeBO” JETKUX U APYTMX OPTAaHOB, TNIE COCPEAOTOUYCHBI
BaxkHbIe (pusnosorndeckue mpoiiecchl. [I0CKOBKY M1aBHOM KJIETOYHON MMIIEHBIO “peleniuu’” BUpyca
okasbiBaeTcs hepMeHT AITD2, paccMOTpeHUEe ero PO CTAHOBUTCS OCHOBHOM JTMHUEH n3noxkeHus. Ko-
pOHaBUpPYC OJOKUPYET akTUBHOCTH AITM2, KaK eCTeCTBEHHOTO T'eHepaTopa aHT'MOTEH3MHOBBIX MENTUAO0B,
Hapy1Ias 6ajJjaHC TeMOBACKYJISIPHOTO KOHTPOJISI. B HOPMaJIbHBIX YCIOBUSIX 3Ty MUCCHIO BBITIOJIHSIET KOM-
iekc AITD/ATID2 — pepMeHTOB, KOHTPOJIUPYIOLIMX CUHTE3 U (DU3UOJOTMYECKYI0 aKTUBHOCTb aHTHO-
TEH3WHOBBIX 1 KWHUHOBBIX ITENTUIOB B opraHu3Me. MI3MeHeHUsT COOTHOIIeHWIT aHTMOTSH3UH-0paTnKy -
HUHOBOI OCH U IMTOKMHOBBII CTPECC aCCOLMUPYIOTCS ¢ TUCHYHKIIMEH SHAOTEIUS U MHOXECTBEHHBIMU
COCYIMCTBIMM HapymeHusIMHU. BriepBreie npenoxeHno noHsaTue “ILIITOPM-2”, korma mpmInHO TSKeT0i
MOJIMOPTaHHOM MAaTOJOIMU OKAa3bIBAIOTCSI HAPYIIEHUsI TeMOoCTa3a, TpaHCUe/UTIosIpHoOi nuddys3uu, noma-
nepKaHUsT apTepUaTbHOTO JaBJIESHUSI.

Karoueeswie caosa: nangemusi COVID-19, HIUTOKWMHOBBII CTpeCC, COCYAUCTHII SHAOTEINM, aHTUOTEH3H-

IpeBpamamnii epMeHT 2, aHTMOTeH3NH-0paguKHUHOBasI ocb, IIHITOPM-2, opraHHbie TTopaxkeHUsT

DOI: 10.31857/50042132421020058

BBEAEHWE

B cBs13u ¢ ype3BBIYaiiHO OBICTPHIM Pa3BUTUEM CO-
ObITHI, cBA3aHHBIX ¢ TaHgemueir COVID-19, Bax-
HOI 3amadeil gBJIgeTCS aHaIW3 MaTO(PU3NOJIOTNYE-
CKMX U MOJIEKYJISIDHBIX acIeKTOB 3a0o0jieBaHUsI,
OIPENENSIOIINX CIOXHBIA KOMIUIEKC HEraTUBHBIX
MIPOLIECCOB.

Bcenpmiika manHo#t mH@EKIMM BhI3BaHa BapHUaH-
TOoM KopoHaBupyca rpymibl SARS-CoV. BcemupHas
opraHmzanusi 3ApaBOOXpPaHEHMs oIlpenenania opu-
muanbHoe HaszBaHue mHpexkuun COVID-19 (Coro-
navirus disease 2019). MexnyHapoaHbIiA KOMUTET I10
TaKCOHOMMHU BUPYCOB IIPUCBOMJI HOBOMY BO30yauUTE-
Mo opunuanbHoe HazBaHue SARS-CoV-2.

Hamnbomee xapakTtepHoe MposIBJICHUE MaTOreHe3a
COVID-19 — ocTpoe noBpexIeHNe JJeTKUX C UHBEP-
TUPOBAHHOI peakiineil UMMYHHBIX CUCTeM. BbI3bI-
BA€MbI1 MCXOOHO BUPYCHOI aTaKOil LIMTOKMHOBBINA
IITOPM JEMOHCTPUPYET KIIMHUYECKYIO KAPTUHY IIPO-
BOCHAJIMTEIILHOM 3TUOJIOTUH C IIPOSIBJICHUSIMU TeMO-
IUHAMWYECKON  HeCTaOMIILHOCTH, JTUCHYHKIINH
MHOTHUX OPraHOB TeJjla, HEBPOJOTMYECKOIO IMCCO-
HaHca. CHCTeMHBIE COCYAUCTBIE TOpPaXEHUSI, B
MEPBYIO OYepelb JEerKMxX, HO TakKxKe cepilia, Mo3ra,
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MOYeK, SHIOKPUHHBIX OPTaHOB, KUIIIEYHUKA U Ip.,
OKa3bIBAIOTCS BBIPAXKEHHBIMU IIPU PA3IMIHBIX (HOp-
Max 3TOro 3a00JieBaHMUsI.

OCHOBHO KJIETOYHOI MUILIEHBIO arpecCUU BUpyca
CIY>)KUT aHTMOTEeH3UH-MpeBpallaminii  hepMeHT
Broporo tuia (AIIMD2, angiotensin-converting en-
zyme 2) — eCTECTBEHHBbIII OMOXUMUYECKUU (haKTop
COCYIUCTOI peryasiuvu. 3a cYeT O4YeHb BBICOKOTO
appuHuTeTa KOpoHaBupyc SARS-CoV-2 6i1okupyer
akTuBHOCTb AIIM2, Hapyiiass 6ajaHC LIUTOMMMYH-
HOTO U IreMOBAaCKYJSIPHOTO KOHTpoJsi. B Hopmanb-
HBIX YCIOBUSIX 3TY MUCCHIO OCYILIECTBIISIET KOMILUIEKC
poactBeHHBIX (hepMeHTOB — ATTD u AITD2, KoHTpO-
JIMPYIOLIMX CUHTE3 U (PU3NOTOTMIECKYIO aKTUBHOCTh
OpaguKWHWHA W aHTHMOTeH3WMHOB. Crienmdnyeckas
aKkuenuust kopoHaBupycom ¢epmenTta AIID2 u, kak
ClIeICTBUE, TIpeBajupoBaHue ero aHTunoma AlID
BBISIBJISIET AMCCOHAHC PEryasliMU ¢ AUcyHKIMei
KJIETOK DHIOTEINSI U MHOXECTBEHHBIMU HapYIIEHU -
SIMU B CUCTEME reMocTasa.

Bropoit actiexT Impo61eMbl OTHOCUTCS K POJIM SH-
TOTETNSI, MOHOCJIOSI KJIETOK, BEICTHJIAIOIIINX COCYIIH -
CTYI0 TTOBEpXHOCTh. [1OCKOJIbKY OCHOBHBIM MECTOM
noxkamm3anuu pepmeHToB AIID 1 AIID2 B opranus-
M€ CIYXWUT COCYOUCTbIA DSHOOTENWI, IOopaxKeHue
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KJIETOK JIETKMX U APYTUX OPTaHOB COCTABIISIET TUITY -
HYIO KapTuHy cuctemHou mnartojoruu COVID-19.
HapymeHue sHOOTenMsT OKAa3bIBaeTCsl KITIOYEBBIM
MIpoIlecCOM B “pasname” ympaBJIEHUS T€MOCTa30M,
TOHYCOM COCYIOB, TpaHCUELTIONIpHON nuddy3nu,
MUKPOLUPKYISILIUU, TTOIAEPKAHUS apTEPUATILHOTO
mapiaeHus. JncbamaHc — OMOXMMHMYECKON  OCH
ATTDO/ATID2 3a cyeT yCUIICHUST Pa3pyLIUTEIbHOI
AKTUBHOCTW AHTMOTEH3UHOBBIX MENTUAOB BeACT K
npoJioHTannu 3¢pHEKTOB INTOBOCHAJICHUS, TPOMOO-
reHesa, IMPOTUIIEPTEH3UBHOM aKTUBHOCTH.

Ha stoM ocHOBaHMM C y9€TOM KJIIMHUYIECKUX Ma-
tepuanoB COVID-19, naHHBIX ITyOIMKaMii MOCIeI-
Hero mepuopaa mpemiaraercs Tepmud LLITOPM-2.
CyIIHOCTb €ro OTHOCHUTCS K MaHU (D eCcTallTi MHOXKe-
CTBEHHBIX PaCCTPOMCTB, KOIJaa KJIETOUYHOE BocHaje-
HUE COIIPOBOXIAETCS MUKPOTPpOMOO3aMH U TeMOp-
parueii ¢ SBJICHUSIMU BHYTPUCOCYIMCTOIO CBEPThIBa-
HHUS KPOBU U TIOJUOPraHHOM IuCPYHKIMU. DTa
HeraTuBHasl KapTUHA XapaKTepHa He TOJILKO IJIs I10-
paXeHMs JIETKUX, TOe BO3ACHCTBHE KOpOHaBHpYyca
oKasbIBaeTcsl mepBUYHBIM. [Ipu ocTpoM TeyeHUH 3a-
OojieBaHUS 3a(UKCUPOBAHBI HapyLIeHUST (DYHKIIUIA
ceplia, Mo3ra, IIo4eK, 3HIOKPUHHOM CUCTEMBI U JIp. ,
BbIpakeHHbIE B (DOpMe KoaryJiornaTuu, 1UCCeMUHM-
POBaHHBIX MUKPOTPOMOO30B.

IMonsatne HITOPM-2 mompa3symeBacT BO3MOK-
HOCTh IIPUMEHEHMsI 0CODO0I cTparernu apMakoTepa-
mun COVID-19, Kio4eBoii COCTaBISIONIC KOTOPO
CIIY>)KUT HOpPMaJIM3alysl SHAOTEIWS M YIpaBJICHUS
CBEPTHIBAIOIIEl CUCTEMOM KPOBU, TPAHCIICJUTIOJISIP-
Hol muddy3un, moaaepXKaHus apTepUaTbHOTO TaB-
JIEHUSI C BO3IEHCTBUMEM Ha COOTBETCTBYIOIIME (ap-
MaKOJIOTUYECKIE MUIITEHU.

ITAHAEMUWA COVID-19: IZMCCOHAHC
IMMATOXUMHWYECKHUX IMTPOLIECCOB

CII0OXXHOCTh 1 MHOTOOOpAa31e MPOSIBJICHU KOPO-
HaBUPYCHOI OOJIE3HU IO3BOJISIET TOBOPUTh O KOM-
IUIEKCE JVICCOHAHCOB MAaTOXUMMWYECKUX MPOLIECCOB B
OpraHusMe.

KnuHnaeckue wuccnenoBaHusi YCTAaHOBWJIMA, YTO
COVID-19 mMoxer mpoTekarb 0€6CCUMMITOMHO, JIMOO
WMETh CPEAHUE WJIU TSDKEJIbIe IIPOSIBJICHUS, TAKHE KaK:
IMTHEBMOHUS, JbIXaTeJIbHAsT HEeAOCTATOYHOCTb, OpPraH-
Hasl KOaryJioIaTus, HEBPOJIOTMUECKHE PacCTPOICTBA.
IMokazaTenbHBI pe3yJIbTaThl peHTreHOrpadu4ecKoil U
KOMITbIOTEPHOI TOMOrpaduu Jerkux, Kormaa mpu Ts-
KEJIOM TEeUYeHMU OOJIe3HU YyXe Ha pPaHHUX CTagusIX
BBISIBJISIIOTCSI MHOXECTBEHHbBIE OUaroBble U3MEHEHUS
B cOCyIax.

HavanbHbIM 3TarioM 3apakeHUs CTY>KUT MIPOHUK-
HoBeHUe KopoHaBupyca SARS-CoV-2 B Kj1eTKu, co-
Iepxaiipe MeMOpaHOCBsS3aHHBIN Oeok AIID2.
IlepBrUYHOIi, OBICTPO JOCTUKMMOI MMIIIEHBIO OKa-
3BIBAIOTCS AJTbBEOJISIPHBIE KJIIETKH JIETKHUX, YTO OIIpe-
IeJIsIeT pa3BUTHE TTHEBMOHMN. MMMYHOJIOTUYECKIIE
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OCJIOXXHEHUSI — aKTUBALMsI MakKpoharoB, IPUBOISI-
1asg K CUHAPOMY LIUTOKMHOBOTO ILITOPMa U OCTPOMY
peCIpPaTOPHOMY AUCTPECC-CUHIPOMY, SIBJISIIOTCSI TH-
muaHbIME 11 TameHToB COVID-19. IIpoBonupy-
I0lI€ BOCTIAJIEHUE LIMTOKMHBI, BKJItoYas (pakTop He-
kpo3a onyxosnu TNF, untepdbepoH-y, UHTepAeHKUHBI
IL-1, IL-6, IL-18 u gp., CEKpeETUPYIOTCS B OOJIbILIOM
KOJINYECTBE.

HaubGonee pacnpocTpaHEHHBIM KIMHUYECKUM
nposieieHueM COVID-19 sgBnsieTcs ABYCTOPOHHSISI
MHEBMOHUS — AuUddy3HOE aabBEOJISIPHOE ITOBpE-
KIEHUE C BBIPAXKEHHOU MUKpoaHruomnarueun. ¥ ya-
CTU OOJIbHBIX pa3BUBAETCs TMIIEPKOATYJISIIMOHHbBIN
CUHJIPOM, TTOPAXAIOTCSI TaKXKe JPYyTrhe OpraHbl U CU-
CTEMBI: CEpALIE, MO3T, TIOYKU, MEUYE€Hb, XKEITYTOUHO-
KUIIEYHBI TPaKT, PHAOKPUHHAs U UMMYHHas CU-
cTeMbl. Y MallMeHTOB C BBIPAaXXEHHBIM TeYeHUEM
COVID-19 pa3BuBaeTcsi BaCKyJsipHasi 9HI0TeIalb-
Has nUchYHKIIMS, COTPOBOXIaeMasi BHyTPUKIIETOU -
Hoit muddys3ueii, koaryjgonatueii u TpomMOO3aMu
(Tang et al., 2020).

Taxkum ob6pazom, kKiimHudeckoe passutue COVID-19
BKJIIOUAET HECKOJILKO (ha3:

a) BUPYCHYIO MHGEKIINIO U KOMIIIEKC OTBETHBIX
TUIIEPUMMYHHBIX, IIPOBOCIIAJIUTEIBHBIX peaKIUii B
¢dopMe TMTOKUHOBOTO IITOPMA;

0) HapylIeHUEe SHIOTEINS COCYIOB JIETOUHOI, KO-
pPOHApPHOM, EePEOPAILHON U IPYTUX CUCTEM;

B) KOaryJsiliuOHHbIE, TPOMOOTHUYECKME OCIOXKHE-
HUS B OpPraHHOM 1 TUCCEMUHUPOBAHHOM (hopmMax;

I) HEBPOJIOTUYECKUE PACCTPOMCTBA HEIOCPE-
CTBEHHOTI'O M OTAAJIEHHOIO XapaKTepa.

B cooTBeTcTBUM ¢ 3THM, Teparus pa3InYHBIX
dopm COVID-19 wucnoyib3yeT COOTBETCTBYIOLIUE
CpeICcTBa CIepXXMBAaHUS JUCCOHAHCA Y MOAAEPXKAHUS
3alIUTHOM TAKTUKM JICUCHMUSI.

AHI'MOTEH3UH-TTPEBPAILIAIOILIINE
OEPMEHTDLI — CUCTEMA
OYHKIMOHAJIbHBIX BEJIKOB,
IMPUYACTHBIX K [TATOT'EHE3Y

AHTHOTEeH3UH-TIpeBpainamomnii ¢epmeHT (AITD)
TPpaAUILIMOHHO paccMaTpUBaeTCs KaK Beayluii ¢pak-
TOP PEHUH-aHTUOTEH3UHOBOM CHUCTEMBI, COIIPSKEH -
HOI ¢ KOHTpoJeM 3a00jieBaHMil cepalia U COCYIOB.
K oTkpbITHIO 3TOr0 (hepMEHTa, UCXOAHO HAa3BAHHOTO
KapOOKCUKATEeIICUHOM, OKAa3hIBaeTCsI NPUYACTHBIM
MHcTuTyT OMOJTOTMYECKON M MEIMIIMHCKON XUMUU
PAMH B Mockse, Koraa B JabopaTop1u aKageMHUKa
B.H. OpexoBuya cpenm psigza IIPOTEOJIMTHUYECKUX
0OeJIKOB OblIa BIEPBBIC BhbIAEAeHA KaTaJIUTHUYECKas
eIMHUIIA CO CBOMCTBAMM IUTICHTUIMIKAPOOKCUIIEII-
TUOA3bl M1 BHECEHA B MUPOBYIO HOMEHKIIATYpPY dep-
MmeHTOB Kak K® 3.4.15.1. (EnuceeBa, OpexoBud,
1963). Hapsimy ¢ TiM, B 3TOT CITHCOK ITOIMamaeT 1c-
clienoBaHHbI CKErcoM C COaBT. TUIIEPTEH3MH-KOH-
BEPTUPYIONINI 3H3UM, MOJYYWBIINI OOJIBIIYIO IT0-
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MYJIIPHOCTh KaK OOWH U3 3HAYUMBIX PETYIATOPOB B
kapauosioruu (Skeggs et al., 1956).

Poitb aHTHMOTEH3MH-KOHBEPTA3bl, KaK CITeHU(H-
YeCKOM TMeNTHUI-THUAPOIAa3bl, CTAHOBUTCS CHUCTEM-
HOI1, Korja ObLJIO YCTAaHOBJICHO, YTO OHA OJHOBpE-
MEHHO y4acTBYeT B 0Opa30BaHUU MPOTUIIEPTEH3UB-
Horo mentuaa aHrumoreHsmHa II (AHI-1-8) u B
TUAPOJIN3E ero (PU3UOJOrMYEeCKOro aHTUmnoaa — opa-
JIUKWUHUHA, TTPOAYKTa KaJUTMKPEUH-KUHUHOBOU CH-
cremnl (Vane, 1969). CyliecTBeHHO JIsI OCIIETYIONIETO
M3JIOXKEHUST OTMETUTD, YTO UMMYHOXUMUYECKUE UCCTIe-
JIOBAHUSI BBISBIISUIM  TTPEBATMPYIOLYIO JIOKAJIU3ALIO
ATIlP Ha MOMIHATEHOM TTOBEPXHOCTH SHIOTETNATEHBIX
kieTok Jjerkux (Ryan etal., 1975). MenunuHcKuil ac-
MmekT ucciaenoBaHuss AITP monrBepkaaeTcsi OTKPbI-
THEM COIIPSIKEHHBIX (PaKTOPOB PETYIISIIMA KPOBU U
COCYAUCTO cucTeMbl (OKCHIa a30Ta, MpOCTarjaHIu-
HOB, BHAOTEJINHOB, MPOCTALIMKJINHOB U Jp.), COCTaB-
JISTIONINX HBIHE KOMIUIEKCHYIO CHCTEMY TKaHEBBIX
OMOXMMUYECKUX MPOIIECCOB B HOPME U TIPU pa3iny-
HbIX 3200JIeBaHUSIX.

Paccmorpenune AII® kak kuHuHa3bl 11 HeBO3-
MOXHO 6€3 ero (hbyHKIIMOHAITBHOTIO “TIPOTUBHUKA” —
depMeHTa KaJUIMKpenHa, IMPEICTaBUTENIS KaJUIMKpe-
WH-KUHUHOBOI CUCTEMBI, TAKXKe YIaCTBYIOIIEH B KOH-
TpoJie apTepuaabHoro nasjieHus. [locnenyronine pado-
TBI TTIO3BOJIMJIM TOBOPUTH O 1LIEJIOCTHOI OCH OMOXMMMU-
yecKUX KOMITOHeHTOB: AII® — anruoreHsuH Il —
— pelenTopbl — dusnogornyeckue 3Gp@eKTh U,
KaK IIpoTHBOBeC: (hakTop XaremMaHa — KaJUIMKPEUH —>
— KMHMHOIeH — OpaguKWHWH, yYacCTBYIOIIHE BO
MHOECTBE HOPMAaIbHBIX U MATOJOTUYECKUX ITPO-
LIECCOB B opraHusme. B riepByto ouepens, CiIeayeT OT-
METHUTH CBSI3b OTUX CHUCTEM C SHAOTEJIMEM JIETKUX B
KOHTpOJIe TeMoBacKyJIsipHoro paBHoBecusi (I'omas-
koB, Komuccaposa, 1976).

B 2000 romy OBIT OTKPHIT aHTMOTEH3WH-TIPEBpa-
maroiuii epmeHT 2-ro tuna (AIIM2) (Donoghue et al.,
2000; Tipnis et al., 2000). br10 ycTaHOBJIEHO, YTO
katamrtuyeckue ntoMeHbl AIID2 u AIID cxonHBI 1
Y4aCTBYIOT B IIPOLIECCUHTE Pa3JIMYHBIX, (DU3UOJIOTH -
YeCKM 3HAaYMMBbIX (DparMeHTOB KPYITHOTO IOJIMIICII-
THIA aHTMOTEH3MHOI€HA WJIN B TUAPOJIN3E OpaauKi-
HuHa. OmgHako, AII®2 He MOXeT, B OTIMYHE OT
AII®, rugponm3oBarh OpafUKMHUH MJIN HEMPOTEH-
3uH. CylecTBeHHO TakKe, 4To AITD2 He nHIUOUpy-
eTCsl JIMBUHOIIPUJIOM MJIN KAIITOIIPUIIOM.

B npencraBneHuu o HoBoii popme — AIID2, Bo3-
HHUKan Impopodeckuii Bormpoc: What’s new in the re-
nin-angiotensin system? (YTo HOBOro B peHWH-aH-
ruoTeH3nHOBOI1 cucteMe?) (Warner et al., 2004). Mcto-
pusi, OEUCTBUTEJILHO, NEaeT pe3Kuii ApamMaTuieCKuil
IOBOPOT: HBIHEIITHUE UCCIICAOBAHUSI YCTAHABIMBAIOT
poab AII®2 B KauecTBe OMHOI M3 OCHOBHBIX TPUTYUH
TSIKEJIOTO  OCTPOTO  PECNUPaTOPHOIO CUHIApPOMa
SARS-CoV-2.

IMpuHIUITMATBHBIM ITOJIOXKEHUEM , KOTOPOE OITpe-
JIenaseT cnelM(@UIHOCTh U MacIITaOHOCTh MH(PEK-
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o COVID-19, oka3piBaeTCcs COBNageHe XUMIIe-
CKUX CTPYKTYp, Ojarogapsi KOTOpoMy KOPOHaBHPYC
SARS-CoV-2 ob6namaeT UCKIIOYUTEILHOM CIIOCO0-
HOCTbBIO cBsI3bIBaThes ¢ AIID2 B KieTKax “xo3sguHa”.
Vposenb cBsi3biBaHUsI SARS-CoV-2 ¢ AIIP2 B 10—
20 pa3 Brile, yeM appuHHOCTD B oTHOLIeHUM ATTM2
npensiayniero BupycHoro mramma — SARS-CoV. Ha
3TUX ocHoBaHMsAX AII®2 Obu1 mpeacTaBieH Kak
dyHkuroHanbHbIM peuentop SARS-CoV-2 (Li et al.,
2003). HoBerrit Bupyc, 6iarogapsi ocob0ii CTpYKType
IMnoB, ucnoib3dyeT AIIM2 B KayecTBe “TPOSTHCKOTO
KOHSI” JJIsI BXOJAa B KJIETKY-XO3SIMHA. DTO OOCTOSI-
TEJIbCTBO, C OJHOM CTOPOHBI, BHIIECISICT HAaYaJlbHBIE
aTarlbl CJIOKHOTO 3a00JieBaHusI, a C APYroii — omnpe-
JIeJISIET LICJIEBYIO HAIIPaBJIEHHOCTh pa3pabOTKU CIie-
mdrIecKux 6eJIKOB (BaKIMH) B KA4eCTBE OJIOKATO-
pos BupycoB (Tai et al., 2020).

AIl®D2 1ropazkaeTcss BO MHOTMIX OpraHax JeloBeKa,
HO aJIbBEOJISIPHbIC BMUTEIUANIbHbIE KJIETKM JIETKHUX
OKa3bIBalOTCS MepBUYHON MullieHblo SARS-CoV-2
(Zou et al., 2020). ITaToxuMHUIeCKIMiT aHATIU3 YCTAHO-
BUJI Takoke Jokanm3anuio AITIM2 y yeoBeka B 9HI0-
TeJIMU apTepuaJibHbIX U BEHO3HBIX COCYIOB 1 B apTe-
pUSIX TJIAAKWUX MBI TPAaKTUYECKU BCEX OPraHOB.
CBsizaHHbBIE C BUPYCHOM ‘“‘penieniiveii” MOJEKYbl
ATI®D2 6buM OOHApYXEeHbI B CIM3UCTON 00OJIOUKE
Hoca, pTa, Xejaydka, KAIlleYHUKa U JIp. KaK TepBas
cTyrneHb BupycHoit nuBasuu (Hamming et al., 2004).
OTa nHbopmMalrs o MOJMOPraHHOM pPacHpoOCTpaHe-
Huu AII®P2 cBUAETEILCTBYET O BO3MOXKHOCTU 0OJIb-
IIIOrO pacIipocTpaHeHUsT MHPEKIIMU 1 pa3HooOpa3-
HBIX MaHudecTauuii matonorun COVID-19.

MOJIEKVIIAPHAA OCb AII®2/ATID
N MEXAHHNU3M LIMTOKNHOBOTI'O IITOPMA

IpucoenuHeHne TJIMKOMPOTEUMHOBOIO  IIMIA
SARS-CoV-2 k AII®2 3amyckaeT npoLecChl, KOTO-
phle TIPUBOIAT K THIIepBOCITaJieHnio. PaccmaTpuBa-
I0TCSI HECKOJIbKO MOJICKYISIPHBIX JIMHUM TUIIePITIPO-
IYKIIAH BOCITAJIMTEILHBIX IUTOKWMHOB ¥ MHULIMAIINT
IIUTOKWUHOBOTO IIITOPMA.

Hapsiny ¢ naHHBIMU MMMYHOXMMMYECKOTO aHa-
Jiu3a, 3HaUMMOI oKa3bIBaeTCs Uliesl, CBI3aHHas C po-
Jibto camoro AITdP2, oCHOBHOM “MUIIIEHNU” arpeccuu
KopoHaBupyca. Ocobast posib AIT® 1 ATID2 cocTout
B CITOCOOHOCTH BJIMSITH Ha 0Opa3oBaHMWE pa3INMIHBIX
¢dparmentoB aHruoreHsuHa I (AHI'1-10). McxonHo
¢yHKIUOHAIBLHO ochk: AIl®2 — AHI(1-7) —
— peuenrop MasR nporuBocroutr ocu: AIIDd —
— AHI'(1-8) — peuenTtop AT1R. IlogaBneHue Ko-
poHaBupycoMm peuernropa AIT®2 BemeT K Hapylie-
HHWIO COOTHONIEHUS, TPOBOLIMPYIOLIETO IKCITPECCUIO
IIPOBOCITAJIMTEIbHBIX (PaKTOpoB (puc. 1).

HoBrle naHHbBIC CBUAETEIBCTBYIOT 00 OCOOCHHOM
poiu AHT'(1—7) u 6pagukrHUHA KaK UHULIMATOPOB
IIpOBOCHAIMTENILHEIX peakuuii (Mahmudpour et al.,
2020). BaxxHoit 3amuTHON (QYHKIIMEW MeMOpaHO-
ToM 141
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1l
ATID2 AHTHOTEH3UMHOT€H Rt i o8
(1-10) AITOD
AHTHOTEeH3UH (1—7) AHruoTensuH (1—8)
l Bpannkuana
Penteniropnt
PenteniTropnt AT-1R Penteniropnt
MasR/AT-2R l BDKR-B1/2
l DbbeKTsr: Db dexTsr:
Db deKTHI:
Ba30KOHCTPUKLINS Bazonunaranus
Bazonmiaranys OKCHIATUBHBINA cTpece AHTHKOATYIISTHTHBIC
AHTHUBOCIIAIUTEIbHBIE LIuroBoCIaeHNE Axrusauns NO, PGL2, tPA
AHTHOKCHUIAHTHEIE Tuneprpanchy3us Baniita or
R CucreMHbIe CORPotIC e
JIETKMX, CEpAIIa, MO3Ta
A e IOBPEXIECHUI

Puc. 1. CootHomeHue 6roxummudeckux oceit AIID u ATID2 u mucbananc AHI'(1-7), AHI'(1—8) u 6panuknanHa. OyHKI-
OHAJIbHOE MTPOTUBOCTOSIHUE U B3aMMOICHCTBUS TIENITUIOB C PELIENITOPAMU ONPEACIISIIOT MPOTEKTUBHBIC WU MATOTeHEeTUYE-
ckue 3¢ deKThl. ArpecCuBHOE B3anMojeiicTBiue KopoHaBupyca ¢ ¢epMmenToM AIIM2 HUBEIMpPyeT ero 3alUTHYIO MUCCHIO,
cHKaet 3a cueT AII®D akTUBHOCTb OpaIUKUHUHA U CTUMYJIUpYyeT Tureprnpoaykio AHI'(1—8), BEI3bIBas MHOXKECTBEHHBIE

HapylmIeHH BaCKyJIsSIpHOTO roMeocTasa.

cBg3aHHoro AIT®2 cnyxut obpazoBanue AHI'(1-7).
HMcxomno AHI(1-7) obnagaer TpOTUBOBOCTIAIM-
TEJIbHOI aKTMBHOCTBIO 32 CUET IKCIPECCUU CUTHATb-
HBIX TPAHCIYKTOPHBIX Y TPAHCKPUMIIMOHHBIX OEJIKOB
NF-xB, MAPK u ERK 1/2. Bddextst AHI'(1-7) pe-
aIU3yloTCsl MPU B3aUMOJEUCTBUM C pelenTopaMu
MasR B anuTe My JeTKUX U TJIaIKUX MBIIIIax OpOH-
XOB, MPOTUBOAECHCTBYSl Pa3BUTHUIO BOCHATUTEIbHBIX
nponeccoB (Santos et al., 2018).

OnHako nmomaBieHUEe KOPOHABUPYCOM (hepMeHTa
AITI®D2 MOXeT CONMpPOBOXIATHCS HUBEIUPOBAHUEM
aTux (yHkuuit. CHUXeHue oOpa3oBaHUs MENTUIA
AHI'(1—7) npuBOIUT K CTUMYJIMPOBAHUIO ITUTOKM-
HOB U pa3BUTHIO BoCIaIUTeIbHbIX OTBETOB (Ghebla-
wi et al., 2020).

HcTopust IpOoTUBOCTOSTHIIT UMEET IIPOIOJDKEHHE
IpU paCCMOTPEHUY KOMIIOHEHTOB KaJUTUKPEUH-KU-
HUHOBOI cucTeMbl. [IuccoHaHC, BBI3bIBAEMbIii TPU
610KupoBaHUM KopoHaBupycoMm AIIM2, BeIBogUT Ha
MepBBIi TUIaH TOoBBIIeHNe 3Kcrpeccun AII®, B naH-
HOM cityyae — kruHuHa3bl 11. B pesynbrate otMedaeTcst
CHIZKEHME MMO3UTUBHEIX KJIETOYHBIX 3 deKToB Opa-
IUKWHWHA W, HAIIPOTUB, MOBEIIICHNE ypOBHS [des-
Arg9] 6panKrMHWHA, U3BECTHOTO KaK MPOBOCHAIM-
TEJBHBII areHT JIETOYHOTO 3IIMTenus. PesyabraToMm
KMHMHOBOI ITMTOTOKCUYHOCTH CTAHOBUTCSI MacCH-
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poBaHHAasI aKTUBHOCTb HEUTPOMUIOB U yCUJIEHUE
HETraTUBHBIX SIBJICHUI, aCCOLMUPYEMBIX C TSIKEJIOM
¢dopmoit COVID-19 (van de Veerdonk et al., 2020).
Kununossiit peuenrop BKB1R, 0ynyun aktusupo-
BaHHBIM LUTOKMHaMu Tuna IL-1B u TNF-o, oka3bi-
BaeTCsl OMHUM 13 KOMIIOHEHTOB IIPOBOCHAJINTEIHHO-
ro KJeTo4yHoro mporecca. MIMeoTcs: naHHbIE, UYTO
IIpUMEeHEeHH’E OJIOKAaTopa PeLieNTOPa MOXKET OBITh MC-
MOJIb30BAaHO IJIsi TEPAIIK OCTPOTO PECIIMPATOPHOIO
nuctecc-cuaapoMma (Barth et al., 2012; Qadri, Bader,
2018).

COCYAUCTBIN DHAOTEJIUN — MUILLIEHDb
CUCTEMHOTO MMOPAXEHUS

BHoomenulil kKak >HO0KpUHHOe depeeo,
uau “mascmpo KkpogoobpaujeHus”

B 1970—1980-x rr. MUHYBIIIETO CTOJIETUS MOMY-
JIIPHOM Obljla KOHLEMNIUs MeTaboaudyeckoit, uiun
ouoTrpaHchopMuUpyoOIIe GyHKIINY JeTKUX, Te Ha
Iepexole OT BEHO3HOU K apTepualibHOM KpOBU
MPOUCXONUT AKTHUBHBIA CHUHTE3 WJIMW Jerpaganus
BaXXHEHWIINX OmMoxmMmuueckux cyocrannuii. Co-
IJIaCHO MaTepuajaM TOro BpeMeHH, OuoTpaHchop-
MallvU MOIBEPraloTcs T'yMOPpaIbHbIE MEIUATOPbI: ajI-
pPEHAJIMH, OKCHUJI a30Ta, TTOJIUTIENTUIbl AHTUOTEH3UHBI [
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n 11, OpagnKMHEWH, SHO0TEINH, TpocTarTaHanHb E 1
n E2, nuknnueckue Hykiaeotuasl HAM® u ul’M®,
MPOCTALUKJIMHBI U Ap. Jlerkue BBITTOJHSIIOT POJb
GyHKIIMOHATBbHOIO (GUIBTPa, KOTOPBIN OINpeaessieT
KOJIMYECTBEHHBIN U KaUECTBEHHbIH, a 110 CyTH, pery-
JIMPYIOIINKA COCTaB OMOXMMHMYECKUX KOMIIOHCHTOB
BCell cucreMbl TemMoauHamuiku (dyouneir u np.,
1987).

Btopoii acniekT 3Toif KOHLEHUMM OTHOCHICS K
BBIACJICHUIO POJIM SHAOTEIMS KaK “IHIOKPUHHOTO
IepeBa”, WM “Mas3CcTpo KpOBOOOpamieHusI”, Mo Xa-
paktepuctuke HobeneBckoro naypearta /Ix. Beiina
(Vane, 2001). ITo HpIHELIHUM IIPEACTABICHUSIM DH-
JIOTEJINI He TOJIbKO PEryIUpyeT 3HAOTEINi-3aBUCU -
MYIO Ba3oAauJiaTalluio, HO TaKxKe aKTUBHO MOAABJIsSIeT
TpoMOO3, COCYIUCTOE BOCIIaJIeHUE U TUIIEPTPODUIO.
300pOBBIil 3HAOTENIMIT MPOSBISET Ba30aUIaTaTOP-
HBII (peHOTHUI 3a CUeT BHICOKOIT aKTUBHOCTHU (DAaKTO-
poB penakcauun — okcuaa azora (NO) u mpocTaluk-
muHa (PGI2), HU3Koro ypoBHSI peakKTUBHBIX (DOpM
kucyaopona (ROS) u MmoueBoii KMCITOTHI. AHTUKOAry-
JITHTHas aKTUBHOCTh BKJIIOYaeT HU3KUE YPOBHU UH-
ruouTopa akTtuBaTopa IuiazmuHoreHa-1 (PAI-1),
¢daxkTtopa cBepTbiBaHUSI KpoBU (oH Bunebpanna
(VWF) u P-cenextnnHa. B KauecTBe peryJsiTOpoB Kiie-
TOYHOTO BOCITAJICHUS KJIETKY SHIOTEINS CEKPETUPYIOT
MOJIEKYJIbl aAre3nuu COCyaucCThiX KiaeToK (SVCAM),
MmexkiaetrouHoit anresum (sICAM), E-cenektuna,
C-peaxktusBHoro 6eiaka, TNF-o u I1L-6.

Ilpu nnchyHKIMM 3HAOTEINS B OTBET Ha 3KC-
MPECCUI0 MTPOBOCITANUTEIbHBIX LIMTOKUHOB 3HIOTE-
JIMaJIbHbIE KIETKU ceKpeTupyroT daktopbl TNF-o 1
PAF, koTopble CTUMYTHUPYET arperainuio TpoMOoIIru-
TOB U are3uto HelTpoduyioB. Takke aKTUBUPYIOTCS
MHOTOYMCJIEHHbIE TPOBOCTIAIUTENbHbBIE TTPOMYKTHI,
BKJtouast tMTokuHbl (I1L-1, TNF-a), xemokuHbl (IL-8,
MCP-1) u monekynanl anresuu (ICAM-1, VCAM-1,
E-selectin), KoTophle CiIy>KaT CUTHaJIaMU JJIsl peKpy-
TUPOBAHUS JICHKOIUTOB K yJ4acTKaM TTOBPEKIACHUSI.
Hapymenust sHaoTenusi, 3aTparuBaloliyie TreMOoau-
HaMUKY B LI€JIOM WIY OTAEJIbHBIX OPTaHOB, OKa3bIBa-
IOTCSl TIPUYMHOM MHOTUX 3abojeBaHuit (I'oma3KoB,
2000; Rajendran et al., 2013).

B TpeTheM acriekTe KOHIIEIIIIMKA pacCMaTpUBAaIOT-
CsI COIIPSDKEHHBIE C SHIOTEINEM PETYISITOPHI TPOM-
OoreHes3a M TOHyca cocynucToit creHku. [Tockoabpky
AHTUOTEeH3UH-TIpeBpamaminii  pepment (AIID)
HaXOOUT CBOE “TIpUCTAHUIIE” B HAOTCIMATBHBIX Ka-
BeoJiax, ObLJIa orncaHa CBsI3Ka peHUH-aHTMOTEH3UHO-
Boli (aHTMoTeH3uHbI | 1 I1) M KaTMKpenH-KMHUHO-
Boii (OpamuMKMHMH, “cucTeMa (akTopa XaremaHa’)
KOMITOHEHTOB IeMOBAaCKYJISIPHOIO TOMeocTa3a — I10-
JIBMDKHOTO COOTHOIIEHHUSI PEOJIOTMYEeCKOil KOMIIO-
HEHTBI, TOHYCa COCYIMCTOM CTEHKM W BIUSHUS MH-
ruoutopoB ¢epmeHToB (I'omaskos, Tpane3HuKoBa,
1978; Kalinina et al., 1997).

YCITEXY COBPEMEHHOM BUOJIOTUH

DHoomenuanvhasn ouchyukyus Kaxk npooondicerHue
YUMOKUHO0B020 UMOPMA

CuMNTOMBI, KOTOpPBIE MaHUMECTUPYIOTCSI TP
nHpekuuu COVID-19: BeicoKO€e apTepuaJbHOE 1aB-
JieHue, TpoM003MOO0JUsI, 3a00eBaHUS MMOYEK, HEeB-
pOJIOTMUYECKME PAaCcCTPOMCTBA, TMA0ET — yKa3bIBalOT
Ha TO, YTO BUPYC MCHOJb3yeT B KaueCTBE MUIICHU
SHAOTENUMN, OJHY U3 BaXKHEHIIIMX TKAHEBBIX CUCTEM
opraHusMa. B cratee Capay ¢ coaBT., MOCBSILIEHHOM
aHaJM3y MHOXECTBEHHBIX OPTraHHBIX HapYLIeHUI,
craBuUTC KimoudeBoii Borpoc: “Is Covid-19 an endo-
thelial disease? (ABnsiercst mu Covid-19 sHmoTenu-
albHBIM 3a0osieBanueM?)" (Sardu et al., 2020). Mox-
HO OIPEeNeNuTh B KAYECTBE UCXOJHOM MO3ULIMU, YTO
BupycHast ataka SARS-CoV-2 nmpoBouupyert rumnep-
aKTUBAlIMIO IIMTOKMHOB U XeMOKMHOB. OTMeyaeTcs
orpeneieHHasl MOCAeA0BaTeIbHOCTh UMMYHHOM 3a-
LIUTHI, KOTOpasi, BIpo4YeM, TpruoodpeTaeT popMy CTO-
XaCTUYECKOTO BO3MYILEHMSI, KOraa MPOTEKTUBHAs
MUCCHSI COBMEIIAaeTCs C U30BITOYHOM IKCIIpeccueit u
YHUYTOXEHUEM CaMHUX JUKBUAATOpoB (Shima-
bukuro-Vornhagen et al., 2018; Ye et al., 2020).

CrencrBueM OBICTpOM pemMKAlMKA BUpyca |
MPOBOCTIAJIMTEILHOTO OTBETAa IMTOKWUHOB CTAHOBUT-
Ccd CTUMYJIMpPOBAHUE aIllonTo3a C ITOBPEXICHUEM
MUKPOCOCYIOB 1 KJIIETOUHBIX OapbepoOB C pa3BUTHEM
aJIbBEOJIIPHOI'O OTeKa U JIETOYHOI U CUCTEMHOM T~
nokcueil. Takum o0pa3oM, MHIYLUPYIOIIWE IpPYT
JIpyra LIeITOYK UMMYHHBIX peaklivii, Hapylaioiue
MOCeA0BaTEILHOCTh U adeKBAaTHOCTH MPOLIECCOB,
WUTPAIOT TIEPBUYHYIO POJIb B IATOTEHE3E OCTPOTrO pe-
criupatopHoro cuHapoma COVID-19 (Merad, Mar-
tin, 2020; Mcgonagle et al., 2020).

[TaTorenes BcTymaeT B KpUTHUYECKYIO a3y, KO-
ria pa3sBMBAIOTCS PacCTPOMCTBA, CBSI3aHHBIE C Ha-
PYLICHUSIMU COCYOUCTOIO SHAOTENIUSI. AKTUBALIUAS
DHOOTENNSI MPOUCXOIUT MEePBOHAYAIBHO B paMKax
MUKPOLMPKYISILNU, BKIIIOUast MUKPOTPOMOBI 1 Ka-
OWUIIpHBIE KpoBom3nustHusi. KinmHudeckue naH-
HBbIE CBUAETEIbCTBYIOT, YTO BBI3BaHHAs IIMTOKMHA-
MU TUCHYHKINS, OCOOEHHO Ha BTOPOI CTaauu 3a-
OoJIeBaHUsI, UMEET ITOJIMOpPTaHHOE IIPOAOJLKECHUE:
apTepuaiabHas TUNEPTEH3UsI, MOPaKeHUsT MUOKap-
na, nuabeT, HeBPOJOTUYECKUE OCITOXKHEHUSI, KOTO-
pble OTBEYalOT NPUHIMIY TeHepaJIM30BaHHOTO pac-
crpoiictBa (Pearce et al.,, 2020). HapymieHue
AHTUTPOMOOTHUYECKOI 3HIOTEIUATBHOI ITOBEPXHO-
CTH, Hapsay ¢ ocjabiieHneM (GUOPUHOJIN3Aa, BIMSIET
Ha pa3BUTHUE OOIIETo U JUCCEMUHUPOBAHHOTO TPOM-
oorene3a (Marchandot et al., 2020). KnuHudeckue
MapKephbl, Takue Kak D-nuMmep, MpoayKT Aerpaganun
¢ubprHa, TpeacKa3blBalOT HETaTUBHBINA XapaKTep
MAaTOJIOTUM, OTpaxkasi OUCCOHAHC OMOXMMWUYECKUX
KacKaJoB U CTUMYJIMPOBaHUE KOaryJonaTuu.
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CEMEMNCTBO AHTMOTEH3MHOB
N BPAIMKWHUWH. HAPYILIEHUE
PABHOBECHS KAK ITPUYNHA
IMOJIMOPTAHHOU TTATOJOI'MU COVID-19

IIpu paccMoTpeHNM MTATOOMOXUMMUYECKUX MeXa-
Hu3MoB COVID-19 ocoboe BHMMaHMWE IIPUBJIEKAET
JIUCCOHAHC OMOXMMMYECKUX OCEil perysiuu reMo-
BacCKYJISIpHOTO ToMeocTa3a. B HopMaJIbHBIX YCIIOBUSIX
paBHOBecue (TouHee, (YHKIMOHAIBLHBI TOMEOKHU-
He3) OCYIIECTBJISIETCSI B paMKax IMPOTUBOCTOSIHUS
AIT® — AHI'(1-8) — peuentop AT1R//ATID2 —
— AHI'(1-7) — peuenTop MasR. IIpuHsaTo cumraTh,
yto AHI'(1-8), mponykr rugponusa AII®D, seisgercs
OIHMM 13 OCHOBHBIX (PaKTOPOB, BEI3LIBAIOIIX SHIO0-
TeUanbHyo nucyHkuuo. ToMy TToaTBepxKaeHUE —
KOMIUIEKC peakluii, BeOyIIMX K IOBPEXICHUIO:
OKMCJIIMTENILHBIM CTpecC, MIpOBOCHAJIMTENIbHAS U
MPOTPOMOOTHYECKAS aKTUBHOCTb, Ba30KOHCTPUK-
11s1, UBMEHEHMe ITpoHuiiaeMocTu cocynon (Williams
et al., 1995; Victorino et al., 2002). dust AHT (1-8)
XapaKTepHBI TaKXe OJIrOBpeMeHHBIe 3(hMEKTHI,
BKJIIOYAOLIIME TUIIEPTPOGUI0 MUOKApIa, BaCKYJIsSIp-
HOE peMOJe/IMpOBaHNE, ITOYEYHbI (HUOpOo3.

B otuuue ot nepBoro ¢pepmenTta — AITD — 6uo-
xumudeckass ocb AII®2 — AHI(1-7) — MaslR
CITy>KUT 3aliuTe B (hopMe aHTUBOCTIAJIIMTEIBHOTO U
aHTUTPOMOOTUYECKOTO MexaHu3MOB. Ilo3uTuBHas
pois AHI'(1—7) peanusyercs depe3 Mas-penenTopbl
IUIACTUHOK, aKTUBallUsl KOTOPBIX YBEJIUUYUBAET Bbl-
paborky NO u ycujluBaeT aHTHArperallMOHHBbIC
cBoiicTBa. OpueHTalUsl Ha PELENTOPbl COCYAUCTOTO
SHA0TENUSI U (HaKTOpbl KPOBU B MPOTHBOCTOSIHUM
CUCTEeM aHTMOTEH3MHOB U KUHWHOB CJIYXXUT MOIIeP-
JKaHUIO TeMOBACKYJISIDHOTO OajlaHCa U CHUKEHMUIO
puUCKOB cocynucThix 3KkcueccoB (Fang, Schmaier,
2020).

ArpeccuBHOE TiofaBieHue KopoHaBupycom AITD2
MEHSIET KapTUHY NpoTuBOCTOSIHUST AIID/ATID2 B
cTopoHy npeBanmpoBaHus 3¢ dekroB AHI'(1-8) u
MOTEHUIMPOBAaHUS MaToreHe3a. Takum oopa3oM, UH-
Tpura, cBs3anHast ¢ COVID-19, 3akimouaercs: B HU-
BeaupoBaHuu ponr AIIMD2 1 ycuaeHun HeraTuBHOM
aKTUBHOCTU NpoayKToB AIT®D. CylliecTBEHHO B 3TOM
iaHe, uto ypoBeHb AHI'(1—8), mponykra, “packpe-
noureHHoro” AII®, 0bUI 3aMETHO ITOBBILLIEH B KPOBU
o6onbHBIX COVID-19 1 nuHeiHO CBsI3aH CO CTere-
HbI0 TToBpexaeHus jJerkux (Liu et al., 2020). Takoii
BBIBOJ, UMEET 3HAYEHHWE JIJII TIOHUMAaHUs CTpaTeruu
ncnonap3oBaHus cpenactB jgedeHus:i COVID-19. Co-
BpeMeHHasi ¢hapMakoJiorusi pacriojiaraeT KOMILUIEK-
COM BelIECTB-0JIOKATOPOB COOTBETCTBYIOLIUX pe-
LIETITOPOB OpaIMKMHWHA Y aHTUOTEH3UHOB.

Bepneuus c coant. (Verdecchia et al., 2020) cuura-
10T, 4TO noaaBicHue AIIM2, BhI3BAaHHOE BUPYCHOM
nHOEKIne, MOXKET OBITh OCOOCHHO HEOIarormpusT-
HBIM Y NAIIUEHTOB C UCXOAHBIM (BO3pAaCTHBIM) eu-
nutoM AIlD2, ycunusasg HapylleHUE PeTyISIAn
MeXay HeraTuBHOM ocbio AIT® — AHTI'(1-8) — pe-
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uentop AT1R/2R u ycimoBHO nipotekTrBHOM AITD2 —
— AHI'(1-7) — peuenTtop MasR. U3ameHeHus OyayT
COCOOCTBOBAaTh MPOrpecCUPOBAHUIO BOCTIAJIUTEb-
HBIX M TPOMOOTHMYECKUX IIPOIIECCOB, BBI3BAaHHBIX
MecTHoO# runepakTuBHocThI0O AHI'(1—-8), koTopomy
He npotuBoctouT AHI'(1—7). B KauecTBe AOTOJHU-
TEJILHOTO apryMeHTa INPUBOISATCS KIMHUYECKNUE Ha-
OJIoAcHUS, YKa3bIBalollye, 4YTO MHIruouTopbsl AIT®D
win aHtaroHucTsel BK-peuentopoB, ucnonb3dyemble
OOBIYHO I Tepanmuyd M IPOMIIAKTUKM TUIEPTO-
HUU, aCCOLIMMPYIOTCS TEIIEPh C TIOHMKEHHOM TsIKe-
CThbIO 3a00JIeBaHUSI Y TEHIACHIIME!l K HU3KUM YPOB-
HsaM 1 L-6 ¢ yBeTMYeHHBIM KOJIMYECTBOM LIUPKYIUPY-
rommx nMMyHHbBIX CD3/CD4/T-knerok (Xiao et al.,
2020).

TpeTbUM KOMIIOHEHTOM PETYJISILIUM OUOXUMUYE-
ckux oceii AIID/AIID2 okaszbiBaeTcss OpaguKMHIH
Kak ($aKTop ryMOPaAIbHON KAJUTMKPEWH-KITHUHOBOMN
CHCTEMBI C BOBJICUEHUEM B 3Ty cxeMy akTopa Xare-
maHa. AIT®, kak “KJ1iod Ha IBa IIOBOPOTa” , HE TOJIb-
KO y4acTByeT B 0Opa3oBaHUU IIPOTUNEPTEH3UBHOIO
AHTI'(1-8), Ho Takke, Kak KuHUHa3a II, ruaponusy-
eT OpagMKMHUH U orpaHnn4yuBaeT ero ¢pyHkuum (I'o-
maskoB, Komwuccaposa, 1976). ®dusunonaormyeckue
3 heKThl KHHUHOB OIIOCPEIYIOTCS Yepe3 PELEHTOPhI
BK1R n BK2R B 3HAOTEIMHN COCYOOB M INIaAKOMBI-
IIeYHBIX KIeTKax. HoBble JaHHBIE CBUIETEIBCTBYIOT,
yTO OpaAMKWHWH, B3AaUMOJEMCTBYSI C 3TUMU pelierl-
TOpaMHM, BIMSICT HA IIPOHUIIAEMOCTb COCYIOB M KJle-
TOYHOE BOCHIAJICHUE, IIPOBOLIMPYSI SKCIIPECCUIO LIUTO-
kuHoB IL-1, 1L-2, IL-6, IL-8 u TNF-o. Takxxke ObL10
YCTaHOBJIEHO, 4YTO OpaJuKWHWH CTUMYJIHMPOBal B
aJIbBEOJIIPHBIX KJIETKaX BBHICBOOOXAECHNE IIPOBOCTIA-
JINTEJIbHBIX HUTOKUHOB — HEUTPO(PUIOB U XeMOTAaK-
cnyeckux MoHouToB (Koyama et al., 1998).

IIpenpiayiye padoThl 100ABIISIOT (PAKThI, CBUIC-
TEJILCTBYIONINE O POJIM KaJIMKPENH-KUHUHOBOM CH-
CTEeMBI B MaTOTeHEe3e JIETOYHOI MHMpeKInn. Y manm-
€HTOB C OCTPbIM pEeCcIUpPaTOPHbIM IUCTPECCOM B
OpPOHX0aJIbBEOJISIPHOM JIaBaxke ITOBHIIIICHO COIepKa-
HUE aKTHMBHUPOBaHHOTO (hakTopa XaremaHa (XIIa),
MpeKaJIMKperHa U BBICOKOMOJICKYISIPHOTO KUHU-
HoreHa (McGuire et al., 1982). B KoHTeKcTe aHaIM3a
natoreHe3a COVID-19 0b110 BhICKa3aHO MPEaIojio-
KEHHUE, YTO aHTMOHEBPOTUYECKUIT OTEK JIETKUX IPU
MH(EKIUU CBS3aH C aKTUBalUeid KUHUHOBBIX pe-
nentopoB B1R m B2R. Ilpu dpapmakosornueckoi
OlleHKe OJ10KkMpoBaHue perienTopoB B2R 1 nHrnou-
poBaHME aKTMBHOCTM KaJUIMKpPEMHA MOIYT HMMETh
cMaTyaromuii 3pdexT B paHHUI TIepuo 3abojieBa-
Huss COVID-19 u BausTh Ha pa3BUTHE OCTPOTO pe-
cnmparopHoro cuHapoma (van de Veerdonk et al.,
2020; Kreutz et al., 2020). Takum o0pa3zom, Tu3pery-
JISILMS, BBI3bIBa€Masi BLICOKOII aKTMBHOCTBIO KMHM-
HOB, IIPUCYTCTBYET YK€ Ha paHHUX CTagusIX BUPYC-
Hoii araku npu naroidoruu COVID-19. biokana xo-
poHaBupycom  ¢epmeHTta  ACE?2 CTaHOBUTCS
MPELEeIeHTOM, CTUMYJIUPYIOIINM MEXaHU3M IIOBpE-
KIAOIIETo IeACTBUS OpaIuKMHIHA.
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ITOPM-2 KAK BTOPAA CTAOUA
ITATOT'EHE3A COVID-19

Hapsany ¢ mepsrnyHOiT npamMaTndecKoii aTakoii BU-
pyca Ha CUCTeMY JIETKUX HanboJjiee BEPOSITHBIM Clie-
HapueM mnatoreHe3za COVID-19 oka3biBaeTcs moBpe-
XKIEHUE BHAOTEINANIBHBIX KJIETOK JIETKUX W JOPYTUX
opraHoB. BbI3pIBaeMblii KOPOHABUPYCOM LIMTOKMHO-
BBII IITOPM pacCMaTpUBAETCSI KaK OCOOBIN KIIMHUYE-
CKUI1 CUHIPOM AECTPYKTHUBHOI IPOBOCIAIUTEIbHOMN
3TUOJIOTUH C TIPOSIBJICHUSIMY TeMOAUMHAMUYECKOMN He-
CTaOMJILHOCTHU, TOJMOPraHHOM IUCHYHKIINU, HEB-
pOJIOTMYECKOro arccoHaHca. HapylneHHoe B3anMo-
JIeiicTBUEe MEXIy SHAOTEIUATBHBIMU U UMMYHHBIMU
KJIETKAMU MOXET UTpaTh OCHOBHYIO POJIb KaK B Ha-
YayibHBIC TIEPUOIbI 3a00JIEBaHUSI, OCOOSHHO B TSKE-
JIBIX CJTydasix, TaK U Ha MO3AHUX CTaIUsIX.

Ha stoM ¢doHEe 3HAYMMBIM BHAUTCS MEXaHU3M
pa3pyLIUTEIbHON pOJIM KOPOHABUPYCA, KOTOPBII MC-
Mojab3yeT B KayecTBe MulieHU AITD2 u HUBeIUpyeT
HOPMaJIbHBIN (PYHKIIMOHATIbHBIN OaJIaHC CUCTEM OCH
ATI®/AIID2. binokaga AIID2 1 n3MeHEHHUE COOT-
HOIIIEHUSI B aHTMOTEH3UH-0PaIuKMHUHOBOI CBSI3KE
CITY>KUT OOBSICHEHUEM MTOPaKeHU MHOTUX OPraHOB.

CymMMupysl ITaHHble KJIIMHUYECKUX UM DKCIIEpU-
MEHTaJIbHBIX MCCJIEIOBAHWI, MOXHO BBLIICIUTDL HE-
CKOJIBKO ITO3ULIUA.

* OcobenHocrtsio ntatoygoru COVID-19, B oTiun-
yye OT IPeabIAyIINX (POPM OCTPHIX PECIIMPATOPHBIX
MOopakKeHUii, OKa3bIBaeTCsI T€HEPaJIM30BaHHOE pac-
CTPOMCTBO IreMOBacKyJsipHOro KoHTpoJjs. Cocynau-
CTBII MEXaHM3M MOpaXeHUsI BKIIOYaeT A1UCcOalaHC C
MIpeBaJMPOBAaHUEM BOCHAJMTEIILHBIX, OKCHUIATUB-
HBIX, BA30OKOHCTPUKTOPHBIX peaKlrii. DTU Mpolec-
ChbI BeAyT K U3MEHEHMIO IPOHUIIAEMOCTH, TOHYCa CO-
CYIOB ¥ COOTHOILIEHUSI TPOMOMHOBOM M IJIa3MIHO-
Boil cucteM KpoBHU. KoMIuiekc 3TuUX peakuuit
OKa3bIBaeTCsl NPUIMHOIN MOpaXXeHUsI MHOTMX Opra-
HOB.

* OCHOBHBIM B pacCMOTPEHMHU IIaTOreHe3a
COVID-19 oka3sbIiBaeTcsl pacCTpONCTBO OMOXUMUYE-
CKOM OCY peHUH-aHTUOTCH3WHOBOM M KaJTTUKPEHH-
KUHUHOBOM cucteM. JlycbamaHe 3a cYeT YCUIICHUS
aktuBHOCTU AII®D nipu Hupeauposanuu AIID2 se-
IeT K OrpaHMYCHUIO aKTUBHOCTH OpaguKWHWHA WU
yeunenuss AHI'(1—-8) xak ¢akTopoB IpoBoOcCIIaie-
HUsI, TpOMOOTeHe3a W TIPOTUINEePTeH3UBHONM aKTUB-
HOCTH.

* Ha ocHoBe aHayin3a 6MOXMMUYECKUX MEXaHU3-
MoB npemiaraercsa rmoHsatre “IHITOPM-2”, kmoue-
BOI COCTaBJISIIONIEN KOTOPOTO CIy>KaT AUCKHYHKIIUS
SHIOTEINS U “pasian’ yrpaBieHUs CBEPThIBAIOIIE
CUCTEMOIl KPOBM, TOHYCOM COCYIOB, TPaHCLIEJIIO-
JsipHOI nuddy3umn, nomnepKaHus apTepUaIbHOIO
naBieHus. Kak mokaspiBaeT KIMHUYECKUI aHAIU3, Y
naueHToB ¢ ocTpbIM TeueHrueM COVID-19 pa3BuBa-
eTCsl BacKyJisipHasl 3HAOTeNIualibHas AUCOYHKIIMS
ceplilia, Mo3ra, No4eK, SHIOKPUHHOI CUCTEMBI U 1Ip.,
KoaryjonaTtusi, TpoMOO3bl C KJIMHUYECKON KapTu-
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HOIT, HamOMMWHAaIoIe aHTUMOCHOIUTTMIHBIIA KaTa-
CTPOUIECKUUN CUHAPOM. DTOT IPOLIECC TUITNYEH B
IIEPBYIO OYepeab WISl JIETKUX, HO TAKXKE€ OTHOCUTCS K
MOPaKeHUIO0 MHOTHX CHUCTEM: MHUOKapaa, mo4YekK, To-
JIOBHOTO MO3ra, raCTpOMHTECTUHAJILHONM CHUCTEMBI,
SHIOKPUHHBIX OpraHoB M Ap. CylllecTBEHHO, YTO
OCJIOXHEHUSI COIpPSDKEHBI C HaJIM4YMeM B aHaMHe3e
namnueHTa apyrux ¢gopm naronorun. Ocodoe 3Haue-
HUE MMEET HEMOCPEICTBEHHOE U “OTJIOXEHHOe” Ha-
pylieHre GyHKIWI MO3Ta, BKJII0Yasl IICUXOCOLNAIIb-
HBII aCMeKT, 3aXBaThIBAIOIIMI MNpPaKTUYECKU BECh
coBpeMeHHbI Mup (MHCTpyKTMBHOE MUChbMO MUH-
3apaBa P®, 2020). C yyeToM mpeagoXeHHOTO Tep-
muHa “HHITOPM-2” 5Ti KIIMHUYECKUE BLIBOIBI IO~
TBEPXKAAIOTCA WJUIIOCTPAallMEl MEXaHU3MOB IMCCO-
HaHca AII®/AII®2, KoTopble MNOAPa3ZyMeBalOT
BO3MOXHOCTh IIPUMEHEHUSI N30MpPaTeIbHONI CTpaTe-
ruu Teparmuu COVID-19.

SAKIIIOYEHHME

3amaga JaHHOM CTaThU 3aKJiIroyajlach B cUCTeMa-
THU3alUuu MHGOpPMALIUU, TIOJYYeHHOI B IMOCIEIHUC
HECKOJIbKO MecseB 60pbobl ¢ nangmemueiit COVID-
19. Paccmorpenue nyonukauuii mo COVID-19 u
OTIBIT Pa0OTHI AaBTOpPA B MOJICKYJISIpHOI MaTohu3no-
JIOTUM TIO3BOJIMJIM OIIPEAEIUTh OCHOBHBIC JTHMHUU
N3JI0XKEHUS.

Bupyc SARS-CoV-2 3amyckaeT IIMTOKWMHOBBIIA
LITOPM U JuchyHKIIMIO 3HAO0TeNUS. B pesybrare opra-
HU30BaHHasl (hU3MOJIOornyecKasl CucTeMa npeBpalaeT-
Csl B MEXaHU3M ITOIM(pYHKIIMOHAIBLHOTO “pa3npast” u
pa3BuTHA 3a00JieBaHus. I1O0CKOJIILKY OCHOBHOM Iie-
Jbpl0 (ukcanum nmaroreHHoro Bupyca SARS-CoV-2
okasbiBaeTcst pepmeHT AIID2, ipencTaBUTEIb KITIO-
YeBOT0 KOHTPOJISI TEMOBACKYJISIPHOM CUCTEMBI, pac-
CMOTpPEHME €ro poJii Mpu “peiaepckoii peuenuuu’”
CTaHOBUTCS BeAylllel TUHUEH U3JIOXKEHUSI.

CyIIHOCTh MATOTEHETUYECKOTO NEMCTBUS KOPO-
HaBUpyca COCTOMT B MAacCHPOBAaHHOI aTake Ha
ATI®D2 u pa3pyiieHun GU3NOIOrMUYECKOTr0 paBHOBE-
cus komIiekca AITD/ATTID2. TTockoabky oba dep-
MEHTa OTHOCSITCS K IIPOTeMHA3aM, JIOKATN30BaHHBIM
MIPEMMYIIECTBEHHO B KJIETKAaX 9HAOTEIMS, 3TOT TKa-
HeBOH “ItalgapM” 0Ka3bIBa€TCSI MECTOM MATOJIOTU -
YeCKOro OJUCCOHAHCA CUCTEM KPOBU M KPOBEHOCHEBIX
cocynoB. Ilosgsmenne Bupyca SARS-CoV-2 ¢ n3on-
paTenbHbIM nopaxeHueM AIID2 datanbHO BiIMsgeT
Ha KapTUHY (PyHKIMOHAJIbHOro aucobamanca. WMH-
Tpura, CBsI3aHHas C IIaTOT€HE30M KOpOHaBHpyca
SARS-CoV-2, 3akioyaeTcs B HUBEJIUPOBAHUU
AII®D2 n ycuiaeHUU pa3pyLIMTENbHON aKTUBHOCTU
AIl®. dynkunoHanbHbI gucbananc AIID/ATID2
BeJIeT K YCUJICHUIO pOJIM KWHUHOB M aHTHOTeH3uHa 11
Kak (pakTOpOB BOCHAaJICHUs, UHULIMALIMA ILIUTOKU-
HOB, YCUJICHMSI TpOMOOTeHe3a, IIPOTUIIEPTeH3UBHOM
aKTUBHOCTHU.
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AHaJI3 MaTepuayioB, aKLEHTUPYIOIINX U3MEHE-
HUS OMOXUMUUYECKOM OCU aHTMOTEH3UHOBBIX U KH-
HHUHOBBIX IIOJIMITCIITUAOB, OCHOBHEIX PETYJISITOPOB
COCTOSHUSI KPOBU M TOHYCa COCYIOB, CIYXKUT OCHO-
BaHueM Ui noHatua “IITOPM-2”. Kommiekc na-
TOXUMHYECKUX ITPOIIECCOB pa3BOpaYMBaACTCS Ha TIO-
1Iaay SHIOTENNS, Te BO BTOpoil (pa3e BUPYCHOM UH-
dex1Mmn pa3BUBaIOTC ITOJIMOPTraHHAasl KoaryJionaTus
U HapylIeHWsI MaKpo- U MHUKPOTeMOIUHAMUKU C
MHOKECTBEHHBIMU YE€PTaMHU IIOpaKeHUs. DTa Hera-
TUBHAas KapTUHa XapaKTepHa He TOJIBKO 1151 Topaxe-
HMUS JIETKUX, TJIe BO3ACHCTBUE KOPOHABUPYCA OKA3hI-
BaeTCd MEPBUYHBIM, HO TaKXKe U JISI CEpALia, ITOYEK,
SHJIOKPUHHBIX OPraHOB, MO3Ta M JPYIMX CUCTEM Op-
raHmusma.

IMonsatue “IITOPM-2” mogpazymeBaeT He0OXO-
JIUMOCTh IIPUMEHEHUS 0c000ii cTpateruu apMako-
tepanuu COVID-19, xioueBoii COCTaBIISTIONIEH KO-
TOPOM CIIYXXUT HOpMaJIM3alusl QYHKLIUU SHIOTEINS
U yIIpaBJICHUS CBEPThIBAIOIIEI CUCTEMOI KPOBU, TO-
Hyca COCYIOB, TpaHCHUELTIONSpHOM muddy3uun, ap-
TepUaJIbHOTO JABJICHUS C BO3ICHCTBUEM Ha COOTBET-
CTByIOIIME (papMaKOJIOTUIYECKIE MUIIICHMU.
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Vascular Endothelium Damage as a Leading Mechanism
of COVID-19 Systemic Pathology

0. A. Gomazkov*

Orekhovich Scientific Research Institute of Biomedical Chemistry, Moscow, Russia
*e-mail: oleg-gomazkov@yandex.ru

An analysis of the molecular and pathophysiological mechanisms of COVID-19 is presented. The endothe-
lium of blood vessels, a kind of “endocrine tree” of the lungs and other organs, where important pathophys-
iological processes are concentrated, is considered as the target of the aggressive effects of the SARS-CoV-2
coronavirus. Since the main cellular target of viral aggression is the ACE2 enzyme, consideration of its role
becomes the main line of discussion. Coronavirus blocks the activity of ACE2, as a natural producer of an-
giotensins peptides, disrupting the balance of hemovascular control. Under normal conditions this mission is
performed by the ACE/ACE2 complex — enzymes that control the synthesis and physiological activity of an-
giotensins and bradykinin peptides. Changes in the ACE/ACE?2 axis ratios and cytokine stress are associated
with endothelial dysfunction and multiple vascular disorders. For the first time, the concept of “STORM-2"
was proposed, when the cause of severe organs pathology is violations of hemostasis, transcellular diffusion,
and maintenance of blood pressure.

Keywords: COVID-19 pandemic, cytokine stress, vascular endothelium, angiotensin-converting enzyme-2,
angiotensin-bradykinin axis, STORM-2, organ damage
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TOB M1 MOHOIIUTOB KPOBU, YBEJIMYEHUE CONECPXKAHUSI B HEM aHTUTEJI K XOJIMHOPELENTOPY M MPOBOCIIAJIM -
TeabHoro uuTokuHa IL-10. PazpaboTaHHass MOIesIb MOXKET OBITh UCIIOJIb30BaHa IMMPU OTOOPE JIEKapCTBEH-
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BBEAEHWE

ITouck cpencTB U METOAOB Tepalnuu MUACTEHUU
(myasthenia gravis — gaee MG) ompeneisieT Heo0-
XOIMMOCTh COBEpIIEHCTBOBAHUSI €€ BKCIIePUMEH-
TaJIbHBIX Mogaesieit. MG OTHOCSIT K ayTOMMMYHHBIM
3a00JieBaHUSIM ¢ 0Opa3oBaHUEM a(PMHHEBIX K O-1I€ITH1
H-xomunopeuenrtopa (H-XP) antuten (Behin, Le
Panse, 2018). IToBpexneHue XP MoxeT mpoTeKaTh
yepe3 yCUJIEHWE CKOPOCTU UX Jerpagalvu U o6Jjer-
yeHue paroumnTosa MakpodaraMu, yepe3 aKTUBAIINIO
CUCTEeMBbl KOMIUIEMEHTa U 4epe3 OJIoKady CBSI3bIBa-
HUA ¢ alleTiiIxolnHoM (Mantegazza et al., 2016).

IMposiBnernunss MG y XUBOTHBIX COITPSIKEHBI C MBI-
IIEYHOI CITab0CThIO, 0OPATUMOI TTOCJIE TPUMECHEHUS
MHIMOUTOPOB alleTUIIXOJIMHICTEPa3bl, JeKPEMEHTOM
M-oTBeTa 1 HapylueHneM (QYHKIINK aKCOHOB Iepu-
depmyeckmx HepBoB. g kuBoTHBEIX ¢ MG xapak-
TepHa 11032 ¢ ONYIIeHHO# BHU3 TOJIOBOI, Moarudaro-
IIMMUCS IepeIHUMU KOHEYHOCTSIMU M CUJIBHO BbI-
THYTOM CIIMHOI, HAOIIOHAIOT PBIBKM TOJIOBOM WM
MepeIHUMY KOHEYHOCTSIMU, IIPOCIICKMBAIOT HEaep-
KaHWE MOYM U OTCYTCTBUE IJIOTATEIbHBIX IBYKEHUIM
(Gilhus et al., 2016). Tszxkensie opmbel MG corpo-
BOXKIAIOT 3a00JIeBaHUS AbIXaTeJIbHBIX ITyTeil, 4acTo ¢
ruIepcekpeneii u cjie30TounBocThio. IllyMHOE IbI-
XaHUe, 00yCIOBICHHOE MapaJiuioM FOpTaHM, IIpoIia-
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JaeT MOCJie BOCCTAaHOBIICHUS MBITIIeYHOM criThl (Rac-
caet al., 2020).

AxcriepnMeHTaTbHYI0 MG Ha XMBOTHBIX MOJE-
JIUPYIOT ayTOaHTUTEJIaMU U JIUMMOKUHAMHU, BHIIC-
JICHHBIMU 13 KPOBU M TUMYCa OOJILHBIX MUACTEHUEHA;
ceHcHOMmMM3anueit XP, BBIIEICHHBIMA U3 DJIECKTPU-
yeckoro opraHa 7Torpedo californica B TIOJTHOM alb-
oBaHTe DpeitHaa; BBeACHUEM MNEeHUIMLIAMUHA
(Fuchs et al., 2014). I[1pu BBemeHUM KpbIcaM aHTUTE
K XP B 60oib1nx q1o3ax BBIICISIOT ABa MepUOaa MbI-
IIEYHOM CJIa00CTH, COIIPOBOXIAIOIIMXCS IOTepeid
Macchl Tena. [1epBoiii OCTpBIil meproa IIpoTeKaeT ¢ 7
no 12 cyr, a BOCCTAaHOBJICHWE MBIIICUHON CHIIBI
OOBIYHO HACTyIaeT yxe Ha 15 cyTt. Bropoii nepuop ¢
IIPOrPECCUPYIOLICH MBIIIEYHONM CJIA00CThIO BO3HU-
KaeT MexXay 26 1 35 cyT, IIpu4YeM eMY IIPEIIIECTBYET
MosiBJIeHWEe 3a00JIeBaHU I TbIXaTebHBIX ITyTell (Baggi
etal., 2012).

CylecTBYIOT TakKKe HEMMMYHHBIE MOIEIN MMU-
aCTEeHMYECKUX CUHIPOMOB, KOTOPHIE CBSI3aHBI C MY-
TaLMSIMUA T€HOB, KOOUPYIOLIUX PAa3JIMYHbBIC SITATOIThI
cyobpenuHul, XP, a TakxkKe MOAEIbHbIE COCTOSIHUS,
cBsI3aHHBIE ¢ neceHcnomnmianueir H-XP npu mpo-
MEKYTOYHOM CUHIpPOME U IIpU OTHAJICHHBIX JeMUe-
JIMHU3UPYIOIINX HEWPOIIaTUSIX IIOCJIE OTpaBICHUS
dochopoprannyeckumMm coenmHeHussMu (TroHUH 1
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ap., 2017). MG y XKMBOTHBIX MOAEINPYIOT TAKXKE HO-
KayTOM T'€HOB O€JIKOB, OTBETCTBEHHBIX 32 (POPMUPO-
BaHue UMMYHHoro oTBeTa (Cao et al., 2017).

H-XP BbIsIBA€HBI W B HMMMYHOKOMIETEHTHBIX
KJIETKaX, YTO TaKXKe HEOOXOAMMO YUUTHIBATh B MAaTO-
reHeze MG. TCR/CD3-3aBucuMblit TTyTb WHAYLIMU-
pyeT akchnpeccuio 04- u o7-cyorenunu, H-XP B
CD4-no3utuBHbIX T-nmuMmdonurax Meimeir (Qian
etal., 2011). B T-kneroyHoit niunuun CCRF-CEM
JIEMKeMUM 4YeI0BeKa HUKOTWMH WHIMOMPOBANI 3KC-
npeccuio MPHK Bcero criekrpa cyobseauauil H-XP n
B IIPUCYTCTBMM BHeksleTouHoro Ca?' 3anmyckan Kpat-
KOCPOYHOE YBeJIMYeHNe MPOHUIIAEMOCTU MEMOPaHBI
1 noHoB Ca2*. D1oT 3 dEeKT OTMEHSIN ATOHUCTHI
a7-cyobenunuiibl H-XP (kK mpumepy, o-OyHrapo-
TOKCHH), uTO ToATBepxaaeT poib H-XP B Ca?*-cur-
HaymuHre T-kimetok (Wang et al., 2004).

B makpodarax, o7-cyorenuuaunel H-XP urpator
pOJIb HETaTUBHBIX PETYJSITOPOB CUHTE3a U CEKpeIIUu
TNF-a (Wang et al., 2003). IlpeamnonaraioT, 4TO
(YHKIIMSI MMMYHHBIX KJIETOK YAaCTUYHO PETYIUPYeT-
CS1 XOJIMHEPTUYECKON CUCTEMOM IMOCPEACTBOM Ma-
PaKpUHHBIX BIIMSIHUI 110 TUIY AUCTAHTHOTO CUHAII-
cauepes o7-cyorenununy H-XP (Fujii et al., 2007).
o7-Cyobsequauiia H-XP BoBjiedyeHa B peryssiiuio
MIPOAYKIIMH IIPOBOCIIAIMTEIbHBIX IMTOKMHOB, KOTO-
pble, B CBOIO OuYepedb, MOMYJIMPYIOT IIPOIYKIIHIO
aHTUTE.

Llenb uccineqoBaHUsSI COCTOSITIA B UCTIBITAHUM XU~
MEPHOM KOHCTPYKIIMH THUIIA SKCTPAKICTOYHOTO JI0-
MeHa O,-cyobenuHuilbl H-XP Obika Bovis taurus,
cauroro ¢ N-KOHLA ¢ cyObeuHuLIel A| SHTEPOTOK-
cuna Vibrio cholerae O1 nnst mogenupoBanusa MG.

MATEPHAIJIBI 1 METO/IbI

DKCIIepUMEHTBI BBITIOJTHEHBI Ha OECITOPOIHBIX
OenbIx Kpblcax-camiiax Maccoi 180—220 r, moaydeH-
HbBIX 13 nuToMHuKa PAH “PannonoBo”. 2KMBOTHBIX
coliepKalli B CTaHOAPTHBIX YCJIIOBUSIX BUBApHsl Ha
OOBIYHOM MUILEBOM palliOHE CO CBOOOIHBIM JOCTY-
IIOM K BOJI€ B COOTBETCTBUU C IIPABUJIAMMU II0 YCTPOIi-
CTBY, OOOpPYAOBaHWIO U COAEPXKAHUIO DKCIEPUMEH-
TaJIbHO-OMOJIOTMYECKUX KIIMHUK (BUBapUEB) U paboTe
¢ xuBOTHBIMU, YTBepKIeHHbIMU [[OCT P 53434-2009.

CUHTE3NPOBAIM PEKOMOMHAHTHYIO TNIA3MUITHYIO
JHK (PITO XP), xkogupymoliyo xuMepHbIii XP BbI-
opanHoit crpykrypel (OOO “ATI CepBuc I'en”,
r. Cankr-IlerepOypr). IlpenmapaT mpencTaBisul co-
001 mpo3pavyHbIil pacTBOpP, KOTOPHINA BBOIAUIU B Op-
raHM3M TOCPEICTBOM MeTola TUIPOMNOpalvH.
T'uaponuHamuyeckoe BO3JAEUCTBUE TIPEACTABISIIO
coboit BHyTpuBeHHOE (B/B) BBeaeHue PI1JI B pusuo-
JIOTUYECKOM pacTBOpe B TeueHue 25—35 ¢ U3 pacuera
1 Mr/KT B 00BeMe, cooTBeTCTBYIOIIEM 10% OT Macchl
Tena. ODKCIEpUMEHTAJbHbIE >KWBOTHBIC MOJTydaaud
PIT[ onHOKpaTHO 1 TpexkpaTHO (1 pa3 B neHb). Ku-
BOTHBIM KOHTPOJBHOI rpymmrsl BBommim PITM, xo-
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IVPYIONIYIO 1IeJIeBOI OeJIOK, 6e3 ImocaemoBaTeTbHO-
CTU, aHAJIOTUYHBIM crocoboM. BceM >XMBOTHBIM
IMOAKOXHO BBOAWJIM IOJHBIN agbloBaHT PpeitHaa B
nmo3e 0.2 MI/Kr misl CTUMYJISIHUA BBIPAOOTKU aHTH-
TeJl.

IMosienenue B kpoBu IgG xk XP u IL-10, oTpaxka-
IOILIETO BOCTIAIMTEIbHYIO peaKIIUIo, OLIEHUBAIN KO-
JIMYECTBEHHO C IIPUMEHEHMEM COOTBETCTBYIOIIUX
MUMMYHO(EPMEHTHBIX TECT-CUCTEM C IIOMOIIIBIO aHa-
sm3atopa ChemWell Elisa 2910 (Awareness Technol-
ogy, CIIIA). ®opmupoBaHue MG y XXUBOTHBIX MO/~
TBEpXIaaId B Xode 3JeKTpoHeipomuorpaduu
(OHMT) u TecroB “IlnaBanue ¢ rpyzom” (10% mo ot-
Kaza) u “Cuia xBaTa”, onpeaesiii KJIeTOYHbINA Cco-
CTaB KpOBM (IMHaAMMKA JIEHKOILIMTOB U WX ITOITYJISI-
nuii, IL-1o0 m antuTena K XP). MplIiedHyio yromsi-
€MOCTb OLICHMBaJIM [0 BpeMEHHU IIJIaBaHUSI C
otsiromieHreM (10% oT Macchl Tejia) 1O 0TKAa3a U B Te-
CTe, ONpEeIeJIsIIoNIEM MaKCUMAJbHYIO CHUIY XBaTKU
gan (Grip Strength Meter, Columbus). Kpurepuem
MBIIIEYHON YTOMJISIEMOCTH SIBJISIOCH CTaTHUCTHYE-
CKM 3HAaYMMOE€ CHMXXEHMHE “IIUTEIBHOCTU OJIHO-
KpaTHOTO MJaBaHUs” M CHUXKEHUE CUJIbI XBaTKU WU
HEBBIIOJIHEHHE 3TOTO pediiekca.

CpenHue BeJIMYUHBI PETUCTPUPYEMBIX ITOKa3aTe-
Jieli paccUuThIBaIU OOIIENPUHSTBIMU CTaTUCTUYE-
CKUMHU METOJaMM C MpUMEHEHHUEM ITporpaMMBI Sig-
maPlot 11.0. TTosrydeHHbIe JaHHBIE TPEICTABICHBI B
BUJE CpEIHUX 3HAYEHUI CO CTAaHAAPTHBIM OTKJIOHEe-
HueMm (M £ SD). s cpaBHEHUs CPEIHUX BEIUIUH
rmokasaTejieil U YCTaHOBJIEHUSI CTaTUCTUYECKU 3Ha-
YUMBIX Pa3INYUi C TPYNION CpaBHEHUST TPOBOIWIN
CTaTUCTUYECKYIO 00pabOTKy IO HelTapaMeTPUUIECKO-
My Tecty MaHHa—YuTtHU. {JIsT CpaBHEHUST CPEIHUX
BEJIMUMH U YCTAHOBJIEHUS TOCTOBEPHOCTH pa3InuMii
¢ (DOHOM MCMOJIL30BAJIM HEMapaMeETPUUYECKUN Kpu-
Tepuit I MapHBIX CpaBHEHUU YWIKokcoHa. s
OLIEHKY 3HAUMMOCTU MEXTPYITIIOBBIX pa3Induii aab-
TEPHATUBHBIX TOKAa3aTeeil MPUMEHSUIN ) >-KpUTe-
puit [Tmpcona m TouHblil Meton Puirepa. Pazmrans
110 CPaBHEHUIO C KOHTPOJEM CUMTAIN CTAaTUCTUYE-
cku 3HauUuMbIMU Tipu p < 0.05 1 MeHee.

PE3YJIBTATBI 1 OBCYXIAEHHWE

Y KpbIC, KOTOPBIM B/B OTHOKPATHO U TPEXKPATHO
peoaviu PIT XP rugpoamHaMUYeCKUM CIIOCOOOM,
npu npoegeHU DHMI BbISIBIEHBI HEBPOJIOTUYE-
CKUe HapyllIeHUs, XapaKTepPUCTUKU KOTOPBIX MPUBE-
JIeHbI B Ta0JI. 1.

I[Ipu DHMI He BBISIBICHO OTKJIOHEHWI1 ITOpora
pasapaxKeHusi, YTO CBUAETEbCTBYET O COXPAHHOCTHU
3JIEMEHTOB YyBCTBUTEJIbHOI MHHepBaluu. Kak mpu
OIHOKpAaTHOM, TaK Y IIpU TpeXKpaTHOM B/B BBele-
aun PIT XP ¢ mpuMeHeHeM THIpOANHAMUYECKOTO
BBEIICHUS Y KPbIC TPOCJIEKUBAIN CTOMKOE CHUXKEHUE
aMIUIUTyabl M-0TBeTa, U3BMEHEHUs TToKa3aTes Mpu
TPEXKpPAaTHOM BBEIEHUMU PETUCTPUPOBAIM B OoJjiee
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Tab6auua 1. TTapamerpst DHMI kpbic B paznuyHbie cpoku nociie BHyTpuBeHHoro BBeaeHus PITJI XP ¢ npumeHeHnem

YEITYP u np.

rugpoarHaMudeckoro BosneiictBust (M + SD, n = 8)

Cpok I'pynna/npenapar
Hoxazarens SHMT PETUCTpaliny, KOHTpPOJIb PIIJ XP, 1 mr/kT, PII XP, 1 mr/kr,
HEl. runportopaumu PIT]] OIHOKPATHO TPEeXKpaTHO
1 25.11 £0.28 24.84 + 0.44 21.54 + 0.39*
2 25.01 £0.24 24.52 £ 0.53 22.29 +0.53*
Ammuryna, MB
3 24.94 + 0.16 23.00 + 0.80* 22.73 £ 0.26*
4 24.69 + 0.29 22.60 = 0.91* 21.20 = 0.60*
1 2.16 £0.03 2.32 £ 0.06* 2.30 £ 0.08*
2 2.13+0.04 1.99 = 0.04 2.06+0.13
JnureabHOCT M-0TBETa, MC
3 2.13+£0.04 2.10 £ 0.04 2.02 £ 0.09
4 2.05 £ 0.05 2.13 £ 0.04 1.96 + 0.05
1 32.08 £ 0.91 3347 £ 1.16 25.90 £ 0.97*
2 32.17 £0.76 25.98 + 1.30* 23.46 + 1.48*
ITinomane M-oTBeTa, MB X Mc
3 31.08 +0.90 24.84 + 1.99* 25.93 + 1.65*
4 31.23 £0.88 26.56 £ 1.52* 22.03 £ 0.75*

ITpumeyaHnue: * — OTIMIMSI CTATUCTUYECKU 3HAYMMBI IO CPABHEHUIO ¢ KOHTPOJIbHOM rpyrmoii ripu p < 0.05. 3mech u B Tab. 2 1 3.

paHHUIE CPOKHU. YBEINYSHUE IJINTEIbHOCTU M-0TBe-
Ta GUKCUPOBAJIM B TedeHME | Hed. mocae OMHOKpAaT-
Horo u TpexkpaTHoro BeaeHust PITJI XP. CootBeT-
CTBEHHO COKpalllajach 1 IUIONIAIb OTBETA: 3TOT MH-
TeTrpaJbHBbIi TOKa3aTeJIb B IPYIIIe OMHOKPATHOTO B/B
BBEACHMSI CHIXKAJICS yepe3 2 Hel. OT Hauvajla dKCIle-
pUMEHTAa, TOIIa KaK IIPU TPEXKPaTHOM BBEIIEHUM €TI0
JIOCTOBEPHBIE OTKJIOHEHUST OT KOHTPOJISI IIPOCIEXKI -
BaJIM, HaYMHas ¢ 1-i1 Hexd. aKcnepuMeHTa. Takum 06-
pa3oM, BBISIBJIEHBI 3JIeKTPO(GU3NOIOTMIYECKIE IPH-
3HAKW HapylleHui (GYHKIWH HEPBHO-MBIIITEIHOMN
nepengadu, NposiBJICHUSI KOTOPBIX 3aBUCEIU OT KpaT-
Hoctu B/B BBeaeHust PITJI XP.

MN3MeHeHus KoJinuecTBa JeHKOLIUTOB B KPOBU UC-
CJICIIOBAHHBIX TPYIII 3aBUCEJIM OT KPATHOCTH IIpUMEHEe-
Hus PIT/1 XP v He ObU1M BBI3BaHBI UCITOIE30BAHIIEM ME-
Tola TMAPOAMHAMUYECKOro BBemeHus (Tadn. 2). IMpu
onHokpaTtHoM B/B BBeaeHuu PI1JI XP sToT mmokasa-
TeJIb CTATUCTUUECKN 3HAYNMO YBEITUINBAJICSI TOIBKO
K OKOHYAHUIO TIepuoa HabJIIoIeHUsI, TOrma Kak Ipu
TPEXKpaTHOM BBeIEHUM 00Opa3lia KOJIUYECTBO JIEHKO-
IINTOB YBEJINYMBAJIOCh, HAUMHAS CO 2-11 Hell. SKCIepU-
MEHTa, a K OKOHYaHUIO SKCIIepMMEHTa HaOJTI0aaI1 BbI-
paXeHHyI0 JelKoneHuto. M3 umciaa cyOomoImyssimii
JIEKOIIMTOB Yepe3 2 Hell. MOciie OMHOKPATHOTO BBEIE-
Hus1 PITTL XP ctaTucTyecky 3Ha4UMMO BO3pacTajio KO-
JIMYECTBO JIUM(POIUTOB 1 MOHOIIUTOB, TOI/Ia KaK KO-
JIMYECTBO IPaHyJIOIIMTOB CHIKAJIOCH C TCHICHIIUEH K
BOCCTAaHOBJICHUIO K KOHILYy 4-i1 Hen. IIpu Tpexkpar-
HoM BBeaeHuM PIII XP nmpupocT MOHOLIMTOB OTME-
Yajan OO0 OKOHYaHMS ITeprona HabmoneHus. B stor
CpPOK (pMKCUPOBaJIM pPe3KOe CHUKEHUE MPU BOCCTa-
HOBJICHUHY MONYJISIIUY T'PAHYJIOLUTOB K 3-i1 Held. Ha-
oJIroneHUs.

YCITEXY COBPEMEHHOM BUOJIOTUH

B o3y npoTekaHMsI BOCIIAIUTEIBHOTO IIPOIIeC-
ca y XMBOTHBIX, noiyuaBmnx PITJI XP, ykaseiBanm
JIaHHbIE OMOXUMUYEeCKUX MapkepoB (Tadma. 3). Ilpu
OJHOKpPATHOM ruapoamHaMudeckom BBeaeHuu PITJ
XP mospriieHne KojmmdecTsa aHTUTEN K XP mpocie-
KUBaJIM Ha 1 —2 Held. 9KCIIepUMEeHTa, U K ero OKOHYa-
HHMIO TOKa3aTellb COOTBETCTBOBAJI KOHTPOJILHBIM
3HadeHusM. [lpu TpexkpaTHOM BBeAcHHMM 0oOpaslia
HapacTaHWe KOJIWYEeCTBAa aHTUTEN BBISIBISIIA KakK Ha
IepBOI Hellelle SKCIIEpUMEHTa, TaK U uepe3 3—4 Hel.
IocCJIe ero Hayaja, 4TO IIpeAriojarajio pa3BUTHE
ayTOMMMYHHOTO BOCHaJMTEBHOTO TIpoliecca. Ypo-
BeHb [L-10 pe3ko yBenuuuBaics yepe3 1 Hea. mocie
Beegenus PITJ XP, a B mocnemyiomeM oTrMevanach
IJaBHasl AUHAMHUKa e€ro CHWxXeHus. IloaydeHHBbIe
JIaHHbIE TTO3BOJISIIN ClIeaTh IPeanoIoKeHre o (pop-
MUPOBAaHUY ayTOMMMYHHOTO BOCHAJICHUS, [IPU 9TOM
Mogenb TpexkpaTtHoro BeeaeHus1 PITI XP obecrieun-
BaeT OoJiee NIMTEIbHBIN 1 BEIPaXKEHHEBIN OTBET.

buonoruyeckoe neiicteue PITJI XP npociexeHo
B TecTe 10%-HBIM TPY30M OO OTKAa3a U CUJIbI XBaTa.
ITo pesynpTaTtam (pOHOBOTO 3aIUIBIBA CPETHSS TIPO-
JIOJDKUTEIbHOCTh TIJIaBaHUSI JXMBOTHBIX BO BCEX
rpymnmnax cocrasisiia 143—154 c. I1ocite oqHOKpaTHO-
ro B/B ruppoanHamudeckoro BBeaeHust PITI (koH-
TPOJIb) Ha 7-€ CyT (DUKCUPOBAJIU CHUXKEHUE TTPOAOI-
KUTEJbHOCTU IUIaBaHus Ha 11.7% OTHOCUTEIILHO
¢$OHOBEIX 3HAaUYeHU. B mocaenyomme Cpoku TeCTh-
POBaHMSI MPOJAOKUTEILHOCTD TJIaBaHUST KUBOTHBIX
JIAaHHOM I'PYIIIEI IOBBIIIAJIACH, M K 3-11 HEeJl. COCTaBIIIa
195 = 12.5 c. I[locne omHOKpaTHOTIO B/B TMAPOIMHA-
muyeckoro BeeaeHus: PITI XP kx 3-it Hen. mpomosi-
KUTEJIBHOCTD IJ1aBaHUs Obl1a Ha 10% Huke 3Haude-
HUI KOHTPOJBLHOM ITPYNNBI. YCTAaHOBJICHO, YTO TPEX-
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Tab6auna 2. BocniasimTeibHbIE U3MEHEHUSI TIOTYJISILIMY JIEMKOLIMTOB KPOBU KPBIC B pa3IMYHbIE CPOKM TTOCTIE B/B TUIPO-
nuHamudeckoro Bosaeiicteust PITJ XP (M = SD, n = 8)

CpOK perucrpalimm 1moxkasarejid 1ocJji€ BBEACHUA 06pa3ua, HCI.

IMokazarens, X 103 /MK oHOBbIE 1 5 ; A
3HaYCHUS
OnnokpatHoe BBeneHue PITJI XP ¢ mpuMmeHeHneM THAPOIIOpaii
JleiikoLuThI 11.4 +£0.87 12.6 = 1.29 16.3 +2.19 16.1 £ 2.69 15.8 = 1.64*
JIumbouuTtst 6.4 £0.64 9.5+ 0.99* 11.1 = 1.30* 12.9 £ 3.19 11.4 + 1.37*
MOHOIUTHI 0.6 +0.08 1.71 £ 0.26% 2.60 £ 0.43* 1.78 £ 0.35% 0.88 £ 0.08*
I'paHynOIIATHI 4.3+0.58 1.2 £0.13* 2.5+ 0.53* 1.4 £0.21* 35%+0.13
TpexkpatHoe BBeaecHue PIT XP ¢ npumeHeHHeM ruapornopaum
JleiikouThl 11.4 £ 0.87 14.4 + 1.63 16.1 £0.91* 17.7 £ 1.76* 7.3 £0.54*
JInmbonuTter 6.4+ 0.64 11.1 £ 1.47* 12.2 £ 0.63* 12.5 + 1.41* 3.6 £ 0.28*%
MOHOUUTHI 0.6 £0.08 1.70 £ 0.27* 2.03 £ 0.18* 0.86 + 0.08* 1.21 £ 0.20*
I'paHynOIIUTHI 4.31+0.58 1.6 £ 0.19* 1.9 £0.27* 4.2+0.75 3.2+0.26

Ta6auna 3. HakonneHue anturel K XP u conepxxanue IL-10 B 1azMe KpoBU KPbIC B pa3IMYHbIe CPOKU MOCJIE BHYTPHY-
BeHHOrO BBeneHus PIT/I XP ¢ mpumeHeHneM ruapoguHaMudecKoro Bo3aeicteust (M + SD, n = 8)

DOHOBEIE KpaTHOCTb BBeIeHMsT ITpono/KUTENEHOCTL HAOIIOACHUS, CYT
IMokazarenn
3HAYEHUS PITO 7 14 21 28
OnHOKpaTHO 0.3 £0.04* 0.3x£0.08% 0.2=%0.05 0.1 £0.03
IgG x XP, MKkr/n1 0.1£0.04
TpexkpaTHO 0.5+0.04% 0.2+0.03 0.3+0.08% 0.3 +0.04*
OnHOKpaTHO 2.1 £0.74*| 2.1 £0.9* 1.9 £0.97 1.3 £0.1*
IL-10, MKr/n 0.1 £0.07
TpexkpaTHO 5.3+2.79 3.9+ 1.62%| 3.2+2.23 2.6 +0.53*

KpaTHOe TuapoauHaMmudeckoe B/B BBeaeHue PIT/]
XP cnocoO6cTBOBAIO CHUXKEHUIO AJIUTEIbHOCTU I1J1a-
BaHUS KpbIC Ha 24% K 3-if Hel. 9KCIIEpUMEHTa MO
CpaBHEHMIO ¢ OTHOKpaTHBIM BBeneHueM PITI XP.

Ha c¢oHe omHOKpaTHOTrO B/B TMAPOIANHAMUYIECKO-
ro BeegeHus PIIJ] XP mokaszaHo CHIMXXEHHE CHITBI
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Puc. 1. MpliieyHasi yToMJIsieMOCTh y KPBIC TIOCIIE TPEX-
KpPaTHOTO BHYTPHMBEHHOTO TUAPOAMHAMUYECKOTO BBEIE-
Husa PITJI XP B Tectax “IlnaBanume no otkaza” u “Cuia
xBata”, (M = SD, n = 8).
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XBara jan Kpbic Ha 2-ii Hen. Ha 0.4 &+ 0.83 H no cpaB-
HEeHUIO ¢ (POHOBBIMU 3HAYECHUSIMU U K 3-i1 Hell. cuia
XBaTa ObLIa COMOCTABMMA C MCXOMHBIMU 3HAYCHUSI-
MU. YCTaHOBIIEHO, UTO TPEXKpAaTHOE B/B TMAPOINHA-
muyeckoe BBenenue PITJI XP oka3piBajio BaustHUE
Ha MBIIICYHBIN TOHYC KPBIC IO CPABHEHMIO C €r0 OJI-
HOKpaTHBIM BBeJeHUEeM (puc. 1).

SAKJIIOYEHUE

ITocpencTBOM MHAYKIIMU 9KCIIPECCUU XMMEPHOTO
XOJMHOpeLlenTopa pa3dpaboTaHa coxpaHsIolas Ia-
TOT€HETUYECKOe €AUHCTBO C 3KCIIepUMEHTAJIbHOI
monpensto MG, mipenmonaratoiasi TpexXKpaTHOe
BHyTpuBeHHOe BBeaeHue PIII XP ¢ mpumeHeHneM
ruapoavHamuueckoro BBeneHus. [lpemioxeHHas
cXeMa BBEISHMS oOpaslia o0ecIieuynBacT BBIpAXKCH-
HbIA ayTOUMMYHHBII1 OTBET, COXPaHEHUE AJIUTEIbHO-
CTU BOCITJIMTEIbHOM peakiuy Ha MPOTSLKEHUM 4-X
HeJeNb U CHUXXKeHWe (U3NIEeCcKoi paboToCmoCcOOHO-
CTM U TIoKazaTesiell 2JeKTpoHelipoMuorpaum Xu-
BOTHBIX. Pa3zpabotaHHasi Monesb MOTEHIMaIbHO MO-
JKeT OBbITh UCTOJIb30BaHa MpPU OTOOPE JIEKAPCTBEHHBIX
CPEICTB IJISl Tepariuu ayTOMMMYHHBIX 3a00JieBaHU
XOJIMHEPTUYECKOU MPUPOIBI.
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KOH®JIMUKT MHTEPECOB

ABTOpH CTaTbU 3asiBJISIIOT 00 OTCYTCTBUU KOHCI)J'H/IKTH.
MHTEPECOB.

COBJIIOAEHNE 9TUYECKNX HOPM

Bce mpuMmeHunMBIE MeXIyHapoOHBIC, HallMOHAJIbHBIE
U/VIM UHCTUTYLUOHAJIBHBIC IIPUHILIMITBI YXOIa U UCITOJIb-
30BaHUs )KUBOTHBIX OBbIJIU COOJIIOAEHBI.
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Method for Modeling Myasthenia Gravis in Rodents
by Inducing Autoimmune Cholinoreceptor Damage

S. V. Chepur?, M. A. Yudin“, A. S. Nikiforov*,
I. M. Ivanov“, A. N. Alekseev“, and T. M. Ustinova® *

“4State Scientific- Research Test Institute of the Military Medicine, Russian Federation Defense Ministry,
Saint- Petersburg, Russia

*e-mail: gniiivm_ 15@mil.ru

The possibility of modeling myasthenia gravis in rats by intravenous administration of recombinant plasmid
DNA encoding a chimeric nACh-receptor, followed by hydroporation or electroporation, is shown. The for-
mation of neuromuscular conduction disorders was evaluated by electroneuromyography in the form of a de-
crease in the amplitude of the M-response and its decrement, and a decrease in the response area. In a he-
matological study, an increase in the number of blood lymphocyte and monocyte populations, an increase in
the content of antibodies to the cholinoreceptor and the proinflammatory cytokine IL-1c was observed in dy-
namics. The developed model is suitable for the selection of medicines for the treatment of myasthenia gravis.

Keywords: myasthenia gravis, nACh-receptor, experimental model
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INPEHATAJIBHOI'O CTPECCA 1 POJIb OKUC/IIUTEJIBHOT'O
CTPECCA B PEAJIM3AIIVU ETO MOCJIEICTBUN
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IIpeHaTanbHBIi cTpecc JI000i 3TUOJIOTUM SBJISICTCS HEOTheMJIEMBIM (PaKTOPOM 3BOIIOLIMM. AKTUBALIUS
SMUTeHETUYECKUX MTPOLIECCOB MOBBIIIEHHBIM YPOBHEM MAaTEPUHCKUX TTIIOKOKOPTUKOUIOB U3MEHSIET XK1 3-
HEHHBI ITyTh HOBOPOXKIAEHHBIX HEeTIpeacKa3yeMbIM 00pa3oM. PaszHbie cTpecCOpHbIe BO3IEIICTBYS B pa3HbIC
BpEMEHHBIEC TOYKM 3MOpHUOreHe3a OyayT MMETh pa3Hble ITOCIEACTBUS, KOTOPhIe TAKXKE BCTYIAIOT APYT C
IpYroM B IUHAMUYECKUe B3auMoaeicTBUsi. OQHUM U3 ApaMaTUYEeCKUX pe3yJIbTaTOB TaKUX B3aMMOJIEii-
CTBYIOILIUX IIPOLIECCOB SIBJISIETCS POCT IICUXOIATOJIOIMI M HEPBHBIX 3a0ojeBaHuii. [1oBblllIEHIE YPOBHS
MaTEepPUHCKUX IIIOKOKOPTUKOUIOB BBhI3bIBACT HapyllIeHWE peloKc-0ajlaHca y 1jioaa, U Kak CJIeICTBUE —
OKUCJIUTENbHBIN CTPECC, TO €CTh MPOLIECC CMEIEHUS MPO- Y AHTUOKCUIAHTHOIO PABHOBECUSI B CTOPOHY
MOBBILLIEHUSI 00pa30BaHUS aKTUBHBIX (popM Kucopoaa. HeKoTopbie anureHeTu4eCKue MU3MeHeHUsl, KOTO-
pble MOTYT OBITh IIPUYMHOM HapylleHui pyHKImoHupoBaHusg LIHC, aBistiorcs ciaeacTBUeM OKUCIUTENb-
Horo cTpecca. KpoMe Toro, B HopMe 1 B CJly4ae CTPECCOPHBIX BO3IECMCTBUI peaKiysi MaTepU OTTIOCPEIyeTCsI
IUIALIEHTOM, KOTOpast KaK MeTab0IMYeCK aKTUBHBII opraH 00J1agaeT U CBOeil CUCTeMOI peaoKc-6alaHca,
TaKXKe MOJBEPraiolierocsi OKUCIUTeIbHOMY cTpeccy. [lnalieHTapHble SITMre HeTUYeCKe U3MeHEeHUs 00.1a-
JIalOT KaK MOJIOXKUTEIbHBIM, TAK M HETATUBHBIM BO3JeiicTBMeM Ha I1o4. B 0630pe paccMaTpuBarOTCs I10-
CJIeIHUE UCCIIeIOBaHMs, TTOCBSIIEHHbIE KOMILJIEKCHOMY aHaJU3y MHOTOKOMITOHEHTHOM MPOGaeMbl TTpU-
YMH U MOCJEACTBUI MPEHATAIILHOTO CTpecca.

Karouesnie crosa: HpeHaTEUI])HbeI CTpECC, IICUXOIIATOJIOTUA, SIIMTCHETUKA, OKHUCJIUTEIbHbINA CTpecCC, 1ia-

LIeHTa
DOI: 10.31857/50042132421020095

BBEAEHME

INcX03MOIIMOHATBHBIN CTPECC SIBISETCS OTHUM
M3 CJICACTBUI TexHUYeckoro Iporpecca. OcoOyio
BaXKHOCTD TIPEJCTaBIISIET M3YYeHUE BIUSHUS cTpecca
Ha OpraHu3M, HAaXOISIIUICS B COCTOSTHUM OepeMeH-
HOCTH, B CBSI3U C TEM, UTO ITaTOJIOTUYECKUE ACUCTBUSI
3TOTO (haKTOpa BBHISIBISIOTCS U Y MOCASAYIOIINX T0-
KojieHu#i. IloBBIIIEHHBII YpPOBEHb MAaTEPUHCKUX
TOPMOHOB CTpecca BusieT Ha MopdoreHe3 aMOpro-
HaJbHBbIX HelipoHoB (OtesuH U 1p., 2007). B pe-
3yJIbTaTe U3MEHSIETCSI CTPYKTYpa MOBEACHUSI, CHUXKA-
I0TCSI alalITUBHbIE CTTOCOOHOCTU Y B3POCJIbIX TOTOM-
koB (Ilanstmmuaa u op., 2001; OpasH, [TuBuna, 2003),
YTO CBHIETEIBCTBYET O (DyHIaMEHTAJIbHOI IIepe-
crpoiike ¢pyHkuuii [IHC. OmgHOBpeMEHHO C 3THM,
MTOBEICHNE ITOTOMCTBA OIIPEHCIIIOT TeHETUYECKHe
(akTOpHI, YCITOBUS OKPYKAIOIIEH Cpenbl B IIOCIEPO-
IIOBOM TIEpHOAe M Ka4eCTBO MaTEPUHCKOM SMITATUU
(Weinstock, 2008). B Hacrosimiee BpeMsi HMMeEeTCs
OOJIBITIIOE KOJMYECTBO MCCIACIOBAHWM, ITOCBSIIEH-
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HBIX pa3HBIM (hakTopaM, MHAYLMPYIOIIUM IIpeHa-
TallbHbBII CTpecC, TaK Ke, KaK U ITOCJIeICTBUS 3TOTrO
MU3y4aloTCsl MO pa3HbIM MapKepaM. OQHaKO, OYEBU/I -
Ha HEOoOXOOAMMOCTb KOMIUIEKCHOTO aHajau3a st
OIpeneieHUs MEeXaHU3MOB pealu3aluuu 3¢hGeKToB
MpeHaTaJIbHOI0 CTPeCcCa, TAKMX KaK BIVSIHUAE TIIIOKO-
KOPTUKOUJIOB MaTepH Ha TUIOJ, TO3UTUBHOI MJIN He-
TFaTUBHOM POJIU SIIUTeHETUYECUX U3MEHEHUI 1 POJIN
OKHCJIUTEILHOTO CTpecca B MX MHAYKLUUU. Takum
00pa3oM, MHTETpUPOBAHHBII ITOAXOMA B MCCJIEI0Ba-
HUSX, TIOCBSIILIEHHBIX BIUSHUIO MAaTEPUHCKOTO
cTpecca Ha MOTOMCTBO MOT ObI IIPUHECTU OOJIBIIYIO
M0JIb3y B MOHUMAaHWUM AaHHOU IpobieMbl. CoBMe-
IIeHUE TICUXOJIOTUYECKOr0 U OMOIOTMYECKOTO MO/~
XOIIOB, BKJIIOUAlOIEe U3Yy4eHUE COBMECTHO CyOBeK-
TUBHO BOCIIPMHMMAaeMOTO CTpecca U OOBEKTUBHBIX
GU3MOTOrMUeCcKUX IToKa3aTeaeil CTPECCOBBIX pPeaK-
L1 y OepeMeHHBIX XKEHIINH, BJIUSHUE 3TUX CTPEC-
COBBIX peaKI1ii KaK Ha pa3BUTHE IJIOA, TaK M Ha pe-
OeHKa, a TaKXe POJIb MATEPUHCKOTO MOBEICHUS U
SMIIATUM BO B3aMMOOTHOIIEHUSIX ¢ peOEHKOM IIpu
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HaJlndynun (I)aKTopa IIpEHATAJIbHOIO CTpECCa MOXKET
OBITh TAKUM NHTETPATUBHBIM ITOAXOO0M.

BEPEMEHHOCTb U
INCUXOSMOUMNOHAJIBHBIN CTPECC

BiusiHMe TTOBBIIIIEHHOTO YPOBHS TJTIOKOKOPTHUKO-
UIOB B TIPOLIECCE PAa3BUTHUSI OPraHU3Ma SIBJISICTCS
KJTIOY€BBIM TOPMOHAJIbHBIM CUTHAJIBHBIM MyTEM, Ye-
pe3 KOTOPHI pean3yroTcs JOJATOCPOUHbIe (DEHOTH -
nmueckre 3¢h@EKThI, CBI3aHHbLIE ¢ HEOIAronpusiT-
HBIMH YCJIOBUSIMU B paHHEM Bo3pacTte. DT 3(PpPEeKThI
IIPOSIBJISTIOTCSI HA TIPOTSDKEHUY BCei skn3HU. Bosneii-
CTBUE CTpecca B IEPUOJ PAaHHETO MPEHATAJIbHOIO U
HEOHATaJIbHOTO Pa3BUTHUSI MOXET JIOJTOBPEMEHHO
BIMSTh Ha (PU3MOJIOTUIO U TOBEICHME 4YeJIoBeKa.
K HacTosgimeMy BpeMeHM OITyOJIMKOBAaHO OOJBIIOE
KOJIMYECTBO MCCIICNOBAHUI, OCBEIIAIOIINX POJb
IIIOKOKOPTUKOUJIOB B ME€XaHM3Max IpeHaTaJIbHOTO
crpecca (PesnukoB u gp., 2004; OtennuH U 1p.,
2007; McGowan, Matthews, 2018; Krontira et al.,
2020).

BonbIIMHCTBO TaKMX MCCAEIOBaHUI MPOU3BEACHO,
10 TOHSITHBIM IIPUYMHAM, Ha XXMBOTHBIX, ITIO3TOMY
0COOBII MHTEPEC MPEICTABISIOT UCCACIOBAHMS, BbI-
MOJIHEHHbIE Ha BBIOOPKE M3 YeJIOBEUECKOM MOITYJIsi-
muu. aBuc ¢ coast. (Davis et al., 2011) mpoBeau uc-
cjieJoBaHME Ha BBIOOPKE, COCTOABIIEH U3 116 XeH-
IIMH M JOHOIICHHBIX JeTeid, IJIs OompeacacHUs
IIpeHaTaJIbHOTO [EMCTBUS IIOBBIIIEHHBIX YPOBHEM
JIIOKOKOPTUKOWJIOB 1 MAaTepUHCKOIo cCTpecca Kak
MpearnojaraeéMbIX MEXaHU3MOB 151 (DeTaTbHOIO IIPO-
rpaMMHPOBAHUS 3M0POBbsI POAUBIINXCS AeTeil. Bbi-
JIO OOHApPYKEHO, YTO peaKivs MOBBIIIECHHOIO BbI-
Opoca KopTH3oJa y JieTeii Ha Tpoleaypy pasapaxke-
HUSI ISITKY ITaJI0YKOM ObLIa CBsI3aHa C BO3IEICTBEM
MOBBIIIEHHBIX KOHIIEHTPAlMii MaTEpUMHCKOTO KOp-
THM30J1a B KOHIIE BTOPOT'O U TPEThEro TpuMecTpa bepe-
MeHHocTH. [Ipu 3TOM, OONee MemieHHas CKOPOCTh
BOCCTaHOBJICHUST YPOBHSI KOPTH30Ja OblIa CBsI3aHa C
MOBBIIIIEHHBIM YPOBHEM MaTepPUHCKOTO KOpPTHU30Jja
Ha paHHUX CpoKax OepeMEeHHOCTH, a KpOME TOTO U C
MpeHaTaJIbHBIM MATEPUMHCKUM TICUXOCOIUAIbHBIM
CTPECCOM Ha MPOTSKEHUU BCel OepeMEeHHOCTU. DTU
pe3yabTaThl HE KOPPEIUPOBAIM CO CIIOCOOOM POaO-
paspelieHusi, 00JIE3HM B MpeHaTaJbHOM aHaMHeE3e,
COLIMAILHO-3KOHOMUWYECKMM CTaTyCOM WJIM pacoit
pebeHKa, MOJIOM WX IIOPSIIKOM poxkKAaeHMs. Takum
00pa3oM, BO3IEKCTBHE MAaTePUHCKOrO KOPTU30JIa U
TCUXOCOLIMATILHOTO CTpecca OKa3biBaeT MPOrpaMMu-
pylolllee BO3IEHCTBME Ha Pa3BUBAIOIIUICS ILIOH C
MOCJIeIYIOIIUM BIUSHMEM Ha IETCKYIO CTpeccopeak-
TUBHOCTb.

B TO ke BpeMsI MOSIBSIIOTCSI HOBbIE JAHHBIE O TOM,
YTO BJIMSHHE MPEHATAJIbBHOTO CTpecca Ha pa3BHUTHE
ITOTOMCTBA 3aBUMCHUT OT Iojla. B mcciiemoBaHum Ha
JIFOASIX C UCTMOJIb30BaHUEM JTaHHBIX MPOCIEKTUBHOI
JIOHTUTIOTHOM KOTOPTHI, CTPATU(MUIINPOBAHHOM IO
CTETICHM PUCKA, OBUTH BBIIEICHBI TTOJIOBBIE PA3INIHsI
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B IpeHaTaJbHOM IIPOrPaMMHMPOBAHMHU IIJIOOA MaTe-
puHCcKUM KopTusonoM (Braithwaite et al., 2017). AB-
TOPHI BBISIBWIM, YTO B BO3pacTe 5 HEM. y MJIaAcHIICB
KEHCKOTO II0JIa MOBBIIIACTCS KOJIUIECTBO HETaTHUB-
HBIX SMOLIMOHAJIbHBIX PEAKIIUNA MOCIE BO3ACHCTBUS
BBICOKOI'O YPOBHSI MaT€PUHCKOI'O KOPTU30Ja B TeUe-
HUe 0epeMEHHOCTH 110 CPaBHEHMIO C MJIaldeHIIaMU,
POIMBIIMMUCS Y MaTepeil ¢ HOpMaJIbHBIM YPOBHEM
KOpPTHM30J1a, B TO BpeMsI KaK y MJIAIEHIIEB MY>KCKOIO
MoJia 3TH IIoKazaTeand cHuKaroTcs. IlojioBele pasziu-
yus B pean3aui 3p¢eKToB MpeHaTaJbHOTO cTpecca
OBLIM BBISIBJICHBI B Hallleii 1abopaTOpuM Mpu MCClie-
noBaHuU Ha KpbeicaxX (OpasH, [TuBuna, 2003; OpasgH
u 1p., 2020). Bputo ycTaHOBJIEHO, YTO Y TpeHaTaJbHO
CTPECCHUPOBAHHBIX CaMI1IOB CHIMXKEHA CKOPOCTb TOP-
MOXEHUs TUnodu3apHO-aaApeHOKOPTUKAIBHON CHU-
creMbl (I'AC) nociie ctpecca, Toraa Kak y caMoK 3Ha-
YUTEJIBHO YBEJIMYMBAECTCSI YPOBEHb CTPECCOPHOIO
BBIOpOCA KOPTU30J1a CO CXOIHOM C KOHTPOJIEM CKO-
poctbio TopMoxkeHus1 IAC.

OnmHako B psiie NMyoauKaLuii oTMe4aeTcst MHOTO-
$aKTOpHOCTH U MOJUMOIAILHOCTb PeaKluii pa3Bu-
BalOIIETOCsI OpraHu3Ma B peaau3aluu 3¢hGHEKTOB
MpeHaTajJIbHOro cTpecca. Tak, Harpumep, enie B 1998 .
IITIop ¢ coaBt. (Stohr et al., 1998), uccuenys mojiro-
CPOYHBIE TIOCJIEICTBUSI TPeHaTabHOTO cTpecca (MM-
MOOWJIM3ALIMOHHBIN CTpecc KpbIC-MaTepeii Tpu pa3a B
JIeHb B TE€UEHUE TOCIeAHEN Heaea OepeMeHHOCTH) B
IBYX WHOpedHbIX JuHUsSX Kpbic, Ouuiep 344
(F344/NHsd/Zur) n JIptouc (LEW/SsNHsd/Zur),
MokKazaju, YTO MpeHaTaJbHbIi CTpeCcC U3MEHSIET Mo~
BeleHUEe KPbIC, U 3TU M3MEHEHUs 3aBUCST OT IMpU-
HaJIEXXHOCTU K TEHETUYECKOM JTUHUU.

I'paiikHuk-®ununn ¢ coarT. (Graignic-Philippe
et al., 2014) cumTaior, 4YTO HEOOXOAUMO OLICHUBATh
WHIWBUAYAJIBHYIO CTPECCOPEAKTUBHOCTD pa3aebHO
B KaXXKIOM TpUMecTpe 6epeMeHHOCTH. TakxKe ciaeayeT
OTJINYATh XPOHUYECKUI CTPECC OT OCTPOrO U IIPUHU-
MaTh BO BHUMaHUe Apyrue ¢hakTophl, BIUSIOLINE O~
HOBPEMEHHO CO CTpeccOoM (COOBITUSI, TTPOUCXOINB-
II1e B XKU3HU, COLIMOKYJILTYPHBIC (aKTOPhI U Ap.).
Kpowme Toro, mno MHEHUIO aBTOPOB, OBLIO ObI TTOJIE3HO
MMPOBOIUTHL UCCIIEIOBAHUE YPOBHSI CTpecca, TPEBOIU
U Jenpeccur OTHOBPEMEHHO, KaK BO BpeMsl Gepe-
MEHHOCTH, TaK U I10CJI€ Hee, A1 TOro, YTOObI Olle-
HUTh UX cllenuduIecKoe Bo3neiicTBre Ha OepeMeH-
HOCTb U pa3BUTHE PeOEHKA.

B 0630pe (St-Cyr, McGowan, 2018) npu aHanuze
ooisiee 40 mccaemoBaHMA, BBITIOJTHEHHBIX HA TPHI3Y-
Hax, IeJaeTCs BBIBOI: IIpeHATaIbHBIIA CTPECC SIBIISIETCS
MIPOrpaMMUPYIOIIMM (DAKTOPOM, KOTOPBIA MOXKET
MPUBECTH K Pa3BUTHUIO TpaaveHTa (PEeHOTUIIOB OT
amarTUBHOIO A0 MATOJOTMYECKOro. DKOJOTMYeCKU
3HAYMMBbI€ CTPECCOPHI, IPUCYTCTBYIOIIVE B IIPUPOIE
U IpeacTaBiIeHHbIC ¢ (PU3NOJIOTNUECKO MHTEHCUB-
HOCTbIO, 00€CTIeYrBaIOT YBOJIOLIMOHHYIO OCHOBY LIS
Ppa3pabOTKM 3KOJIOTMUECKM IIPHUEMJIEMOTO OTBETA.
ToM 141
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B patote (Bolten et al., 2013) ObL1a BBISIBICHA
CBSI3b MEXIY YBEJIMYEHUEM MaTePUHCKOTO KOPTHU30-
JIa B OTBET Ha CTPecC BO BpeMsI OEpeMEHHOCTHU U pe-
TYJISIIUE SMOLIMIA y pebeHKa B BO3pacTe LIeCTU Me-
caueB. Ilpu 3ToM Oa3albHBIN YpOBEHb KOPTH30Ja
MaTepeil mocjie ImpoOyxneHus: (YyTpeHHUiII YpOBEHb
KOPTHU30JIa) B CepeIMHE U B KOHIle 6epeMEHHOCTH He
OBLIIM CBSI3aHBI C SMOILIMOHAJIBHBIM CTaTyCOM peOCHKaA.
ABTOpBI, CCJIEIOBAB XapaKTe pUCTUKH TeMIIepaMeH -
Ta pOAUBIIMXCS ACTEM, MPearnoaaraT, YTO TeHEeTH-
YeCKU JeTePMUHUPOBAHHBIN TeMIIEpAMEHT MJIaICH-
LICB CMsITYaeT IpeHaTaJIbHOE BO3ICUCTBIE OKPYKalo-
et cpeabl Ha MOCTHATAJIBHYIO PETYJISIIINIO SMOIIUIA.

C apyroii CTOpOHbI, B TIOCJieHEe BpeMsl TOSIBU-
JIUCh TIyOIMKalMu, MpearoJiaralie HeHTpaIbHYyIO
WJIM aXKe TTO3UTUBHYIO POJIb IIPeHAaTAIbHOIO CTpecca.
Psn uccnenosaresieit mpu3bIBalOT C OCTOPOXKHOCTHIO
SKCTParoJiMpoBaTh JaHHbIE HAay4yHbIX paboT, B TOM
Yyucjie U MPOBEACHHBIX Ha BbIOOpPKAX OepeMEHHBIX
JKEHIIWH, Ha BCIO KOTOPTY OEpeMeHHbBIX 1 MpeaocTe-
peraioT OT HaBeIeHUsI MaHUYECKHUX HAaCTPOEHU y Oe-
peMeHHBIX MaTepeii. Tak, omHa U3 cTaTeil Ha3bIBaCTCS
“IIporpaMMupoBaHU€ BJIUSHUS  TPeHaTaJIbHOIO
cTpecca Ha Helipopa3BUTHE — JIOBYIIIKA caMOpeaiu-
3yroiierocst mpopouectBa” (Bleker et al., 2019), rne
OTMEeYaeTCcsl pOCT MHTepeca KaK B HayYHOU TuTepaTy-
pe, Tak 1 B ODOIIIECTBEHHOI TIpecce, K MOTeHIIMAJIbHO
BpeIHBbIM 3(hdeKTaM MpeHaTaIbHOI'O CTpecca Ha Op-
raHu3M 4esjoBeKa M pa3BUTHE Mo3ra ruiojga. OgHako
aBTOPbI OTMEYAIOT, YTO “CTpecC — 3TO TEPMUH-30H-
THUK”, M1 UCCJIEIOBAaHUSI MAaTEPUHCKOTO cTpecca ObLIN
COCpeNoTOUEeHbl Ha IIUPOKOM CIIEKTpPE CUTYyallMid,
BBI3BIBAIOIIIMX CTPECC, HAUMHAS OT €XKEeIHEBHBIX HE-
MPUSATHOCTEN MO TpaBMaTUYECKOIo cTpecca Iocie
TSIKEJIOM yTpaThl WM CTUXUITHOTO OeacTBusi. Kpome
TOrO, TOAABJIsAOIIEe OOJBIIMHCTBO HMCCIeN0BaHUMI
Ha JIIOASIX SIBJISIIOTCSI HaO10aaTeIbHBIMUA KOTOPTHBI-
MU HUCCJIEIOBaHUSIMU, B KOTOPBIX 3aTPYIHUTEIbHO
MOKa3aTh JJI KaXI0ro KOHKPETHOTO WHAMBUAYyMa
MIPUYUHHYIO CBSI3b HApPYIIEHU 310POBbS C MOCIE/I-
CTBUSIMU TIpeHaTaJibHOro crpecca. I[TomumMo 3Toro,
OrpaHUYEHbl 3HAHUSI O BO3MOXHBIX TJIYOUMHHBIX Me-
XaHW3Max MpeHaTaJIbHOTO CTpecca, a TAakKe O BIIUSI-
HUU MEpONpUiITUl IO 0opbOe C MpeHaTabHbIM
CTPECCOM Ha MCXOJbl JIETCKOTO HEPBHO-TICUXUYE-
ckoro pa3BuTus. [Toka y Hac HeT Jiy4llero nmoHmma-
HUSI, OTMEYAIOT aBTOPHI, ObLTIO Obl KOHTPIPOLYKTUB-
HBIM TPEBOXUTb BCeX OepeMEeHHBIX XEHIIUH T10 T10-
BOJy BO3MOXXHBIX BpeIHBIX 3(h(EKTOB BCEX BHUIOB
MpeHaTaJbHOI0 CTpecca, XOTs Obl IS TOrO, YTOObI
n30exaTh MHAYKIIMKU caMoro crpecca (Bleker et al.,
2019).

YysctButenpHocTh AC, mo-BuanMomy, Kajanuo-
pyeTcsl paHHUM XXU3HEHHBIM OIBITOM, U 3TOT (pakT
CBSI3aH C CYIIECTBEHHBIMHU TOCICIACTBUSIMHM IUJIST TIO-
BelleHUSI, YMEHBIIIEHUEM TeJIOMEP M COOTBETCTBYIO-
UM CHMXXEHUEM TIPOJOKUTEIbHOCTU KU3HU
(Monaghan, Haussmann, 2015). C npyroii CTOpOHBI,
5TH aBTOPHI CYUTAIOT, YTO BO3IEHCTBHE YMEPEHHOTO
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CTpecCa B paHHEM BO3PAaCTC MOXKET OKa3bIBaTh N O1a-
TOTBOPHO€ BJIMSIHUE Ha CTaOMJIBHOCTh OopraHm3ma.

B Toxxe BpeMs1 HabJtomaeTCsl 3HAUMMOE BIIUSTHUE
aJaNTUBHBIX EPECTPOEK HA pa3BUTUE CUCTEM Opra-
HHU3Ma IpeHaTaJbHO CTPECCUPOBAHHOIO ITOTOMCTBA.
Paznauuus B pocte MeXay mpeHaTaabHO CTPECCUPO-
BaHBIM MMOTOMCTBOM U KOHTPOJIBHOI TPYyIIIOi Me-
HSIOTCS B 3aBUCHUMOCTU OT BpEMEHU IeiicTBUS
cTpeccopa BO BpeMsi OEpeMEeHHOCTU UM HcCclenye-
MBIM nepuoaoM paszButus (Berghinel et al., 2017).
ABTOpBI MPOBEPWIA 3TU IIPOTHO3BI C IOMOIIBIO
CpaBHUTEJbHOIo aHaiu3a 719 ucciaegoBaHuii mmo 21
BUIY MIleKonurTaoux. HabmogaeMble U3MeHEeHUS
pOCTa B OTBET HAa MATEPUHCKUIA CTpecC BapbUPOBAIU
BO BCe MEpUOIbl pa3BUTUSI MOTOMCTBa. IIpu 3TOM
IMOTOMCTBO, ITOABEPTIEECS BO3AECHCTBUIO MAaTEPUH-
CKOTO CTpecca, MOXET PacTH C TOM Xe CKOPOCThIO,
YTO U TPyIlNa KOHTPOJISI BO BpeMsi OepeMEHHOCTU U
JIaKTallMM, HO OyIeT pacTH ObICTpee ITOocie OTIyde-
HUS OT IpyAu, KOTna MpsiMoii MaTEpUHCKUI 9Hepre-
TUYECKUI BKJIAJ OTCYTCTBYET. ABTOPBI CUUTAIOT, UTO
HabII0JaeMOe YCKOpEHHE pOCTa Mocje OTheMa
IMOTOMCTBA y MaTepHU HE SIBIISIETCS “IOTOHSIONIAM
¢dakTOopoM pocTa”, TIOTOMY YTO IOTOMCTBO, KOTOPOE
XapaKTepU30BaJIOCh MEHBLIIMMHU pa3MepaMu, 4YeM
JIOJDKHO OBITH B UCCIIEIyEMOM BO3pacTe, POCIIO Mel-
JieHHee. ClenyeT OTMETUTh, YTO TOJBKO BO3ICHUCTBUE
IIpeHaTaJbHOIO CTpecca Ha paHHUX CpOKaX OepeMeH-
HOCTH IIPUBOIUT K aJaNTUBHOM TNIACTUYHOCTH POCTA.

Db dekTh MpeHaTaaIbHOIo CTpecca MOTYT BO3HU-
KaTb HE€ TOJIBKO HECIIOCPCACTBCHHO ITIO4 BJIIMAHMHEM
IIpeHaTaJbHOTO CTpecca, HO 1 OIIOCPEIOBAHHO Yepe3
BJIMSIHME CTPecca Ha 3[I0POBbE MAaTEPU U IIPOTEKAHME
OEpEeMEHHOCTH, YTO TakKKe BIUSIET Ha 3J0POBbE U
pa3BuTHe MianeHieB. MccienoBaHus Ha XKMBOTHBIX
U JIIOASIX CBUAETEIBCTBYIOT O TOM, YTO aKTUBAILUS
MaTEpPUHCKOM CTPECCOPHOI peaklii U O0YCIOBJICH-
HEBIE €10 peakluM SHIOKPUHHON M MMMYHHOII CHU-
CTEM UTPAIOT OMpPeAeeHHYIO POJIb B 3TUOJOTUuU (-
dekToB mpeHatanbHOro crpecca (Coussons-Read,
2013).

CylIecTBYIOT CUJIbHbIE WHIVBUIYAJIbHBIC Pa3JIM-
yus B BO3ACKWCTBUM IIPeHATaJILHOIO cTpecca. B To
BpeMsI KaK HEKOTOpPBIC JIIOJM KaXYTCSl YSI3BUMBIMU
rnepen 3TUM (akKTopoM, Opyrue, IMo-BUAUMOMY, OT-
HOCUTEJILHO YCTOMYMBHI K ero Bo3ueilicTBuio. Oue-
BUIHO, 3[€Ch UMEIOT 3HAYEHUE CYIIIECTBYIOIIINE BPOXK-
JICHHBIE pa3Id4YMsI KaK B CTPECCOYCTOMUMBOCTU MaTe-
peii, TaK U B MX CTpaTerusx IIPeodoJIeHMsT CTpecca.
OIHOBPEMEHHO CYIIECTBYIOT HEKOTOPbIE BPOXKIECH-
HBIC pa3In4ysl B CTPECCOYCTOMYMBOCTU U CTPpaTETUu
MIPEOJOJCHUSI CTpecca y Pa3BUBAIOIIMXCS ILJIOIOB,
YTO MOXET MOBIUSTh HA UHIWBUAYAJIbHBI PUCK pa3-
BUTHSA METa0OINYECKUX U APYTUX MaTOJIOTUI. DTOT
BPOXIEHHBII PUCK, MO-BUAUMOMY, MOIYJIUPYETCS
MpeHaTaJbHOU Cpenoil, U B 3aBUCUMOCTH OT T€HOTH-
a IUIoaa BO3[eiiCcTBUE peHAaTaJIbHOIO CTpecca MO-
KET UMETh HeOJIaronpusiITHbIE WM 3alllUTHBIE CBOi-
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crBa. ClemyeT OTMETUTh, 4YTO NPOTHO3MPOBaHUE
pHuCcKa sBIIIeTCsl ellle 0ojiee KOMIUIEKCHBIM, II0-
CKOJIBKY TIOCIIEpPONIOBasi cpeda TaKKe B3amMoJeii-
CTBYeT KaK C T€HOTUIIOM, TaK U C IpeHATAIbHbIM
OKPYXEHUEM.

B kauecTBe npumepa: KpbIChbl, TEHETUYECKUA OTO-
OpaHHbIE Ui TTACCUBHOM CTpaTeruv MpeoaosieHus
cTpecca, UMEIOT MOBBIIIEHHbII PUCK Pa3BUTHUS OXU-
penust. OgHako (GPeHOTUIT OXUPECHUS Y TAKUX KPBIC
CTAaHOBMUTCSI OYEBUJHBIM TOJILKO TOTNa, KOIIa >KU-
BOTHBIE TOJBEPralOTCsl BO3AE€HCTBUIO TUETHI C BbI-
COKHMM coJepxXaHueM XUpoB. Bo3aeiicTBue npeHa-
TaJILHOTO CTpecca Ha KPbIC, HE OABEPTHYTHIX TeHe-
TUYECKOMY OTOOpY TIO CTpaTeruu TMOBeAeHUs,
WHAYLUpPYET Oo0Jiee DSKCTPEMaJbHYIO CTpPaTeruio
MPEOJOJIEHUS CTpecca MO CPaBHEHUIO C TEMU, KTO
HE Mo Beprajics NpeHaTalbHOMY CTPECCY, U TIORTOMY
TakK€ YBeJIWYMBaeT pUCK oxupeHus (Boersma,
Tamashiro, 2015). 3nech MOXHO paccyxXaaTh O TOM,
YTO HaIM4YME OoJjiee SKCTPEMaTbHOTO CTUJISI TIPEOI0-
JICHUsI CTpecca BbITOAHO TP YIpo3e YCIOBUIT OKPY-
>Xalolleil cpeabl, a HaJIMYMe CTpecca y MaTepu MOXKeT
0003HaYUTh 3TU OyAyIlMe YCJIOBUSI OKpyXKalollei
cpelbl, UTO cAelaeT pa3BUBAIOIIMIACS TJIOMA MOATO-
TOBJIEHHBIM K 3TUM YCJIOBUSIM.

Kpome Toro, rpu mporHo3upyeMbIX CTPECCOTeH-
HBIX YCJIOBUSIX OKpYXalollei cpenbl, dHeprocoepe-
KeHue OyneT aganTuBHbIM. OTHAKO, KOTAa XKUBOTHOE
IMOCTHATAJIbHO MOABEPracTCsd BO3INECUCTBUIO CPEIbI,
Oorartoii aHeprueii, Takou Kak JOCTYII K JUETE C BbI-
COKHUM COAEp>XKaHUEM XKWPOB, a CTPECCOTE€HHOCTh
OKpYyXaloIlei cpeapl OKa3bIBaeTCS HU3KOI, 3Ta agar-
TUBHASI CTpATETWsi MPUBOAUT K OOpaTHBIM MOCIEMI-
CTBUSIM U TIOBEPraeT >KMBOTHOE PUCKY OXMPEHUSI.
B aTOM cilydae HECOOTBETCTBUE MEXAY MpeHaTalb-
HOI Cpeloii M IMOCIEPONOBOM OKPYXKAIOLIEH Cpeaoi
BedeT K nmarojioruu (Boersma, Tamashiro, 2015).

I'moxman u XaHcoH (Gluckman, Hanson, 2004)
BBICKA3aJIl TUIIOTE3y, O TOM, YTO POOUTEIU IOATO-
TaBJIMBAIOT (IIPOrpaMMUPYIOT) OPTaHU3M UX IIOTOM-
KOB K T€M HeO0JIaronpusiTHBIM BO3IEHCTBUSIM, C KO-
TOPBIMA OH MOXET BCTPETUTHCSI IIOCJIE POXICHUSI.
Takoe mporpaMMupoBaHUE KacaeTcsi OCOOEHHOCTEM
MeTabonu3ma, chnenuduIecKoil MOBEASHYECKON U
TOPMOHAJIBHOI peaklMy Ha CTPECCOPHBIC BO3IEii-
CTBMSI, COLIMATIbHBIX B3aMMOOTHOILEHUII W PeryJIsi-
LM PEMIPOAYKTUBHBIX (DYHKIINI, KAK OJHOM M3 BaXK-
HEMIIIMX COCTaBJISIOIINX ITOAAEpPXaHUS 1IEIOCTHO-
CTU TIomyasiuuu. B TOM ciydae, eciau yCIOBUS
OKpY2Kalolllei cpeaibl, B KOTOPOI 0Ka3bIBAETCS TaKOM
MMOTOMOK, COBMNAIAIOT C “IPOTHO3UPYEMBIMH”, TO
M3MEHEHHE ero (beHOTUIIa OKAa3bIBACTCS adalTHUB-
HbIM. B TpoTuBHOM ciiydae ¢heHOTUIIMYeCKast MO~
dukanmg pusnoiorndecknx GYHKIWN CHIDKAeT
amanTallMOHHBIA ITOTEHIIMaJl MOTOMKOB M CIYXKUT
NPUYNHON pPa3BUTHUSI MHOTOYMCIICHHBIX OOJIE3HEH
amanTalu.

YCITEXY COBPEMEHHOM BUOJIOTUH

I'yaman ¢ coast. (Guzman et al., 2006) nmpoBenu
KpailHe WHTEepeCHOe UCCleI0oBaHUEe, B KOTOPOM
U3YYUJIU BJIMSTHUE OTPaHUYEHUSI TOTPEOIeHUS MaTe-
psIMH GeJTKa BO BpeMsT pa3BUTHS TUTOAA W/ WY JIaKTa-
LIMU Y KPBIC HAa (DYHKLIUIO PEPONYKTUBHOI CUCTEMBI
U MPOAOJKUTEbHOCTD XXKM3HU MOTOMCTBA KEHCKOTO
mmojia. KpbIc KopMuiu MO0 KOHTPOJBHOM TUETOMN
(K), mu6o orpanuyeHHou no 6enky auetoir (O) BO
BpeMsi 6epemeHHocTHU. [Toce pogoB MaTepu nosydya-
m mn6o nuety K, mi6o O mo oTirydeHust MOTOMCTBA
OT MaTepu, U TaKUM OOpa3oM IIOJYUYUIU YEThIpe
rpynnsl: KK, OO, KO u OK. Pe3ynbrarhl 3TMX HC-
CJIeIOBAaHUI TTOKA3ajIr, YTO CPOKM OTKPBITHS BiIara-
JIILIA U TIEPBOTO 3CTPyca MPOUCXOINIIU C 3aACPKKOIMA
B rpynmnax OO u KO. IlTokazaTean poxaaeMocTu
CHITKXAJIICh B TPEX IKCIIEPUMEHTAIbHBIX TPYTIITax, HO
He B KK. OrpannyeHue MaTepuHCKOro 6eika B OJl-
HOM M3 JABYX 3KCIIEPMMEHTAIbHBIX TIEPHOIOB — Gepe-
MeHHoCTb min Jakrauus (KO wiu OK) — npuBoauio
K CHUKEHUIO MTPOIOJIDKUTEIbHOCTU XU3HU KPBIC 110
cpaBHeHu1o ¢ KK 1 OO. CamMast KOpOTKO XUBYIIAs
rpyriia B ucciiegopanmu o0enta OK, a camas mimHHO
xuBymass — OO. [Ipyrumu cjiioBaMu, JueTa ¢ orpa-
HUYEeHUEM MOTpebseHUs Oelka Kak B TeUyeHUe mpe-
HaTaJILHOTO PAa3BUTHS, TaK U B pAaHHUIA TOCTHATAIb-
HBII TIepuoid, XOTSd M MMeJla HeraTUBHBIE TOCJIe-
CTBUSI UISI CKOPOCTU TOJOBOTO CO3pEeBaHUs, HO
3HAYNUTEJIPHO YBEJIMYMBAIA TIPOMOKUTEIBHOCTD
>KM3HU TIOTOMKOB KEHCKOTO I10JIa.

B ecTtecTBeHHBIX YCIIOBMSIX Cpeabl OOMTaHMsI 3HA-
YUTEJIbHOE YBEJIMYEHUE YUCISHHOCTU HOMYJISIUN
W/WJIN CHYDKEHUS JOCTYIIA K ITUILIEBBIM pecypcaM sSIB-
JISIETCSI CUIIBHBIM CTpecCOpHBIM (pakTopoM. Ha done
o01Iero CHUXXeHUs: GepTUIBLHOCTU U CaMIIOB, U ca-
MOK B pe3yjbTaTe CTpecca YMCICHHOCTb MOMYJISIIUN
nocTerieHHo  cHmxkaercsa.  “IlomynsaumonHomy”
CTpeccy IOJBEpraioTcss U 0epeMeHHBIe >KMBOTHHIE.
B pe3yabraTe MOTOMKU 3THX KMBOTHBIX JOJIKHBI 00-
JIanaTh TakKuM (peHOTUIIOM, KOTOPHIM MO3BOJIUT UM
ONTUMAIBHO IIPUCIIOCOOUTHCS K ITOCIEAYIOIIEMY 13-
MEHEHMIO CpeIbl OOMTaHMUSsI, a TI0ObIe U3MEHEHMSI pe-
MPOAYKTUBHBIX (DYHKIIMI /WU YMEHbBIIIEHIE YUCIIa
HOBOPOXKIAEHHBIX SIBJISIIOTCS aJallTUBHBIMU.

Hamu Ob1710 BBIOIHEHO MCCIIENOBAaHUE, B KOTO-
POM OLIEHUBAJIM PETYJSIPHOCTb U MPOHAOIKUTEIb-
HOCTb 3CTpajIbHBIX ILIMKJIOB ITI0JIOBO3PEJIBIX CaMOK
KPBIC, POAMBIIMXCS OT MaTepeil, KOTOPHIX B MOCJIEI-
HIOIO TPEeTh OEPEMEHHOCTH MOABEePTalu eXKeIHEBHO-
My CTpeccOopHOMY BosueiicTBuio. Ilociae orbema OT
matepu B 30-THEBHOM BO3pacTe TAKMX CAMOK COJIEp-
KaJiu JIMOO MOOJUHOYKE, JIMOO B MEePEYIrIOTHEHHbBIX
rpynmnax (10—12 ocobeit Ha KJIeTKy). Takum momgxo-
JIOM MBI TIBITAJIMCh CMOJAECINPOBATh CUTYallUIO, Ha-
O0JaeMyto TIPU Pe3KOM CHUXKEHMU WM YBeJIude-
HUY TUIOTHOCTHM momnyJisinuu. HecmoTpst Ha To, 4TO
CaMKH MMeJIM HEOTpaHWYEHHBII TOCTYII K BOJIE U ITH-
e, aHaJu3 JIMTEJbHOCTU 3CTPajbHOrO 1LMKJIA U
MIPOOOIKUTEIILHOCTU €r0 OTHAEIbHBIX CTaaWii IMOKa-
3aj1, 4TO0 0KOJI0 50% KOHTPOJIbHBIX M MpPEHATaJbHO
ToM 141
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CTPECCUPOBAHHBIX CAMOK KPBIC, BBIPOCIINUX B YCIIO-
BUSX M3OJIILUM, XapaKTepU3YIOTCS YKOPOYECHUEM
JUINTEILHOCTHU 3CTPabHOro nukjia. OcTajbHbIC XK1~
BOTHBIE UMEJIN JINOO HOPMAIBLHYIO IPOIOJIKUTEITb-
HOCTbh 3CTPaJbHOIO IUKJIA, TU0O yIIuHeHHYI0. [Tpn
5TOM Y KOHTPOJBHBIX CAMOK YBEJMYEHUE IJTUTEIb-
HOCTH S3CTPaJbHOIO IIMKJIAa IMPOUCXOAUJIO 3a CYET
CTaIMU IUBCTPYCa, TOra KaK y IMpeHaTalIbHO CTPeC-
CUPOBAaHHBIX XWUBOTHBIX yIuHsUIcS 3cTpyc (ILlamo-
JmHa u 1p., 2010). Crpecc, BBI3BaHHBIN COAEpKaHEM
B IIEPEYIUIOTHEHHBIX IPYIIIAX, IIPUBOIMII K YBEJIUYES-
HUIO JJIUTEILHOCTU 3CTPATLHOTO LIMKIIA 3a CUET AU~
5CTpyca y OOJIBITMHCTBA CAMOK KOHTPOJILHOM U TIpeHa-
TaJbHO CTpeccHpoBaHHOM rpymil. Ilocie onrumusa-
LIVY XKWIMIITHBIX YCIIOBUI (TIEPEBOJ HA CONEpKaHUE 10
5—6 ocobeii B kieTke) okoito 40% mpeHaTabHO CTpeC-
CUPOBAHHBIX KPBIC COXPAHSJIM UIATENIbHBINA 3CT-
paJIbHBII LIVKJI, TOTJA KaK BCE KOHTPOJIbHBIE KPBIChHI
JIeMOHCTPUPOBAIIM HOPMATU3AUIO TTPONOIKUTETb-
HocTu acTpayibHoro 1ukJia (ITuBuna u np., 2007).

Ilo HameMy MHEHUIO, IPEHATAJIbHO CTPECCUPO-
BaHHbIC XXMBOTHBIE B YCJIOBUSX HU3KOM TUIOTHOCTU
MOIYJISILAY TEMOHCTPUPYIOT 60Jiee afallTUBHYIO pe-
aKINIO, TaK KaK YKOPOUEHUE 3CTPAIbHOIO IUKIA U
VIUIMHEHUE CTaJIuM 3CTpyca YBEJIUMYMBAET BEpPOSIT-
HOCTBh HACTYIUIeHUSsT 6epeMeHHOoCcTH. HanpoTtus, mpu
MOBBIIIEHUY TUIOTHOCTU TIOMYJISILIAM, W3MEHEHUS
PETIPONYKTUBHBIX (PYHKIIMI IIpeHATaJIbHO CTPECCH-
pPOBaHHBLIX CAMOK HaIlpaBJeHBI Ha CHUXXeHUe dep-
TUIBHOCTHA M, COOTBETCTBEHHO, CHIDKEHUE YMUCIICH-
HocTU Ttonyiassuuu. CienyeT OTMETUTh, YTO Y IIpeHa-
TallbHO CTPECCUPOBAHHBLIX CAaMOK, BBIPOCIIUX B
CTAaHIAPTHBIX YCIIOBUSIX, B MOJIOAOM BO3pacTe Ha-
OJ1r04aJIv T€ MJIM MHbIE HAPYILLIESHUSI YPOBHSI ITOJIOBBIX
CTepOUAOB U MOPPOMETPUUYECKUX XaPAKTEPUCTUK
matku (Illamommua u gp., 2009; INuBuHa u np.,
2010). OueBuAHO, NPEACTABISICT MHTEPEC TOT (PaKT,
YTO BO3AEMCTBHUE UCHOIb3yEMOIO B HAIlIEM SKCIIEPH-
MEHTEe UMMOOMIIM3ALIMOHHOTO cTpecca GepeMeHHBIX
KPBIC-CAMOK Ha TOPMOHAaJIbHBIE LIUKJIbI POIMBILINXCS
Y HUX CAaMOK CXOJIHO C MOCJIEACTBUSIMU MTUILEBBIX Ae-
¢unuToB, nccaenoBaHHbIX B 50-x rr. XX B. (Nelson,
Evans, 1954).

IIpuBeneHHBIC TaHHBIC ITOATBEPXKIAIOT WIECIO O
“mporHo3upyemMoii” moaudukauuu (GeHoTuNna Ha
paHHMX 3TallaX pa3BUTHsI, KOTOPAs MTOBHIIIACT IIAHC
Ha BBIKMBAEMOCTh B KOHKPETHBIX YCIIOBUSIX OOMTAa-
Hus. IlockonbKy Takue MoauduKauuu (eHOTHUIIa
OnocpenoBaHbl B OCHOBHOM 3MUT€HETUYCCKIMHU Me-
XaHMU3MaMM, TPOTEKAIOIINMHU B ITPOIIeCCe pa3BUTHUS,
HEKOTOphIE U3 MOCIEACTBUIT MOTYT OBITh HEOOpaTU-
MbIMU. TloHMMaHMEe 3TUX MHOTIOOOpa3HBIX W B3au-
MOCBS3aHHBIX MEXaHU3MOB afallTalluU WJIH Ie3a0all-
Taliyd, BO3HMKAIOLIMX B pe3yJbTaTe BO3ICHCTBUS
HeOJIarONpUSITHEIX (DAaKTOPOB Ha paHHUX 3Tamax OH-
TOTeHe3a, MOKET IMPeNOCTaBUTh HAM B OyIyIlIeM HO-
BbIe LIeJIM IS pa3pabOTKU TepaleBTUUECKOU KOp-

peKUMU TMOCIEACTBUI IIpeHaTaJIbHOTO CTpecca
(Boersma, Tamashiro, 2015).
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BIIMAHUE INTPEHATAJIBHOT'O CTPECCA
HA PA3BUTHUE ITCUXOITATOJIOT N

Kak BugHO M3 aHanu3a IUTEpaTyphbl, pa3HbIEC BU-
IBI TIPeHaTaJIbHBIX CTPECCOPHBIX BO3ICUCTBUIT UMe-
IOT CXOMHBbIC MOCJEACTBUS IJIsI TTOTOMCTBa. TeM He
McHee, B IToC/IeAHEe BpeMsI yIeJIsIeTCs OO0JIbILIOE BHU-
MaHUe BIMSTHUIO IIPEHATAaJIbHOIO CTpecca Ha pa3BU-
THE IICUXUYECKMNX 3200JIeBaHU y TOTOMKOB. Tak, A0O-
60TT ¢ coaBT. (Abbott et al., 2018) oTMeudaloT, YTO, XOTSI
HEKOTOphIe crienuduueckue (OU3NOIOTHYECKUE
(MMMYHHasl aKTUBallMsI, HeAoedaHUe U HU3KUM BeC
IIpU POXIEHUM) U TOKCUYECKHME CTPEeCCOpPHI (ajJKo-
TOJIb U TIECTULIMIBI Y T.11.) UMEIOT OOJIbIIIOE 3HAUeHUE
Kak IpeHaTaJbHble (paKTOPhI PUCKa BOZHUKHOBEHUS
HEPBHO-TICUXMYECKUX 3a00JieBaHUIA, UMEHHO IICU-
XOJIOTUYECKUI CTpECC B TEUEHUE IIPEHATAILHOTO T1e-
pyoaa IpeacTaBiisieT 0COObIii MHTEpeC MO0 HECKOJIb-
KUM NOpUYMHaM. Bo-IIepBBIX — IICHXOJIOTMYECKUIA
CTpecc MOXeT WHIYLIHUPOBAaThCS Pa3HOOOPa3HBIMU
dakTopamMun. Bo-BTOpPBIX — IIOCJIEACTBUSIMU TICUXO-
JIOTMYECKOIO CTpecca SIBJISIIOTCS M3MEHEHMsI BO BCeX
GU3NOTOrMUECKUX CUCTEMAaxX 4ellioBeKa. B-TpeThux,
TICUXOBMOLIMOHAJIBHBIN CTpecC SIBJSIETCS PacIipo-
CTpaHEHHBIM SIBJICHUEM, KOTOPOE MOXET ITPOUCXO-
JINUTH B JTI00BIE TIEPUOIBI B TEUEHKE BCETO CpoKa bepe-
MEHHOCTHU W BO BCEM COLMAITbHO-3KOHOMUYECKOM
CIIEKTpe, a TaKXKE€ B TeUeHME KPAaTKUX WIN JJIUTCIb-
HBIX IEPUOIOB BpeMeHU. B cOBOKymHOCTH, McCIieo-
BaHMS 3TUX MPUYUH MpeCIeayIoT 1ieab 0ojee rimydo-
KOTO0 Hay4YyHOTO IMOHUMAHUS STUOJIOTMM HEPBHO-
MICUXUYECKUX 3a00JIeBAHUIA.

B onHoM u3 nocinenHux ucciaenosanuii (Gur et al.,
2019) oTrMedaeTcs, 4YTO BHYTPUYTPOOHOE M paHHEe
HeoHaTaJbHOE BO3MIEMICTBIE MaTEPUHCKOIO CTpecca,
CBSI3aHHOTO C TICUXWYECKHMMU pPacCTpoiicTBaMU, B
HacTosIIee BpeMsI aKTUBHO M3Y4aeTCsl C 1IeJIbIO BbI-
SIBJICHUSI MEXaHU3MOB, JIEXKaIllMX B OCHOBE 3TUX pac-
CTPOMCTB. ABTOPbI HCIIOJI30BaJId B KAYECTBE MOJIS-
JI TIpeHaTaJIbHBIN CTpecC Y 0epeMEHHBIX MBIIIEH I
M3y4Ye€HUsI HOBBIX B3AMMOCBS3€i MeXy BO3JEMCTBU-
€M TIpeHaTaJIbHOIo CTpecca, WM3MEHEHUSIMU B
MUKPOOMOME KUIIEYHNKA 1 COLMAIbHBIM IIOBEOe-
HueM. BbUIO IMoKa3aHo, YTO caMIIbl, ITOABEPIIIMECS
MMpeHaTaIbHOMY CTpecCy, HMMeIu 3HauyuTeJbHOE
CHIKCHME BPEMEHM COLIMAJIbHBIX KOHTAKTOB B Te-
CTE COLIMAJILHOTO ITOBEACHMS BO B3POCJIOM BO3pacTe
C TIOBBIIIIEHHBIM BBICBOOOXIEHUEM KOPTUKOCTEPO-
Ha II0CJIe colMajibHOro B3anMoneiicteus. [IpeHaTannb-
HO CTPECCUPOBAHHbBIEC MBI -CAaMIIbI IEMOHCTPUPOBA-
JIV TIOBBIIIIEHHbIE YPOBHU MapKepOB HelipoBocnalie-
Hust (IL-6 u IL-1B), cHM>XeHMe ypOBHSI pelieNITOPOB
OKCHUTOIIMHA U CHMXKEHHE MeTab0IM3Ma CEpOTOHMHA
B KOpE TOJIOBHOTO MO3ra B 3peJIOM BO3pacTe, YTO Obl-
JIO CBSI3aHO C M3MEHEHUSIMM ITOKa3aTeseii Colmaib-
Horo noBeneHuss. Kpome Toro, ooHapy:XeHO 3HAYM-
TeJIbHOE pa3jiuuue B KOMMEHCAJbHBIX MUKpOOax,
BKJIIOYasl CHIDKEHUE COIepXXaHMs OaKTEpOMOOB Y
MpeHaTaJIbHO CTPECCUPOBAHHBIX JKMBOTHBIX.
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Pasnmuanable (haKkTophl BHEITHE! Cpenbl, TeCTBY-
I01l[1i€ B TeUCHUE KPUTUIECKUX MEPUOIOB PA3BUTHSI
(CsetnioB, 1960), MOTYT OKa3bIBaTh HETATUBHOE BIIHSI-
HUE Ha pocT U AuddepeHIMPOBKY HEPBHOI CUCTEMBI.
B nanpHeiinei XKU3HU 3TO MOXET CIOCOOCTBOBATH
MPeapacoyoXeHHOCTH MHIAUBUIA K Pa3IMYHBIM Ma-
TOJOTHYECKUM TICUXMIECKIM COCTOSTHHSIM, KOTOPBIE
4acTO MMEIOT Kak KOMITIOHEHT KOTHUTHMBHBIC Hapy-
meHus. [TocKoibKy KOTHUTUBHBIE CUMIITOMbBI OCTa-
IOTCSI OMTHUM M3 HanboJIee CIIOKHBIX M Pe3NUCTEHTHBIX
acCTeKTOB MCUXUYECKMX 3a00JIeBAaHUM, TTOMJIEKAIIINX
¢apmMakoJIornuecKkoMy JeYeHUIO, BaXKHO MCCIIEeIO-
BaTb MEXaHU3MBI, JISXKAIIHe B OCHOBE 9TUX CUMITTOMOB.
INpeHatanbHbIE CTPECCOBBIE BO3ICUCTBUS MTPAIOT
KJIIOUEBYIO POJib B GOPMUPOBAaHUU TTAMSITU U 00y4a-
foImmx (GYHKIIWHA, CBSI3aHHBIX C OIpeleIeHHBIMHU
CTPYKTypaMu MO3Ta, TAKUMU KaK TUMIIOKAMII U TIpe-
dpoHTanbHas Kopa (Richetto, Riva, 2014). ABTophl
OTMEYAIOT, YTO OyayIIMe WCCIeTOBAHUSA TOJLKHBI
OBITH COCPENOTOYCHBl Ha W3yYeHUM MEXaHU3MOB,
CMOCOOCTBYIOLIUX KOHBEPIEHTHOMY BJIMSIHUIO pa3-
JIMIHBIX TTPeHATATBLHBIX BO3ICHCTBUI, C TEM, YTOOBI
OTIpEeNIeTUTh MUIIIEHU JJISI HOBOTO TeParieBTUYeCKOTO
BMelllaTeIbCTBA.

Crenyetr oTMETUTDb, YTO MOTOMCTBO OOOMX IMOJIOB
BOCIIPMUMYMBO K 3a00JIeBaHUSIM, BbI3BAaHHBIM TIpe-
HaTaJIbHBIM CTPECCOM, HO €ro MOCJICACTBUSI Bapbu-
PYIOT TSI TOTOMCTBA MY>KCKOTO 1 XXEHCKOTO 1MoJia B
3aBUCUMOCTU OT TrecTallMOHHOTO BO3pacTa, BO3-
MOXHO B 3aBUCHMMOCTM OT CTaJiMM Pa3BUTHUS OIIpe-
JIEJIEHHBIX 00JIacTE M KOHTYpPOB MO3Tra, CUCTEM
CTPECCAKTUBAILIUU U CTPECCAUMUTUPOBAHUS U UM-
MYHHOI CUCTEMBI. bOIOrMYeCKMMU KOppeasiTaMu
y OpeHaTajJbHO CTPECCUPOBAHHOIO MOTOMCTBA SIB-
JISIIOTCS: abeppallMy B pa3BUTUM HEPBHOM CUCTEMBI,
KOTHUTUBHOU (DYHKIIMU, LepeOpaJbHOM Mpollec-
CUHTE, B (DYHKIIUSIX U B3aUMOJEUCTBUY aMUTIANIbI 1
npedpoHTaIbHON KOPBI TOJJIOBHOTO MO3ra, (hyHKIIUH
I'AC u aBTOHOMHOI HepBHOI cuctembl (Van den
Bergh et al., 2017).

Pannne naMeHeHUST OMOJIOTUYECKUX CUCTEM MO-
IYT UMETh W amalTUBHOE 3HadyeHWe. BoszmeiicTBme
cTpecca B paHHEM BO3pacTe MOXET MMETb OJiaro-
TBOPHOE BJIMSHHE Ha YCTONYMBOCTHL K CTpecCy B
nmanmpHeimei xkxu3an (Monaghan, Haussmann, 2015),
HO 3TO MIPEUMYIIIECTBO MMEET CBOIO 1IeHY, 8 UMEHHO —
atunuyHoe pasputue mo3ra (OreiumuH u ap., 2007).

Bputanckmii snumemuosior bapkep ¢ coasrT.
(Barker et al., 1989) 3acdukcupoBaiu B3aMMOCBSI3b
MeXIy BECOM peOeHKa MpU POXICHUU U pa3BUTHEM
TUIEPTOHUU, UILIEMUYECKOI OOJIe3HBIO cepala, UH-
CYJIMHOPE3UCTEHTHOCTRIO W AWAabETOM 2-TO THIIA.
Takoro poja B3aMOCBSI3U B HacTosIIIIee BpeMsi 000-
3HAYAIOTCS KaK IIpeHaTaJbHOE ITPpOrpaMMUpPOBaHUE.
IIpenaraibHOEe NPOrpaMMUPOBAHME dYallle BCEro
MPOUCXOAUT Yepe3 AMUTeHETUYeCKUEe MeXaHU3Mbl 1
3aBUCUT OT TUIIA U BpeMEHU BO3IEMCTBUS, a TAK3KE OT
noia moaa. B o63ope KuM c coarr. (Kim et al., 2015)

YCITEXY COBPEMEHHOM BUOJIOTUH

MPENCTABIeHbl caMble ITOCIIETHUE TOKa3aTeabCTBa
TOTO, YTO IIPeHaTaJbHOE IPOrpaMM1POBaHIE BOBJIE-
YEeHO B pa3BUTHUE IICUXWYECKUX PACCTPOMCTB Yy
IMOTOMCTBA, POAMBIIETOCS OT MaTepeii, KOTOpPBIE UC-
MNBITHIBAJIM CTPECC BO BpeMsl 6epeMeHHOCTH. ClienyeT
OTMETUTh, YTO METOMIOJIOTUYCCKUE Pa3IUIUSI MEXIY
HUCCIIeAOBAHUSIMU CITOCOOCTBYIOT HEM30EKHOIM HEO I~
HOPOMTHOCTH PE3YyJIbTaTOB UCCICIOBAHMIA.

TakuMm oOpasoMm, mpeHaTaJbHBIN CTpecc JII000M
STUOJIOTUM BHI3BIBACT IOJTOBPEMEHHbBIC IIOCJIEI-
CTBUSI, KOTOPbIE 3aBUCST OT I10J1a, BUIa 1 UHTEHCUB-
HOCTU cTpecca, TeHeTudeckoro ¢oHa Kak MaTepwu,
Tak 1 1wioga. Ocoboe 3HaYCHUE MPUHAACTCS IICUXO-
SMOLIMOHAJIBHOMY CTPECCY M MOCIEIYIOINM IICUXU-
YECKUM U HEMPOJIOTUIECKUM HapYILLICHUSIM, TIOCKOJIb-
Ky 3TO UMeeT OOJIBIIOE IMPAaKTUYECKOE 3HAYCHUE B CO-
BpeEMEHHOM 0011ecTBe. [JJ0arocpoyHbie MOCAECACTBUS
MpeHaTaJbHOI'0 CTPecca, B TOM YHCJIe TpaHCTeHepa-
LIMOHHbBIC, BO MHOTOM SIBJISIFOTCSI CJIEACTBUEM SITUTC-
HETUYECKHNX U3MEHEHUIA.

SIUTEHETUKA U MMPEHATAJIbHBIN
CTPECC

MHoro4uciaeHHbIe UCCIIENOBaHMUS TTOKa3aau, YTO
SMUTeHETUYECKNUE UBMEHEHUSI, TO €CTh MOJIEKYJISIp-
HBIE METKHU, PEeTyIUPYIOIIe aKTUBHOCTU I€HOB, HO
HE U3MEHSIoIUX IepBuYHyIo cTtpykTypy JHK, Ha-
MIpUMep, METWINPOBaHYE TeHOB 1 alleTHJIMPOBAaHUE
TMCTOHOB, SIBJISTIOTCS OMHUMMU M3 BO3MOXHBIX IIO-
crencTBuii mpeHaTtanbHOTO crpecca (Cao-Lei et al.,
2017; Mattern et al., 2019). BHeceHHbIe U3MEHEHUS
MOTYT OBITH “MONYaIIMMM” IIpOLIeCCaMU, KOTOPEIE
MOTYT JIeXXaTb B OCHOBE (heHOMEHOB pHCKa IpeHa-
TaJILHOTO CTpecca, MpU KOTOPOM OUOJIOTUYECKUE U3-
MEHEHMsI IIPOMCXOIST B paHHEM BO3pacTe, HO HeE
TIPOSIBIISIIOT ce0sI 1o OoJTee TTO3THET0 BpeMEeHN. DMOPH -
OHaJIbHOE Pa3BUTHE 3aXBaThIBAET OCOOEHHO CJIOXHBIIA
repuo, B KOTOPOM IeHeThudecKue (hakKTophl 1 (PaKTO-
pbI BHEILIHEN Cpeabl MOTYT B3aMMOAEHCTBOBATh, YTO-
OBl BHECTH CBOI1 BKJIaJ B PUCKU Pa3BUTUS ITIOTOM-
ctBa. MakTOpBI OKpYyXKAIOIIEH cpeabl BO3NEHCTBYIOT
Ha 3MOpHUOHAJBbHBIA MO3I MHa4Ye, YeM Ha MO3l B
IMOCTHATaJlbHOM Tiepuofe. IlaTTepHbl 3KcIpeccuun
HEKOTOPHIX T€HOB SIBJISIIOTCS HE TOJIBKO MOTEHIINATIb-
HBIM CyOCTpaToM I MpeHaTajJbHOIO CTpecca B pe-
3yJIbTaTe B3aMMOACHCTBUS T€HOB, HO IIpeHAaTaJIbHbIIA
CTpeCcC MOXET TakKKe OIIpeNeysaTh 3aIepXKW WIU
YCKOPEHUSI B 3aIlyCKe TPaHC/ISIIMU TeHOB. BiusHuio
MpeHaTaJbHOIO CTpecca MOTYT OBITh MOIBEPKEHBI
OeJIKM U 3JIEMEHTHI HYKJIIEMHOBBIX KHCJIOT, KOTOPEIE
YY4aCTBYIOT B T€HETMYECKOM PEry/Isliiu, BKIIIOYas
dakTopbl TpaHCKpUumnuun, MuKpoPHK u anurenetu-
yecKre MOTu(PUKaLIIN.

DnureHeTM4YeCcKre M3MEHEHUSI HampaBjeHbI Ha
agarnTalrio OpraHrM3Ma K U3MEHSIOIINMCS YCIOBUSIM
€ro CyILIECTBOBaHMSI. ONUICHETUYECKHE METKH,
YY4acTBYIOIIIME B 3THX IIpOlleccaxX, BKIIOYAIOT METU-
mupoBanue JJHK m rmopokcuMmeTnmianpoBaHue, TH-
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cToHOBble Mogudukaunu, ATP-3aBrucuMoe Xpoma-
TUH-peMoAeupoBaHue M Hekonupylomue PHK
(HkPHK). DnureHetnyeckue U3MEHEHMST COXpaHSI-
IOTCS B psiie MUTOTMYECKUX ASICHNM COMAaTUUECKIX
KJIETOK, a TakKXXe MOTYT IMepenaBaTbCsl CIAEAyIONIUM
MOKOJIEHUSIM, €CJIM 3TU WU3MEHEHUSI MPOU3OILIN B
moaoBbIX KiaeTtkax (Hwi0an, 1988). Tem He MeHee,
OOJIBIIIMHCTBO MCCJIEAOBAHUIN 3MUTEHETUYECKUX
U3MEHEHU Tocjie MmpeHaTajJbHOTO cTpecca ObLIU
cocpemorodeHbsl Ha  MeTwiampoBanum  JIHK,
mukpoPHK u wKPHK. Bpuio mokaszaHo, u4Tto
HKPHK perynvpyioT TpaHCKPHUIIIIMIO TEHOB, a TaK-
Xe cTabmibHOCTh XpoMaTuHa (Zhou et al., 2010).
Takume HKPHK Bximouaior B cebd KOpOTKHUE
MmukpoPHK, piwiPHK u nnunnabsie HKPHK (Filipo-
wicz et al., 2008). BaxxHo umeTh B BUAY, YTO JaxKe
€CJIU OTU DIIUTeHETUYEeCKHME KOMIIOHEHThI YacTo
U3y4aloTCsl OTAEJbHO, OHU B3aMMOJCUCTBYIOT, UTO-
OBI OKa3aTh KOMOMHMPOBAHHOE BO3IeICTBIE HA MO-
JIYASLUIO TPAHCKPUIILIMU T€HOB. OTU METKM MOTYT
OBITh IIEPBLIMM HE TOJIBKO IUISI TEKYIIEH, HO U IIJIsI Oy-
Iyiei MoauduKalmy 3KCIpeccuu reHoB. VicTuHHas
MPUPOJA TAKUX B3aMMOCBSI3€i MOXKET ObITh paCKphITa
TOJIbKO B TOM CJIyyae, eCc/id napajuleJIbHO MTPOBOASTCS
JIOHTUTIOOHBIE, a TaKXKe MEXITOKOJCHYECKIE 3IUTe-
HETUYECKUE UCCIIeTOBaHMUSI.

B HacTosI1Iee BpeMst psizi ICCIICIOBaHWI YKA3hIBAIOT
Ha TO, YTO SMUTCHOM pearupyeT Ha BHEIIIHUE BO3-
JIeCTBUSI, KaK B IIepUOMd BHYTPUYTPOOHOTO pa3BU-
THSI, TaK U TIOC]Ie POXIEHUs peGeHKa, a SITUTEHETH -
yeckue 3(pdeKThl BO3ACHCTBUS CTpecca MOTYT Mepe-
JaBaThcsl clienylomeMy nokoieHuio (Essex etal.,
2013; Provencal, Binder, 2015). OnuH 13 BO3MOXHBIX
MEXaHU3MOB 3TOT0 (heHOMEHa IpeACTaBIeH B paboTe
Bpannep ¢ coaBt. (Brunner et al., 2014), kotopnie
BBISIBUJIM M3MEHEHUS TMCTOHOB B cIlepMe, IMpUYeM
5TU U3MEHEHUSI MOTYT OBbITb CTaOUIU3UPOBAHBI U
BCJIEICTBME 3TOTO MOTYT ITepeIaBaThCsl CIEAYIOIIEMY
MMOKOJICHUIO Yepe3 3apOAbIIIEBYIO JIMHUIO.

ITockoJibKy MaTepuHCKUE MeIUATOPbI 1eHCTBYIOT
B TEYEHHE KPUTUUECKOTO Nepuoa pa3BUTHUS, MOXKHO
ObLIIO OBl MOCTYJMPOBAaTh, UTO BBICOKMI MaTepUH-
CKMIi ypOBEHb TJIOKOKOPTUKOWUIOB U U3MEHEHHOEe
MaTEPUHCKOE TIOBEIEHUE TOCIE CTpecca BHOCST
CBOM BKJIaJl B OJITOCPOYHBIE 3((PEKTHI, OITMCAaHHbIE
B MOTOMCTBE, 4Yepe3 BMUreHeTudeckue Momuduka-
ouu. B mccaenoBannm Ha KpbIcaxX OBIIIO BBISIBJIICHO,
yto rumnepakTuBHOCTh ['AC wurpaer pemarmollyoo
pOJib, U3MEHSIST alalTAllMOHHbBIE MTPOLIECCHI Y KPBIC C
MpeHaTaJIbHbIM CTPECCOM, U 3T U3MEHEHMUS 3aBUCST
OT T10J1a XXUBOTHOTO. J[J1sT cCaMIIOB KPbIC 3TO BbIpaxka-
€TCSl B CHWXKEHUM TIJIACTUYHOCTU THUMIIOKaMIia, TO
€CThb CHUXKEHUHM HelporeHe3a M TJIIOKOKOPTUKOW/I-
HBIX PELENTOPOB, a TaKXKe B TOBBIIIEHHOM 3KCIIpec-
cuu 6enkoBhix (pakTopoB Fos, PSA-NCAM u BDNEF,
B TO BPEMSI KaK CaMKU KpbIC, TO-BUAUMOMY, JIydllle
3alUIIEHBI OT BIWSTHUS TIPEHATAIILHOIO CTpecca Ha
IiacTUYHOCTh rurrokamiia (Darnaudéry, Maccari,
2008).
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[1pu n3yyeHNU BAUSTHUS IIPe- M IMMOCTHATAJIbHBIX
CTPECCOPHBIX BO3ACHMCTBUI Ha DSIIUICHETUYECKUE
IIPOLIECCHI aBTOPhBI APYyroro ucciaemoBaHus (Mattern
et al., 2019) menaroT BBIBOM, YTO BO3IEMCTBUS B IIpe-
HaTaJIbHBIN MEpUOA pa3BUTUSI, TTO-BUIMMOMY, UMe-
IOT OOJIbIIIeE BIUSTHIE Ha SIIMTEHOM MO3Ta B3pOCJIOTO
XKMBOTHOTO, Y€M IIOCTHATaJIbHBIC II€pPeXXUBaHMSI.
IIpu 3TOM MONOXUTEIBHBIE BO3ACUCTBUS B IIpeHa-
TaJIbHBIN TIEpUOM Pa3BUTUS MOTYT YBEJIMUYMBAThH KO-
JIMYECTBO IIATTEPHOB METWJIMPOBAaHMS B T€HaXx,
YYaCTBYIOIIMX B IIPOrPaMMMPOBAHUM  Pa3BUTUS
CTPECCOYCTOMYMBOCTU B OoJjiee MO3THEM BO3pacTe.
To, 4To Bce HaOMOmaeMble MEXTPYIIIIOBBIE PA3IMINST
ObLTM cieuM(UIHEBI IJIS 110JIa, COTJIacyeTcsl ¢ pas3jiu-
YUSIMU B JUHAMUKE Pa3BUTHSI MYXKCKOTO 1 XX€HCKOIO
Mo3ra. MHOroKpaTHbIe U3MEHEHUS 1 MaJIble pa3Me-
pBI 3 PeKTa CoraacyroTcs: C MHOTO(MaKTOPHOM Moe-
JIbIO TIpeHATAJIbHOTO NPOrpaMMUPOBAHUSI MOBEOC-
HUS B3POCIIBIX.

IMTonbiTKa cCUCTEeMaTUYECKOTO aHaIn3a N3BECTHBIX
K HaCTOSIIIIeMy BPEMEHU TUIIOTE3 MEXaHU3MOB IIpe-
HaTaJIbHOTO cTpecca mpoBeaeHa B padore (Conradt
etal., 2018). ABTOphl MIpeanoaararoT, YTO MMEETCS
BO3MOXHOCTb COCTaBUTb KapTy HPOUCXOXKIACHUS
MHOTUX (PU3NYECKUX, IICUXOJIOTMYECKUX W MEIr-
LHUHCKWX OTKJIOHEHWI M MaTOJOTUM OO0 POXIECHUS
pebeHka. B HacTosiiee BpeMsl OEalOTCSl MOMBITKU
ONMKCATh U UHTETPUPOBAThH IBE JOMUHHUPYIOIINE MO-
JIeJIY TIOCJIEACTBUM MpeHaTajJbHOTO CTpecca: MOIECIIb
KyMYJISITUBHOTO cTpecca (IMOAX0M, OPUEHTUPOBAH-
HBII Ha HEraTUBHBIC IIOCJIEACTBUSI) U MOJIEIb COOT-
BETCTBUSI/HECOOTBETCTBUS  (PBOJIIOIIMOHHO-Pa3BU-
BalOIIUil TOAXOM K MOCJASACTBUSIM ITPEeHATAIbHOTO
crpecca). OmHako, Konpan ¢ coasr. (Conradt et al.,
2018) oTMeyaloT HEIOCTAaTOK ITUX MOJEJeli — BHUMA-
HHUE TOJbKO K METabOJIMUeCKU OPHUEHTUPOBAHHOMY
IIpeHaTaIbHOMY HIPOTrpaMMUPOBAHUIO. TpeTbs MO-
JIeJIb — OMOJIOrnYecKasl 9yBCTBUTEIBHOCTh K KOHTEK-
cty (Boyce, Ellis, 2005) ocHOBBIBaeTCsI Ha TpeX BaxkK-
HBIX OOIyLICHUSX. Bo-mepBhIX, MHAWBUAYaIbLHEIC
pasauyusl B BEJIMUYMHE OMOJIOTMYECKHUX CTPECCOBBIX
peakLMii peryJupyroT BOCIIPUMMYUBOCTD K BIUSTHUASIM
OKpyKaloleil cpenabl (IIaTOJOTUYSCKUM M 3alllUT-
HbIM). Bo-BTOpBIX, paHHMIT )KM3HEHHBII ONBIT agall-
TUBHO KaJMOPyeT CUCTEMbI pearupoBaHMsI Ha CTpecC
B COOTBETCTBMU C KOHTEKCTaMM pa3BUTHUSA. B-Tpe-
ThUX, ITATTEPHBI PEArMpoOBaHUs HA CTPECC MOTYT M3-
MEHSITbCS B TeYEHUE 4YYBCTBUTEJIbHBIX MEPUOAOB
pa3BUTHS B 3aBUCUMOCTH OT BO3IEIICTBUS OKPYKalo-
meii cpenpl. Konpan ¢ coaBt. (Conradt et al., 2018)
MpOoaHaIM3UPOBAIM KOHTEKCTHYIO MOJIe/Ib B COYETa~
HUY C MOACISIMU KyMYJISITUBHOI'O CTpecca U COOTBET-
CTBMSI/HECOOTBETCTBUSI U MPEIJIOXUIM HOBBIM Ha-
0Op rUIT0Te3 OTHOCUTEJILHO BIIUTeHETUYECKUX MeXa-
HU3MOB, MOCPEACTBOM KOTOPBIX IIpeHaTaJIbHbIe U
MMOCTHATaJIbHbIE MEPEeXWBAHUS IIPOTPAMMUPYIOT
CTPECCOBYIO PEaKTUBHOCTb peOeHKa U, B CBOIO OUe-
pelb, CIIOCOOCTBYIOT Pa3BUTUIO afalTUBHBIX U JIE3-
aIalTUBHBIX PEHOTHUITOB. DTU aBTOPHI CHOPMYIIIPO-
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BaJIM PO U3 YETHIPEX ITPOBEPSIEMBIX TUIIOTE3, BBI-
NeNadIomMX OSIUIreHeTUYEeCKUe MeXaHU3MBI, C
MOMOIIbIO KOTOPHIX ITIPpeHAaTaIbHbIN U MTOCTHATAJIb-
HBI OIIBIT MOXET IIPOTpaMMHPOBATh IETCKYIO
CTPECCOBYIO PEaKTUBHOCTbL M, B CBOIO OYepelb,
pucCK Ijisl TicuxonartoJioruu. IlepBble ABE TUITIOTE3bI
CBSI3aHBI C SIIMTeHETUYECKMI U3MEHEHUSIMHU IUTOIA
W HOBOPOXKIEHHOIO, CJIEAYIOIINUE IBE CBSA3AHBI C OIIU-
TeHEeTUYECKUMU U3MEeHEeHUsIMU T1aleHTapHbIx JTHK.

PaccMmoTrpuM 3T tunioTe3sl moapobHee: 1) mocro-
SIHHO€ BO3JEWCTBME HU3KOMHTEHCHBHOTO CTpecca,
Kak IpeHaTaJbHO, TaK W MOCTHATaJbHO, CIOCO0-
ctByeT MeTmipoBaHuio JIHK, cBsgI3aHHOMY ¢ HU3-
KOOIl WJIM yMEpEeHHOIl peaKTMBHOCTbIO Ha cTpecc (B
COOTBETCTBUM C MOJIEJIbIO KYMYJIITUBHOTO CTpecca 1
KOHTeKcTHOIT Momenu (Murgatroyd et al., 2015)).
CtabuipbHO HU3KME YPOBHM BO3IEHUCTBUS cTpecca B
IIpeHaTaJIbHOM U ITOCTHATAJILHOM IEepUOAAX JOJKHBI
CITIOCOOCTBOBATh Pa3pabOTKE TaKMX CTPaTeTHM XKM3-
HEeIEesITeIbHOCTU, KOTOPhIE COOTBETCTBYIOT Oe30mac-
HbIM, CTaOWJIBHBIM KOHTEKCTaM (COTJIAaCHO MOJENIU
COOTBETCTBUSI/HECOOTBETCTBUSI) U HU3KOMY PUCKY
TICUXOIIaTOJOI MM, 2) TIOCAEA0BATEIbHBIC BEHICOKOMH-
TEHCUBHbBIC CTPECCOBBbIE BO3ACHCTBMSI, KaK IpeHa-
TaJIbHO, TaK W IIOCTHATAJIbLHO, CIIOCOOCTBYIOT METH-
mupoBanuio JJHK reHoB, CBSI3aHHBIX C YCUJICHHEM
peryJsiliui CUCTEM pearupoBaHUsI HA CTPecC B paH-
HEeM Bo3pacTe. DTOT amalTUPOBAHHBLIA K CTpeccy
npodniab PEeaKTUBHOCTH MOJKEH CITOCOOCTBOBATH
pa3paboTKe MHBIX KM3HEHHBIX CTpaTeruii, KOTOPhIE
COOTBETCTBYIOT 00JIee BLICOKMM KOHTEKCTaM HeOJ1a-
TOITOJIyYHOTO OKPYXEHMsI (COIJIaCHO MO COOT-
BETCTBUSI/HECOOTBETCTBUSI) U TOBBILLIEHHOMY PUCKY
IICUXOIIATOJIOI MM (B COOTBETCTBUH C MOJIEIIBIO KyMY-
JIITUBHOTO CTpecca); 3) BRICOKOMHTEHCHUBHBIEC IIpe-
HaTaJIbHbIE CTPECCOBBIE BO3ICICTBUSI CITIOCOOCTBYIOT
MmetmrpoBaHuio JIHK maneHTapHbIX T€eHOB, CBSI-
3aHHBIX C MOBBILIEHUEM PETYJISIIIAN CUCTEM Pearupo-
BaHUSI Ha CTPECC M BBICOKOW peaKTHBHOCTbIO MJa-
neHieB Ha crpecc (Pena et al., 2012; Nugent, Bale,
2015). ITockoibKy BBICOKasl CTpeccOoBasi peaKTUB-
HOCTb ITIOBBIIIAET BOCIIPUMMYMBOCTHL K BIIMSHUIO
OKpYyKalollleil cpedbl, AETU C agalTHUPOBAaHHBIM K
cTpeccy npoduieM peakKTUBHOCTU, KOTOPhIE PacTyT
B Oe30I1acHOIi, cTaOMJILHOI MOCTHATaJbHOM cpene,
JIOJDKHBL  “TIepeKaaInOpoBaThCcsa”. DTO IPUBOAUT K
MMOCTHATAJIbHBIM SIIUIC€HETUYECKUM MOIU(UKAITHASIM,
KOTOpBIC MOIEPKUBAIOT O0Jiee HU3KYIO CTPECCOBYIO
PEaKTUBHOCTh U 00Jiee MEIJICHHYIO CTPAaTeTUIO K13~
HEHHOIro IMKJa U, CIed0BaTeJbHO, 0ojiee HU3KUMA
PUCK TICUXOIATOJOIMU; 4) HU3KOMHTEHCUBHbBIE BO3-
JIEeMCTBUSI TpPEeHAaTaJbHOTO CTpecca CIIOCOOCTBYIOT
MmetmmpoBanuio JJHK 1oranmeHrapHbIx TeHOB, CBSI-
3aHHBIX CO CHIDKEHHEM (PYHKIIMOHAJIbLHOM aKTUBHO-
CTH CHCTEM pearMpOBaHMs Ha CTPEeCC U HU3KOM MU
YMEPEHHOM pPEaKTMBHOCTBIO MJIAICHIIEB Ha CTPECC
(Del Giudice et al., 2011; Murgatroyd et al., 2015).
IMocnenyromiee Bo3meiicTBIE CYpOBOIi, HEIIPEACKa3y-
€MOM MOCTHATAJIbHOM cpenbl JOJKHO TPUBECTU K
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MOBTOPHOM “KanmOpoBKe”, YTO, B CBOIO Odepenb,
MPUBEIET K ITIOCTHATAJILHBIM 3MUTeHETUYECKUM MO-
IU(PUKALIMIM, KOTOPHBIE TMOBBIIIAIOT PEAKTUBHOCTh
JIETCKOTro cTtpecca (CTUMYIUpPysT Npoduiab peakTUB-
HOCTHU, aJalITUPOBAHHBII K CTPECCY) U MOAAEPXKIBA-
IOT pa3BUTHE OoJiee OBICTPOI CTpATETUN XXU3HEHHOTO
LIMKJIa U, cJieoBaTe/IbHO, 00Jiee BHICOKUI PUCK IS
TICUXOITATOJIOTUH.

DTH TMNOTE3bl MOTYT IIePeCMATPUBAThCSI B 3aBU-
CUMOCTU OT MMEIOIIMXCS 3MIUPUYECKUX TaHHBIX.
JIJ1s1 OLIeHKM 3TUX TUIIOTE3 aBTOPHI CUMTAIOT HE00XO-
IUMBIM TIPOBECTU IOMOJIHUTEIbHbIE UCCIICTOBAHUS,
BKJIIOYAIOIIYE OLIEHKU 3MUI€HETUYSCKUX Moaudu-
Kaluii Tpe- W IMOCTHATAILHO Ha Pa3IMYHBIX TUIIAX
TKaHell. ToJBKO Torga MoxKHO OyIeT IIPUOIU3UTHCS
K MOCTPOEHUIO OoJjiee IMOJHOM KapTUHBI TOrO, Kak
NpeHaTadbHbIE YCIIOBUS KAJIMOPYIOT MJIM HEe Kajauo-
PYIOT CUCTEMBI pearupoBaHMs Ha CTPecC M, B CBOIO
oyepelb, aJaNTUBHOE M Ae3adallTUBHOE pPa3BUTHE
(Conradt et al., 2018).

JlocTkeHnsT B 00J1aCTU MOJIEKYJISIpHOI OMOoJIO0-
T BBIICIWIN POIb SIUTCHETUYSCKNX MEXaHU3MOB
B PEryJISIlIMM aKTUBHOCTHU I€HOB, CBSI3aHHBIX C TIOBE-
JNIEHUEM U TIOTeHIIUATbHYIO POJIb 3KOJOTMYECKU UH-
IYLIMPOBAHHBIX SMUTeHETUIeCKMX Bapuauuii. Cpean
MPOYMX BBISIBJIEHBI AU(MOEPeHIMPOBAHHO METUJIM -
pOBaHHBIE T'€HBbI, KOTOPbIE BOBJICYEHBI B Pa3BUTHE
MoO3ra, 3TO T'€Hbl B Ipeleiax Ba3oIlpecCUHepruye-
CKUX, CEpOTOHUHEPTUYECKUX, TIIyTaMaTepruieCcKmx
u TAMK-nyreii. B akcriepyMeHTe Ha MBIIIIAaX BBISB-
JICHO BJIMSIHME METWJIMPOBAHUS OIpelnesIeHHBIX Te-
HOB B IIJIalIEHTE CTpeCCUPYeMbIX MblIleit (Igf2, Gnas,
Lep, Meg3), a Takxe usmeHeHus akcnpeccuun JHK-
MeTuJITpaHcdepasbl 1, yBeaudyeHue METUJIMPOBAHUS
JHK 1lbeta-rumpokcucTepouaaeruiporeHassl 2
(11B-HSD?2). Tlo pe3syabraTaM 3THUX MCCISIOBaHUI
MOXHO IIPEIIIOJIOXUTh, YTO IUIAalleHTa SIBJISIETCS
LIEHTPAJIbHOI MUIIIEHbIO MAaTEePUHCKOTO AUCTpecca U
KJTFOUEBOI MEXaHMCTUYECKOI CBS3bI0 MEXIY MaTe-
PUMHCKHMM IMCTPECCOM M ITOTOMCTBOM. IlocTHaTanb-
Hble BO3IEHCTBUSI MOTYT OKa3biBaThb KPUTHUUECKOE
cIoepXXuBalolllee BIMsSHNE Ha IIpeHaTaabHble 3 deK-
ThI Y TIPeHATaIbHO-TIOCTHATAILHOE B3aUMOICHCTBIE
¥ pa3BUTHE peOeHKA, a TAaKKe SMUTeHETUIECKIE 10~
CJIEICTBUS IIOCTHATAIBHBIX B3AUMOJICICTBUI MaTepu
" pebeHka. BHyTpuyTpoOHas cpena Kak TakoBasi, pe-
TYJMpYyeTCcs TUIalleHTapHOM (yHKIIME, B CBSI3H C
9TUM OYEBUIHA HEOOXOIUMOCTh B O0JIee MMOAPOOHBIX
HCCJIENOBAaHUSIX BOCIIPUMMYMBOCTH TUIALICHTHI K Ma-
TEPUHCKOMY OUCTPECCY M €€ BINUICHETUYEeCKOM
mucperynsuum (Pena et al., 2012; Nugent, Bale,
2015). MaTerpanus ucciienoBaHuii B 00J1acTH IIpeHa-
TAJIBHOTO CTpecca, MaleHTapHOi (YHKIIUWA U T10-
CJIEpOAOBOII MaTepMHCKOM 3a00THI C UCCIIETOBAHEM
SIUTEHETUYECKMX MEXaHU3MOB MOTYT JaTh HOBBIC
MIPEACTaBIICHUS O TaTO(PU3NOIOTUN, MHIYLIMPOBaH-
HOM MaTeprMHCKUM cTpeccoMm (Monk et al., 2012).
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POJIb INTAOEHTHI B PEAJTIM3ALIA
ITPEHATAJIBHOTI'O CTPECCA

Hekotopast cuctremaruzanus poBeAcHHBIX B Ha-
CTOsliee BpeMsI MCCIEIOBAHUIT yIIOMUHAJIACh B
npeapraynieM pasgeie B o03ope rumore3 (Conradt
et al., 2018). PaccmoTpum OoJjiee IOmpoOHO IIpOBE-
JIEHHbIE B HACTOSIIIEe BpeMsI UCCIIETOBAHMS, ITOCBSI-
IIIEHHbIE B3alMOCBSI3W IUIALICHTHI U TIOCJICACTBUIA
MpeHaTaJbHOIO CTpecca.

HocTynm MaTepWHCKUX TIIOKOKOPTUKOWIOB K
rmokokopTukougHomMy peuenropy (NR3C1) B mra-
LIEHTE Y TJIO/Ie PETYIUPYETCs OOMEHOM BEIIECTB Ue-
pe3 depmentet HSD11B1 1 HSD11B2, a Takke yepe3
TJIMKOMPOTEUH C MHOXECTBEHHON JIEKApCTBEHHOM
YCTOMYMBOCTBIO, OMOCPEIYIOIINI OTTOK TJIIOKOKOP-
TUKOUIOB U3 CHUHIUTHOTpodobOnacta. B padorte
(Mark et al., 2009) nmoka3zaHo, 4YTO AUHAMUYECKUE
MmaTTepHbl 3Kcnpeccuu reHoB Hsd11bl v HsdI11bh2
mianeHTapHbIX pepmenToB HSD11B1 1 HSD11B2 B
MMO3THUE CPOKM OEPEMEHHOCTH CBSI3aHBI C PE3KUMM
CIBUTaMU YPOBHSI KOPTUKOCTEepOHa B TjalieHTe. bo-
JIee TOro, poCT 3Kcnpeccuu reHa Hsd11b1 B mo3gHue
recTallMOHHbIE CPOKM B 30HE JIJAOMPUHTA, TTO-BUIM-
MOMY, YIIpaBJIsSeTCs] HOPMaJIbHBIM MIPeIPOAOBBLIM Ta-
IeHeM YPOBHS ITPOrecTepoOHa.

[ImameHTapHBIN KOPTUKOTPOINH -PUJIM3UHT-TOP-
moH (ITKPT') aBiseTcst ¢peTorialieHTapHbIM CUTHA-
JIOM cTpecca, KOTOPhI Takke hopMUpyeT HelipoauHa-
MUYECKOEe pa3BUTHE IUIONA Hapsmy ¢ MaTepPMHCKUMU
TOpMOHAaMU U MOXKET ObITh 0oJjiee TOUHbIM MHIMKA-
TOPOM COCTOSIHUS TIJIONA, YeM MaTepUHCKUE TOPMO-
HEI cTpecca. ITo manasiM XomaHa ¢ coaBt. (Howland
etal., 2016), miaueHtapHsbie mpodunn [TKPT (Bkimio-
yasi IOAbEMEI B CepeInHe OepeMEeHHOCTH ) ObLIN CBSI-
3aHBI C BHIPAXXKEHHBIMUA CUMIITOMaM1 3MOLIMOHAJIb-
HBIX M TIoBedeHUYecKux paccrtpoiictB (MKB-10,
MexnyHaponHas kiaccudukamusi 6ose3Heid 10-ro
nepecmoTpa Bepcusi: 2019) y nereit B Bo3pacte 5 jer.
A10T 3P (PeKT He OBLT O0BICHEH KPUTHIECCKUMMU TIpe-
HaTaJIbHBIMY WJIM ITOCTHATAJILHBIMU TIOCJIEICTBUSI-
MU, TAKMMU KaK aKyILIepCKUil PUCK, COITyTCTBYIOIICE
MaTEePUHCKOE MCUXOJIOTMUYECKOE COCTOSIHIE 1 COLIM-
aJIbHO-3KOHOMMYECKOE COCTOSIHME ceMbu. IIpeHa-
TaJIbHBII MaTepUHCKUIT KOPTU30JI He OBLI JOCTOBEP-
HO CBSI3aH C MHTEPHAJM3UPYIOLIMMU CUMIITOMAaMU
pe6eHka. IlonydyeHHbIe TaHHBIE CBUAETEIBCTBYIOT O
TOM, 4TO ToBbILIeHHOe Bo3aeicTtBue I1KPI'-curnana
¢eTomnaeHTapHOIO CTpecca BIMSIET Ha pa3BUBAlO-
LIYIOCS LIEHTPAJIbHYIO HEPBHYIO CUCTEMY IIJI0AA C JIJTH -
TeJIbHBIMU IOCJICACTBUSIMU IJIST 3T0POBbsI peOeHKA.

Bo BpeMs 6epeMeHHOCTH TIJIalleHTA SIBJISIETCS Me-
CTOM aKTUBHOTI'O KMCJIOPOAHOTO OOMEHA, UTO MOXKET
ObITh MpUYMHOI okucautTenabHoro crtpecca (OC).
INepenpon3BoACTBO aKTUBHBIX (OpM KHCIOpoAa
(AD®K) 1 aktuBHBIX (popM azota (NO) MOKeT pas3py-
IIMTh HOpMajbHble (PYHKIMU TTalieHTh. DeToria-
LIEHTapHas1 eOWHUIIA XapaKTepU3YeTCSI BbICOKUM
YPOBHEM aHTUOKCUIAHTOB, 4TOOBI nepxkaTth OC mog
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koHTposieM. KoHnrpoaupyemoe oopaszoBanue APK u
NO ciy:kuT He3aMeHUMBIMU KJIETOUHBIMU CUTHAJIAMU,
PETYIUPYIOLIMMHU KCIIPECCUIO TEHOB U HUCXOISIIE
KJIeTOYHBbIe IIpoliecchl (ApyTioHsH u ap., 2010). OC
TakKXKe UrpaeT BaxKHYI0 UMMYHOPETYJISITOPHYIO POJIb
Bo BpeMsi 6epemeHHocTu. Heperynupyemsiii OC u
WMMYHHbBIC HapYILICHUST CBSI3aHbl MEXKIY COOOI MmMpu
HeOJIaronpusTHBIX MCXOJaX OepeMEHHOCTH, TaKHUX
KaK CaMOIIPOM3BOJILHLINM a0OopT, IMpedKJIaMIICUSI U
3ajepXKa BHYTpuyTpoOHoro pasputus (Wu et al.,
2016).

ITmanenrapusiii OC wurpaer KIOYEeBYIO pOJb B
MaToMU3NOJIOTUN PACCTPOMCTB, CBSI3aHHBIX C ILjIa-
LICHTOI, 0COOCHHO TaKMX, KaK IPE3KJIaMIICHUSI U 3a-
JIep>kKa BHyTpuyTpooHoro pa3sutus. OC mmoBpexaaeT
JHK, 6enxu v IMnuabl, HO HaXOAUTCS T10J1 KOHTPO-
JIeM aHTUOKCHIAHTHEIX (pepMeHTOB. Pazobiatonmii
oenok mutoxoHapuit 2 (UCP2) moxeT Takke orpa-
HUYUBATh OKUCIUTEbHBIN CTPECC IMMyTEM CHUKEHMUS
npousBoacTtBa ADK. /IxoHc ¢ coaBt. (Jones et al.,
2010) oxapaKkTepr30BaIM aHTUOKCUIAHTHYIO 3aIIUTy
TJIalleHTHI KPhIC BO BpeMsl HOpMaJiIbHOM 6epeMeHHO-
CTHU U MOCJIE 3aAePKKI BHYTPUYTPOOHOTO pa3BUTUS,
VHIYLPYEMOI TIIOKOKOPTUKOMIaMM (JIeKcaMeTa-
30HOM). IlimaneHThl OBLIM cOOpaHbl HA 16-i u 22-i1
ITHU OepeMEHHOCTH. DKCIIpecCusi TeHOB, KOOUPYIO-
IMX aHTUOKCUIAHTHBIE ¢epMeHThl, (Sodl, Sod2,
Sod3, Cat, Gpx3, Txnl, Txnrdl, Txnrd2 nu Txnrd3) n
UCP2 6pUt1 ©3MepeHbl KOJIMYeCTBEHHBIM METOIOM
RT-IIIP B nabupuntHoii (JI3) m coemmHUTEIbHOI
(C3) 3oHax miaueHThl. DKcnpeccust Sodl n MPHK
UCP2 u akTUBHOCTb KCAaHTMHOKCHUIA3bI, SIBJISIO-
mieiicga nctouHnkoM ADK, 6blM yBean4deHsbl ¢ 16-ro
1Mo 22-i1 AeHb B 00euX IMJjalleHTapHBIX 30HaX, TOTIa
Kak Sod2 u Gpx3 yBeIUUNIINCh TOJILKO B OBICTpOpac-
tymeint J13. B otmmume ot 3Toro, 3Kcnpeccus Sod3 n
Txnrdl ynana B JI3, Torma Kak oOIasi akKTUBHOCTh
CO/I mponmoirkaja ocTaBaThesl CTaOMIIbHOI. BBeneHue
JIeKcaMeTa30Ha YMEHBINWIO (peTalbHO-TUIAlEHTap-
HbI pocT u akcnpeccuto UCP2 B JI3, HO yBeIWYWIIO
akcnpeccuto Txnl B C3. ITokazaTean OKUCINTEILHOTO
noBpexaeHns mianeHTol (TBARS, F2-u3omnpocranbl u
8-OHdG) He u3MEeHUIUCh B T€YEHUE IeCTAllMOHHOTO
BO3pacTa HE3aBHMCHMO OT BBEICHUS IEKCaMETa30Ha,
YTO CBHUIETEJIBCTBYET 00 ageKBaTHOM aHTMOKCHUIAHT-
HOI 3a1uTe. B 11e10M, 3TH JaHHBIE CBUIECTEIbCTBYIOT
0 TOM, YTO IJIAIleHTa KPBICHI 3alUIleHa OT OKUCIN-
TEJILHOIO CTpecca IMHAMWYECKOI 30HAIbHOM U CTa-
JUMHO-3aBUCUMOI 3KCHPECCUEN T€HOB AHTUOKCH-
JTAaHTHOM 3aIIIUTEL.

Bponcon u baiin (Bronson, Bale, 2016) cuuraror,
YTO IUIALIEHTA UTPaET pellialolyo pojb B TaryOHOM U
cnennduyecKoM IS ToJila BO3NeCTBUM MaTepUH-
CKOIO CTpecca U APYTrux Bo3aeicTBUii Ha mion. Bei-
3BaHHbIE CTPECCOM MepTypOalMyi BHYTPUYTPOOHOI
cpelbl TepeaalTcss SMOPUOHY Yepe3 IJIAlEHTy, KO-
Topasi OTBeYaeT 3a MoAAep>KaHWe BHYTPUMATOYHOTO
romeocTasa. HapyllieHue XXU3HEHHO BaXKHbBIX (hyHK-
LIMH TUIAlEHThl MOXET OKa3aTh 3HAYMTENbHOE BIIUSI-
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HHE Ha pa3BUTHE TUTOAA (B TOM YMCIIE €r0 TOJIOBHOTO
MO3ra), pe3yJIbTaThl 3TOTO BAUSIHUS B 3HAUUTEIbHOM
CTEIIeHU 3aBUCST OT moja. [1o maHHBIM HEKOTOPBIX
HCcIieaoBaTesIei, caMM TUIALICHTHI, TIpUHAIIeXaIlIue
IUIOJIaM MY3KCKOTO MoJia, 00JIbIlle MOABEePXKEeHbI HeTa-
TUBHBLIM U3MEHEHMSIM B ClIydae CTpeCCUpOBaHUs Oc-
peMeHHbBIX kuBOTHBEIX (Gallou-Kabani et al., 2010;
Chen et al., 2013). DT HeraTUBHBIC BO3IECUCTBUS Ha
IUIOA, SIBJISIIOTCSI 3HAYMMBIM (DAKTOPOM pPHCKA IS
MPEaPACIIONIOXEHHOCTH K HEPBHO-TICUXUYECKUM 3a-
ooneBanusiMu. bpoHcoH u baiin (Bronson, Bale,
2016) moararoT, 4TO MOTeHIIMAIbHAasI POJIb TIALICH-
Thl KaK MeXaHu3Ma IMepedayd CUTHAJIOB MaTepHH-
CKOTO CTpecca U €ro MoCAeACTBUM TSI OIpeAcICHUS
pucKa HEBPOJOTUYECKUX U MCUXOHEBPOJIOTMUECKUX
3a00JIeBaH1I OTPOMHA.

B o63ope (Rudov et al., 2014) npuBomsTcs 00-
IMUpHBIE JaHHBIe 0 3HaueHnu MUKpoPHK B pyHk-
LIUSIX TUTAlleHThl. ABTOPBI KJIacCUMUIIUPYIOT TPU
rpymbsl MUukpoPHK, cBsI3aHHBIX ¢ pa3BuUTHEM ILIa-
meHTel: 1 — kmactep MukpoPHK xpomocombr 14
(C14MC) siBnsieTcss caMbIM KPYITHBIM 13 U3BECTHBIX
OMMCaHHBIX KJIacTepoB MUKpOoPHK, BKiIoyarommm
52 mukpoPHK. OH pacnojioxeH y yejoBeka Ha Xpo-
Mocome 14q32. Hekotoprie MukpoPHK kiactepa
Cl14MC npeuMyILIECTBEHHO 3KCIIPECCUPYIOTCS B
nnarieHTe. Kpome toro, C14MC, mTo-BUIMMOMY, UT-
paeT BaXHYIO pOJib B 9MOpPMOHAJIBLHOM Pa3BUTUM,
HeliporeHe3se u Mertabommsme PHK; 2 — kiacrep
MukpoPHK xpomocombr 19 (C19MC) comepxut 46
MukpoPHK, pacrnoyiockeHHBIX B XpOMOCOME YeI0BeKa
19q13.41. C19MC skcnpeccupyeTcs TOJbKO U3 YHa-
CJIEIOBAaHHOII OT OTILIA XPOMOCOMBI M1 B OCHOBHOM
CcBsI3aH ¢ IutaneHToil. Takum obopazom, C19MC Mo-
XKET OBITh CBSI3aH C YMOPUOHAIBLHBEIM Pa3BUTUEM Ye-
JnoBeka; 3 — ximactep MukpoPHK-371-3 cocrout us
hsa-mukpoPHK-371a-3p, hsa-mukpoPHK-371b-3p,
hsa-mukpoPHK-371-5p, hsa-mukpoPHK-372, hsa-
mukpoPHK-373-3p m hsa-mukpoPHK-373-5p. BtoTt
KJjlacTep IpuMbikaeT K kiuactepy C19MC u, Kkak us-
BECTHO, 3KCIIPECCUPYETCs B IjialieHTe. B yactHOCTH,
MukpoPHK 3Toro kimacrepa BRICOKO 3KCIIPECCUPYIOTCS
B 3MOpuoHax 4eyoBeka. Kiacrep mMukpoPHK-371-3,
MIO-BUANMOMY, PErYJINpPYyeT KIETOYHBIN IIUKII, IIPO-
Jmdepanuio u anonTo3.

HenaBHue vcciaeqoBaHus mokasaiu, YTO HEKOTO-
peie MukpoPHK Biugror Ha pasBuTme mjialieHTHI.
IIponundepauust TpododIacTOB MOXET ObITh CTUMY-
mupoBaHa MUkpoPHK-378a-5p, MmukpoPHK-376¢ u
mukpoPHK-14, B To BpeMmss kak MukpoPHK-155 n
MukpoPHK-675, kak GbIJI0 TOKAa3aHO, UHTUOUPYIOT
npoaudepaluno KieTok Tpododnacta. MukpoPHK-
29b wmHnyuupyer, a mMukpoPHK-182 unHrubupyer
anmonTto3 B KjieTkax Tpodobiacta, MUKpoPHK-195,
MukpoPHK-376¢c u MmukpoPHK-378a-5p ycunuBa-
or, a wMukpoPHK-210, w~mumkpoPHK-34a n
MUKpoPHK-29b uHrnbupyoT Murpamuio U WHBa-
3uto TpoobiaacrtoB (Rudov et al., 2014). Muxkpo-
PHK, xotopple paHee CBSI3BIBAIM C Pa3IMIHLIMU
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IUIalleHTAPHBIMUA U3MEHEHMSIMU, ObLIM aCCOLIMUPOBA-
Hbl ¢ AOK 11 OC nipu pa3TnyHbIX S9KCIIEPUMEHTATbHbIX
ycioBusix. beuto ycraHoBieHo, uyTo MukpoPHK-210
MOSIBIISTIOTCS B pe3yiibTate aktuBauuu HIF1-o m Mmo-
IyTUPYIOT afallTUBHbIE MEXaHU3MBbI, PETYJIUPYIOIIE
OKMCIIMTENbHBI MeTabonu3M, OC, MHUTOXOHIpPHU-
abHBIN MeTaboymm3M, aHruoreHes, JIHK-pemapa-
LU0 U BhKMBaHUe KieToK. MukpoPHK-144 cBsi3a-
Ha ¢ monyJisiueii OC, oCyIIeCTBISIEeMOM ¢ IIOMOIIBIO
perynupoBanusl Nrf2 — IEHTpadbHOIO perysTopa
KJieToyHoro oreeta Ha OC.

@Dy ¢ coabr. (Phillips et al., 2017) npeniarator
pa3paboTaThb METOABI JICUSHUST MOCIESACTBUI IMpeHa-
TaJIbHOTO CTpecca, CBSI3aHHBIX C PUCKOM ICHUXUYE-
CKUX 3a0o0JieBaHUI1, HaIIpaBJIeHHbIC Ha IUIALICHTY, a
He Ha IUIo[. DTUMU UCCJIeI0BaTEeIIMU ObLIY IIPOBE-
JIeHbl 2KCIEPUMEHTBI IO OIpeaeICHUIO BIUSHUS
MUTOXOHIPHUAJIbHO-TAPIeTUPOBAHHOTO  AHTHMOKCHU-
nmaHTa MitoQ, roe MapKepoM ITOJIOKUTETbHBIX N3Me-
HeHuii 6T n3MeHeHHble MUKpOPHK. T'ectanion-
Hasl TUIIOKCHS ObLIa IIPUYMHON HU3KOM Macchl Tejla
IpU POXICHUM M M3MEHEHUIHA B MO3re€ MOJIOIOTO
B3pPOCJIOTO TOTOMCTBA KPbIC, UMUTUPYIOLIUX T€, YTO
HaAOJIIOJAI0TCS Y YeIoBeKa C HEPBHO-IICUXNYECKUMU
3a0oJjieBaHUSIMU. B TKaHSX M IUTa3Me POOUBIINXCS
KPBICST Y UX IUIALIEHTaX COAEPXKAIUCh UBMEHEHHBIE
MuKpoPHK, MUILIEeHU KOTOPBIX ObLIN CBSI3aHbI C U3-
MEHEHMSIMHU 3KCIIPECCUU T€HOB B TOJJOBHOM MO3T€
TUI0/a Y € JIOKyCcaMu 30 peHnn yejsoBeka. Moje-
KYJISIpHBIE 1 MOP(OJIOTHYECCKHIE U3MEHEHUS in Vivo 1
in vitro OBIJIM TIpedOTBpAaIllcHbI OMHOKPATHOM T030M1
MitoQ, cBI3aHHOIO C HAaHOYACTULIAMU, YTO JTOKaJIU-
3oBajio u npegorBpatuiio OC B IuialieHTe, HO HE B
mwione. Jpyrue wuccinemoBarenu (Aljunaidy et al.,
2018) TakzKe cCUUTAIOT, YTO OIOCPEAOBaHHAsI HAHOYA-
CTHUIIAMHU JOCTaBKa MUTOXOHAPUAJIBHOTO aHTUOKCH-
JlaHTa K TJIAlEeHTE SIBJISIETCSl TTOTEHIIMaJIbHO HOBBIM
MOJIXO/IOM, KOTOPbIii MOMOXET M30exXaTb Hexkesa-
TEJIBHBIX ITOO0YHBIX 3((EKTOB Y Pa3BUBAIOIIETOCS
MMOTOMCTBA.

OKMCJIMTEJIbHBIN CTPECC
B PEAJIM3ALIMU ITPEHATAJIBHOT' O
CTPECCA

Penokc-paBHOBecue oOKa3biBaeT 3HAYMTEILHOE
BJIMSIHWE Ha IIUPOKUI CIIEKTP OMOJTOTMYECKUX U MO-
JIEKyJISIpHBIX polieccoB. Korga 6aiaHc cMmelaercs B
CTOPOHY IOBHIIIICHHOI'O KOJIMYECTBa CBOOOIHBIX pa-
JIMKaJIOB, MOT'YT BO3HHMKATh IaTOJOIMYECKHE SIBJIC-
HUsl, BbI3BaHHbIe mosiBieHueM A®MK B TkaHeBOM
MUKPOOKPYK€HUH WU B CUCTEMHOM KpOBOOOpaile-
HAN. DIUIEMUST XPOHNUIECKNX 3a00JIeBaHUI, TAaKUX
KaK CeplIeYHO-COCYAMCThIEe 3a00IeBaHUs, OKUPEHUE
¥ 11abeT KOppeJIUpyIoT ¢ 1ucOaIaHCOM OKUCIUTEIb-
HO-BOCCTAaHOBUTEIbHOro romeocrtasa. CoBpeMeH-
HbIe TOCTUXEHWSI BMUTCHETUKU BBISBUIM Iapali-
JIEJIbHBIA CLEeHapuil, TEMOHCTPUPYIOLLII BIUSHUE
OC Ha BIUTEHETUYECKYIO PETYJISIIIMIO TeHOB Yepe3
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Mmoandukanno Metnanposanusg JHK, rmcronos n
MukpoPHK.

Kak m3BecTHO, SMOPUOH HYXKIAETCSI B SHEPIUU B
Bune AT® u HAJIDH, 4T0o0BI pa3BMBaThCS aieKBAaTHO.
DTU COeIMHEHMS 00pa3yIoTCsI B MUTOXOHIPHUATLHBIX
LIETISIX TIepeHoca BJICKTPOHOB C ydacTUEM KHCJIOPOJa,
rae obpazoBaHue MOOOUYHBIX ADK, BBHITOTHSIONINX
CUTHaNbHbBIC PYHKIINHU, XXECTKO perynupyetcs. [ 'eHe-
pauys APK nog KOHTpoJieM HOPMaJlbHO cOaJIaHCH -
POBaHHBIX MEXaHU3MOB aHTMOKCHUIAHTHOM 3aIlUThI
KJIETKM MEET BaxkHOe (PU3MOTOTMIEeCKOe 3HAUCHNE,
Kak y BMOpMOHa, Tak U y 1uioga. CieayeT OTMETUTD,
yro ADK, reHepupyeMble pa3IUIHLIMUA BHYTPH-
YTPOOHBIMH COCTOSTHUSIMUA, MOTYT OBITH OTHUM W3
KJIFOUEBBIX HUCXOISIIMX MEAUATOPOB, UHULIMUPYIO-
IIUX SIIMIeHEeTUYECKUE IIPOLIECCHl M M3MEHeHUE
nporpaMMBI pa3BuThUs ToroMcTBa. IlpempomoBas
TUTIOKCUSI, Ie(MULINT/U30bITOK ITUTATEIbHBIX BeE-
IIECTB M/WIN TIIOKOKOPTUKOUIOB — BO3IeiiCTBUE
Ka3XIIOTO M3 3TUX (PAKTOPOB CITOCOOHO TEHEPHUPOBATH
ype3mepHoe KonmuecTBo ADPK pasHBIMU MeXaHU3-
Mamu. OpraH-cnenuuiecKuii OTBET 3aBUCUT OT OT-
HOCHUTEJIbHOro GajlaHca Mexnay reHepauuein ADK u
AHTUOKCUIAHTHBIMU CITOCOOHOCTIMU KiieTku (Den-
nery, 2010; Thompson, Al-Hasan, 2012).

YuutheiBass Ty poJib, KOTOPYIO OEJIKM TEIUIOBOTO
moka (BTII) urpaoT B 3amuTe KIETOK B YCIOBMSIX
cTpecca, HeyauBUTeJIbHO, 4To Mexay OC u cucrte-
MOIi OE€JIKOB TEIUIOBOIO IIIOKa CYIIECTBYET CBSI3b.
Csgazannasg ¢ OC cucrema BT, Bo3MOXHO, CITy>KUAT
M Kak IPOTUBOBEC MNATOJOIMYECKUM MeXaHW3MaM
npeHataiabHOro crpecca. BTII cBsg3aHbl ¢ OKUCIH-
TE€JIbHO-BOCCTAHOBUTEIbHBIM PAaBHOBECHEM, B TOM
YUCJIe C 3alATOM KJIETKU OT MOBPEXKAECHUIA, BbI3BaH-
HBIX HENpaBWIBHBIM (DOJIIMHIOM OEJIKOB, CBSI3aH-
HBIM C OKHMCJIWUTEIIbHON MoanduKamuein ITOJIUTIC -
tuaHoi uenu. AktuBauus BTII ocyiiecTBisieTcs ¢
IIOMOIIBIO Pa3JIMYHBIX MEXaHU3MOB, KaK IIPSIMBIX,
TaKMX KaK MHOYKIWS TETIOBOTO IIIOKAa WJIN 00paboT-
Ka aKTMBHBIMU 3JIEKTPODMILHBIMUA COETMHEHUSIMU,
TaK 1 HETIPSIMBIX, 3aKJIIOYAIOIINXCS B TPAHCKPUIIIIM -
OHHOM PEryJsiiuy 4yepe3 JIeMEeHTbl aHTUOKCUIAHT-
Horo otBeTa ARE 1 Nrf2. )KuBOoTHBIE MOZIEIU ITIPEHA-
TaJILHOTO CTpecca TakxKe MPOASMOHCTPUPOBAIN U3-
MeHeHUs B IutaneHTapHoil mponmykumm IGF-1 m
IGF-2, Kotopble UMEIOT pellalollee 3HaYeHrue Kak
PETYISATOPEL pocTa U (GOPMUPOBAHUS HEPBHOM CH-
CcTeMblI Iu1oaa. B momosiHeHWe K pojiv B perympoBa-
HUU pocTa 1ona, curHanu3anus IGF takke 3aneii-
CTBOBaHa B peryjnpoBaHuu 3kcapeccuu bTII yepes
mTOR-omocpenoBaHHbIl  MexaHu3M. MHTepecHO
OTMETUTb, YTO Aucperyisiuus Kak cuctem BT, Tak
1 OKMCJIMTEIbHO-BOCCTAHOBUTEILHBIX IIPOLIECCOB
MOXET CITOCOOCTBOBAaTh HEPBHBIM M IICHUXHATPpUYE-
ckuM 3adosieBaHusM (Dowell et al., 2019).

B pa3nmuyHBIX TaKCOHAX MO3BOHOYHBIX CTPECCO-
BbI€ YCJIOBUSI OKPYXKAIOIIEH cpelbl BO BpeMsl pa3Bu-
TUS MOTYT (POpMHUPOBaTh (PEHOTUTNTMYECKIME TTPU3HA-
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KM TPaeKTOPUH Pa3BUTUS MHOIUBUOAOB, KOTOPEIE, OYy-
JIY4U aJalTUBHBIMY B KPaTKOCPOYHOI IIEPCIEKTUBE,
MOTYT YXYIIINTh 3MI0POBbE Y BEDKMBAHUE BO B3POC-
JIOH XXKW3HU, IIpruieM (OpMHUPOBAHMUE ITUX (PEHOTH-
MAYECKUX MPU3HAKOB 3aBUCUT OT noJja. Kak rokasa-
JIM HAIllM MCCJIEAOBaHUS, IO BO3IECTBEM IIpeHa-
TaJIBHOTO CTpecCa M3MEHSIETCSI OHTOIeHEeTUYEeCKMIA
npoduiab CBOOOIHOPAIUKAIHFHOIO OKWCICHUST Oes-
KOB B CTPYKTYypax MO3ra KpbIC, OTBEUYAIOIINX 3a BbI-
0Op ONTUMAJIBHOTO IMYTU CaMOPETYJISIINU B OTBET HA
CTpeccopHBIe Bo3aeicTBUs. JnHaMuKa cBOOOgHOpa-
JIVKAJIBHOTO OKWCJICHUsI OCJIKOB B THUIIIIOKaMIIC,
ruroraiamyce 1 crpuatyme (BerommHa u np., 2012a)
B IIOCTHAaTaJIbHOM OHTOI€HEe3€¢ PE3KO OTIMYaeTCs y
IIpeHaTaJIbHO CTPECCUPOBAHHBIX KPBIC, YTO OCOOCH-
HO BBIPaXX€HO B HAYaIbHBIN IIEPHO [IOCTHATAJIBHOTO
OHTOreHe3a, a MMEHHO B epUOJ MHTEHCUBHOI Mue-
JmHm3anuu. Tak, B Bo3pacte 10 mHell B McciaeaoBaH-
HBIX CTPYKTypax OazajbHasi OKMCIWTEJIbHAsT MOOM-
duKanms OSJIKOB y IpeHaTaJIbHO CTPECCUPOBAHHBIX
KpBICST BBIIIE, a MHAYLIUPOBaHHAas peakiueil DdeH-
TOHAa — HIXE, YeM Y KOHTPOJIbHBIX CBEPCTHUKOB.
B 10 ke BpeMs B Bo3pacTte 20 nHeil ITpOUCXOIUT UH-
BepCHUs 3TUX IToKa3zaTeyeii. DTO CBUIETEIBCTBYET O
HapylIeHNH IPOLECCOB MeTaboIM3Ma OEJIKOB 1 ITPO-
LIECCOB CUTHAJIBHOM TpPaHCOYKIIMU, CBSI3aHHBIX C
ADK u okucauTelIbHOM Moaudukanuein 6eakoB. B
Bo3pacte 30 mHeil MeXIy HmpeHaTalbHO CTPEeCCUpO-
BaHHBIMU U KOHTPOJIbHBIMU >KMBOTHBIMM Pa3Indus
B O9THUX ITOKa3aTe/sIX OTCYTCTBYIOT. OmHAKO B BO3-
pacte 100 gHeit HaOMIOMAETCSI 3HAYMTEILHOE CHILKE-
HHE YPOBHS OKUCIUTEIBHON MOTU(pUKALIUN OEIKOB,
Kak 0a3aJIbHOM, TaK ¥ MHAYLIUPOBAaHHOM, YTO MOKET
CBUICTEILCTBOBATh KaK 00 00IIIeM CHMKEHUU OKCH-
JIaTUBHBIX ITPOLIECCOB, TaK M 00 UBMEHEHUU CUCTEMbI
MIPO-U AaHTUOKCUIAHTOB B LICJIOM.

IIpy cpaBHeHMHM ITapaMeTpPOB KOHTPOJBHBLIX U
MIpeHaTaJbHO CTPECCUPOBAHHBIX >KMBOTHBIX B BO3-
pacte 10 u 20 gHeit MOXHO clejaTh BBIBOI O OoJjiee
paHHell mud@epeHINPOBKEe MO3ra U COKpallleHUU
CPOKOB Mop¢oreHe3a. DTOT npolecc BechMa HebJ1a-
TOTNIPUSITEH ISl JajibHEHIlero pa3BUTUSI MCCIIEIO-
BaHHEIX CTPYKTyp Mo3sra. CokpaileHHe CpPOKOB U
paHHSSI OCTaHOBKa Mop(goreHe3a CBUACTEILCTBYIOT
00 U3BMEHEHUU CPOKOB Pa3BUTHS, YTO B CBOIO OUe-
penb MOXKET IIOBJIeYb 3a cOo0Oif paHHEe CTapeHHue
(Kopoukun, Muxaiinos, 2000). MccnemoBaHus,
MpoBeJeHHbIE, B TOM YMCJIe U B Hallleil JabopaTopuun
(ITamonuHa u np., 2009; Vallée et al., 1999) nokasbi-
BAIOT, YTO IpEeHATaJIbHBIN CTPECC YCKOPSIET IMIPOLIEC-
cbl Bo3pacTHOU nuchyHkuuu 'AC u penpoayKTuB-
HOM cucteMbl. KOTHUTHUBHEIE PacCTPOMCTBA Yy TAKUX
KMBOTHBIX HAYMHAIOTCS paHbIIE, YeM Y KOHTPOJIb-
HBIX CBEPCTHUKOB. MOXHO MPEANOJ0XUTh, UTO 3TO
CJIEICTBHE€ YCKOPEHHOTO CTApEeHUsI CTPYKTYp MO3ra.
OueBUIHO, YTO MOJTOCPOYHBIC ITPEUMYIIECTBA MU
WU3IEPKKU CTpecca B paHHEM BO3pacTe, CKOpee Bce-
ro, OyayT 3aBUCETh OT YCIIOBUI, NCHIBITBIBAEMBIX Ha
Pa3HbBIX CTAAMSIX PA3BUTHSI.
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Ctpecc B paHHEM BO3pacTe MOXKET BBI3BIBATD MOJI-
rOCPOYHbIC UBMEHEHUSI B aHTMOKCUAAHTHOM 3aIiuTe
(Marasco et al., 2013). BenuunHa 3Tux apdekToB 3a-
BHUCEJIa OT BpEeMEHHU BO3IEUCTBUS TIIOKOKOPTUKOW-
OB U OT B3aMMOJACHCTBUS MeXIy Ipe- M IOCTHA-
TaJIbHBIMU CTPECCOBBIMU CTUMYJIaMU. ABTOpPbI OOHA-
PYXUIU pa3iuyusl B peakiluu Ha BO3NeCTBUE
TJIIOKOKOPTUKOUIOB Yy KJIETOK ¢ 0Oojiee CUIBHOM
AHTUOKCUJIAHTHOM 3alIUTOM (3PUTPOLIUTHI) U Y TKa-
Helf Mo3ra, TIe YpOBeHb aHTHOKCUIAHTHOM 3aIIUThI
Oosiee HU3KUN. nutenbHble 2(PGEKTH BIUSHUS
[JIIOKOKOPTUKOUIOB B MO3re Ha aHTUOKCUIAHTHBIE
61oMapKephl OKa3aIMCh PErHOHCIIC T MIHBIMM.

Hamu ObliM TipoBeAeHbI MCCiienoBaHusl, B KOTO-
PBIX OLIEHUBAJIOCH BIMSHUE MpeHaTaJIbHOTO CTpecca
Ha aKTUBHOCTb aHTMOKCUAAHTHBIX (EpPMEHTOB B
HEOKOpTEKCEe M ChIBOpOTKE KpoBU. [lpeHatayibHbIi
cTpecc BhI3bIBa) cHIXKeHUe akTuBHOCTU CO/JI B ChI-
BopoTKe KpoBu (Briommna u ap., 20126) 1 HelipoHax
HeokopTekca (Dnépos u np., 2008). IasMeHeHUS aK-
TUBHOCTU aHTUOKCUIAHTHBIX TIyTaTMOHCBSI3aHHBIX
¢epMeHTOB B KJeTKax HEHPOHOB U HEWpOrIuu
HEOKOpTeKca pasinyaloTcsi B CyOKIJIETOUHBIX (ppak-
LIUSIX 3TUX KJIETOYHBIX MOMyJssuuii (BelomHa u np.,
2020). Tak, B simepHO (ppakKiiuu aKTUBHOCTb IJTyTa-
TUOHIIEPOKCHIa3bl MOBBIIIAETCS KaK B HEWpOHaXx,
TaK U B HEUpPOIJIME OTHOCUTEJIBHO 3HAYCHUN KOH-
TPOJIbHOUM Tpynmnbl. B Toxe BpeMmsi TNpeHaTaJlbHbIi
CTPECC BbI3bIBAET UBMEHEHUE AKTUBHOCTU INIyTaTUOH-
TepPOKCUIa3bl, KOTOPOE Pa3HOHAIIPABIEHO B IIUTO30-
Jie (CHUXKaeTcsl) U B MUTOXOHAPUSIX (TTOBBIIIAETCS )
HelipoHoB. Kpome Toro, B HelipoHax MpeHaTajlbHO
CTPECCUPOBAHHBIX KPBIC MOBBIIIACTCS YPOBEHb aK-
TUBHOCTU TJIyTaTUOHPEAYKTA3bl B SIIEPHOMU (hpakiiuu
U YPOBEHb aKTUBHOCTHU TIJIyTaTMOHTpaHcdepasbl B
MUTOXOHApUsIX. B Helipornue akTUBHOCTL (hepMeH-
TOB IIYTaTMOHPEAYKTa3bl U IIIyTaTUOHIIEPOKCUIA3bI
HE W3MEHSsIETCS Yy TpeHaTaJbHO CTPECCMPOBAHHBIX
KpBIC 10 CpaBHEHUIO ¢ KOHTpojeM. CieayeT oTMe-
TUTb, YTO U3MEHEHHUE aKTUBHOCTHU TJIyTaTUOHIIEPO-
KCuaa3bl B HUTO30JIbHOM 1 MUTOXOHIPUATIBbHOMI Cy0-
KJIETOUHBIX (PpaKIIMsIX HEMPOHOB M HEMPOTIIMM TaKKe
pasHoHarpasiieHo (BolomHa u ap., 2020).

[Mo-BuoMOMY, TOJITOCPOYHEIE CIBUTH B Ga3aiib-
HO# aHTMOKCUIAHTHOM 3aIlliTe MOTYT MMPUBOIUTH K
YCKOPEHHBIM ITpolieccaM CTapeHUSI, YTO MOXKeET Pop-
MUPOBaTh 3G GEKTH, MHAYIIMPOBAHHBIC ITPeHATAb-
HBIM BO3IEHCTBHEM ITOBBLIIIIEHHOTO YPOBHS TIIOKO-
KOPTUKOUIOB, BBI3BAHHOI'O CTPECCOM.

B padote (Bittle, Stevens, 2018) 65110 HcciienoBa-
HO BJIMSIHME aHTUOKcUIaHTa N-alleTWILNCTENHA Ha
dopMuUpoOBaHMEe MUKPOIJIMU IIOCJIE IIPEHATAJILHOTO
crpecca. bputu ncciaenoBaHbI ABE TPYMIIIEI OepeMeH-
HBIX KPBIC — HE CTpPEeCCUpOBaHHAsI ¢ NOOaBIeHUEM
N-aleTualuCcTeMHa B IMThEBYIO BOAY U MpeHaTajlb-
HO CTpecCHpOBaHHasI, TaKKe ¢ qodaBiieHueM N-alie-
TUILMUCTEUHA B MUThEBYIO BOAY. AHAIU3MPOBAIUCH
TUCTOJIOTUYECKHE Y IUTOJIOTMYecKre 3(p(PEKTH BO3-
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nmeiictBusl N-aleTWILMCTEMHA Y IIOTOMCTBA 3TUX
kpbic. buttin u Crusenc (Bittle, Stevens, 2018) nenaioT
BBIBOII O TIOJIOKWUTEIBHOM BIUSTHUU N-alleTUIIH-
CTEMHA Ha MpPeHAaTaJbHO CTPECCUPOBAHHYIO TPYIIY
IMIOTOMCTBa M J€JIalOT BBLIBOI, YTO OKUCIUTEIBbHO-
BOCCTAaHOBUTEJIBHYIO IUCPETYISIUI0 MOXHO pac-
cMaTpUBaTh KaK MEXaHU3M IIpeHaTaJbHOIo CTpecca.

OC, akTuBalusd MUKPOIJIMU 1 BOCHaJIeHUe — 3TO
TPU TECHO CBI3aHHbBIX MEXaHU3Ma, CBSI3aHHBIX C IIpe-
HaTaJlbHBIM BO3IEMCTBUEM B3TaHOJa, KOTOPbIE BO3-
HUKAIOT B KaueCcTBe MPUUMHHOIO (paKkTopa pa3BUTHUS
aHoMmanuit B Mukporiaue (Akhtar et al., 2017). 'omeo-
craz mryratuoHa (GSH) B MUKporIve UMeeT pelaro-
11iee 3HaYeHUeE JIJIs1 BOCCTAHOBJIEHUS €€ TIPOTUBOBOC-
MaJIUTENbHbIX CcBOMCTB. IlomnepxxaHue romeocTasa
GSH BaxHO HE TOJILKO i1 peAOKC-paBHOBECUST B
pa3BUBaOIIEMCS MO3Te IJ10/1a, HO CTOJIb XK€ KPUTUY-
HO TSI YCWJICHUS M2-TTI0JJOOHOTO (DeHOTHUIIa MUKPO-
[JIMU, TIOAABJISISI TEM CaMbIM BOCITAJIMTE/IbHbIE PeaK-
LIMU, BbI3BAaHHBIE CTPECCOPAMU OKPYKAIOIIEN CpEebl.

Crnenyer oTMeTuTh, 4YTo poib GSH 3akirouaercs
HE TOJbKO B (DYHKIIMOHUPOBAHUM €T0 KaK aHTUOK-
cunanTta (Hansen, Harris, 2015). B HacTosiiiee BpeMs
GSH npusHaH MoJieKysoii, KoTopast ydacTByeT B He-
CKOJIBKMX MOJIEKYJISIPHBIX TTpolleccax, TaKuX, Kak ak-
TUBaLUSI (DEPMEHTOB U CBEPThIBAHUE OEJIKOB 1 B 00-
Jiee IIIMPOKOM CMbICJie — KJIeTouHas Ipojudepaiius,
muddepernnrpoBka u armonto3. GSH, BeposaTHo, Ha-
XOJIUTCS B CBSI3U C PEAOKC-PETYIsILIMEeil B oMOpUore-
He3e, opraHoreHese M nucmopgdoreHese. CiBuru B
cootHomieHnn GSH/okuciaeHHOro  IJIyTaTMOHA
(GSSG) BBI3BIBAIOT YBEJIMYCHHUE S-TIyTaTUOHWIU-
poBaHUS OEJIKOB, YTO MPUBOAUT K MU3MEHEHUIO UX
aKTUBHOCTHU. Takum obpa3oM, CIBUTU OKUCIUTEb-
HO-BOCCTAaHOBUTEJILHOTO IIOTEHIIMAJIa MOTYT BO3-
JleiicTBOBaTh Ha UBMEHEeHUe (DYHKLUU Oeika B 6ojiee
IJTUTEIbHOM Tepuoje. [JlyTaTUOHOBasi peryssiius
PEIOKC-UYYBCTBUTEIBLHBIX COOBITUI SIBIISIETCSI OMHOM
U3 IVIaBHBIX BO BPEMSI SMOPUOHAILHOTO Pa3BUTHUSI.

KJiteTouHbIi1 OKMCIUTENTbHO-BOCCTAHOBUTEIbHbII
OajaHc UMeeT KJoyeBoe 3HaueHre B QYHKIIMOHAb-
HOIi aKTUBHOCTHU KJIETOK, OTHAKO 3TOT OajlaHC MOXET
ObITh HapylIeH. Ha skcriepuMeHTaTbHOM O0OBEKTE —
pa3zBuBawpIIeMcs 3MOpuoHe Danio rerio (Timme-
Laragy et al., 2013) moka3aHoO, 4TO KOHILIEHTpallUU
GSH omnpenensitorcss IMCKPETHBIMU OKHaMU pa3BU-
TUSI: TIEPBUYHBIN OpraHoreHes, nuddepeH1MpoBKa
OpPraHOB U JIMYMHOYHBIK pocT. OHTOr€eHETUYECKUE
U3MEHEHUS B 9KCIIPECCUU TeHOB, cBsi3aHHbIX ¢ GSH,
MOATBEPKAAIOT TUTIOTE3Y O TOM, YTO OKMCJIUTEbHO-
BoccTaHOBUTeNIbHOE cocTossHue GSH xecTko pery-
JIUpyeTcsl HA paHHUX CTaIUSIX Pa3BUTHSL.

B pa6ote (Agarwal et al., 2005) GbLTO BBICKa3aHO
npeanojoxenue, yro OC MoayaIupyeT BO3pacTHOE
cHikeHue deprunbHocT. ITo-Buanmomy, OC wur-
paeT olpeneIeHHYIO poJib BO BpeMsl 0epeMeHHOCTU U
HOPMaJILHBIX POJIOB, a TaKXKe B Hayaje IMpexaeBpe-
MEHHBIX poJ0B. OKCUIAHTHBIN CTaTyC KJIETKU MOy~
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JIUpyeT aHTUOIeHe3, KOTOPHI MMeeT pellatollee
3HauYeHUe i1 pocTa (DOJIUKYJIOB, (DOpMUPOBAHUSI
Xearoro Tena, IudGEepeHIIUPOBKA 3HAOMETPUS U
sMOpuoHanbHOro pocra. Ilepensosirok ADPK, Bo3-
HUKIIWI B pe3yJbTaTe HapylIeHUS BHYTPUKIIETOU-
HOI cpelbl U HapyIlIeHUsI OOMeHA BEIECTB, ITaryoHo
CKa3bIBAaeTCsI HA BMOPUOHE.

Pannee pasBuTtre 3MOpHOHA Y MJICKOIIMTAIOIINX
IIPOUCXOAUT B YCJIOBUSIX HU3KOTO COAEPKAHUST KUC-
sopona. IIpy MeHBIINX KOHILIECHTPpALMIX KMCJIOpoaa
B KYJIBTYpPE in Vitro SMOPMOHOB CBUHEH YMEHBIIIM-
Jock conepxanue H,O, 4TO NMpuUBENO K CHUXEHUIO
ypoBHs ¢parmeHTauuu JHK, TeM caMbIiM yaydiliuB
pazButhe. Ilpm OGojiee BBICOKMX KOHIIEHTPALIMIX
kuciopona (20%) nabmonanock yxyaieHue nudoe-
PEHILIMPOBKHU, TOTAa KaK YCKOPEHHOe pa3BUTHE Ha-
Oonanoch Mpu HU3KKX (5%) KOHIIEHTpAITSIX KUC-
nopona (Kitagawa et al., 2004).

OC npu 6epeMEHHOCTHU U B TTATOT€HE3E pacHpo-
CTpaHEHHBIX HApyIIEeHU Y HOBOPOXIEHHBIX MOXET
paccmarpuBathes (Marseglia et al., 2014) kak KoM-
TIOHEeHT paHHETo Ipollecca crapeHus. PU3noI0oTHu-
yeckue 0epeMEeHHOCTU, TaK Xe KaK OCJIOXHEHHbIe
0epeMEeHHOCTH, IIPEACTABIISIIOT CO00il COCTOSTHUE C
NOBBIIIeHHBIM Bo3nelictBueM ADPK. CusibHast Kop-
pesiuus MeXAy OKUCIUTEIbHBIM CTAaTyCOM U CO-
CTOSIHHEM MaTepd U HOBOPOXKIEHHOIO, II0Ka3bIBa-
€T, YTO BBICOKUI MaTepuHCKUi ypoBeHb OC cooT-
BETCTBYeT ellle  0Oojiee  BBICOKOMY  YPOBHIO
OKHCIIMTEILHOIO CTpecca y HOBOPOXIEHHOTO, UYTO
SBJIsIeTCS (hPaKTOPOM YCKOPEHHOTI'O CTapEHUSI KJIETOK.
ITpu 53TOM MiTaIcHIIBI UMEIOT OTPAaHUYEHHYIO 3aIIIUTY
ot OC.

SAKJTIOYEHHME

INpenaTalbHBIA CTpecc SIBISIETCS HEOThEMIEMbIM
¢GaKTOpOM 3BOJIOUMHA. AKTUBAIMs SITATCHETHUYE-
CKMX IIPOLIECCOB ITOBBIIIIEHHBIM YPOBHEM MaTepUH-
CKUX TJTIOKOKOPTUKOUIOB WM3MEHSIET XWU3HCHHbII
IMyTh HOBOPOXIEHHBIX HEIIPeICcKa3yeMbIM 00pa3oM.
ITo 3akiO4YeHNI0 HEKOTOPBIX UCclenoBaresieit, mpu
OIpeNeIeHHOM COYETAaHUM FeHEeTUYECKUX U DIUTe-
HETUYECKUX (PAKTOPOB, a TaKXKe IOCTHATAIILHOTO
OKpYKeHMsI, BO3JIEICTBUE IIpeHATaJbHOIO CTpecca
MOXET UMETh W IIO3UTUBHOE 3HAYEHUE, KaK I
aJaNTUBHBIX CIIOCOOHOCTE ! MTHOINBUAYYMA, TaK U JIJIST
Buga. OOHAKO CJIOXHOCTh 3aKJIF0YaeTCsl B MHOTO-
$aKTOPHOCTHU U MOJTUMOAATBHOCTH BIUSHUN peHa-
TaJIbHOTO cTpecca. BosmeiicTBUSI B pa3Hble BpEeMEH-
HBIE TOYKM 3MOpHoreHesa OyayT MMETh pa3HbIEe I10-
CIIEICTBUSI, KOTOPhIE TaK3K€ BCTYMAIOT APYT C APYTrOM
B AMHAMUYECKUE B3aumoaeiicteus. Kpome toro, mist
YyeJIOBEYECKON TMOMyJIsSIUUU MpPeACcTaBisieTcss 0cobo
BaXXHBIM TO OOCTOSITEILCTBO, YTO B COBPEMEHHBLIX
TEXHOJIOTUYECKUX YW HMHOOPMALMOHHBIX YCIOBUSIX
3HAYUTEJIbHO BBIPOC BKJIaJ ICUXO3MOLMOHAJIBHOTO
cTpecca Kak ¢akTopa MpeHaTaabHOro crpecca. Uro
eme 0Oojiee TPEBOXHO, ITOCIACACTBUSIMU TaKOTO
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cTpecca HCclieoBaTeId 3a4acTylo Ha3blBalOT POCT
TICUXOMNATOJIOTUM M HEPBHBIX 3a00J€BaHUII B TMO-
clienHue necsatuiietus. 1o MHEHUIO COBpEeMEHHbBIX
uccieaoBaTeseid, MpeHaTaaibHbIi CTpecc, BbI3bIBas
CMeEIlIeHUE TIPO- U aHTUOKCUJIAHTHOTO PaBHOBECHS B
cTopoHYy MoBbIIeHNsT ypoBHI ADK (TO ecTh coco0-
ctBys pazputuio OC), IMPUBOOUT K SIIMTEHETHUYE-
CKMM WM3MEHEHUSIM y Pa3BUBAIOIIEroCs OpraHu3Ma.
Kpome Toro, nsMeHeHue peloKC-paBHOBECHUS B OM-
OpuoreHese BIUsET Ha MPOLECChl MPO- U aHTUOKCHU-
JTAHTHOTO PaBHOBECHS BO B3pOCJIOM OpraHU3ME.

CrnenyeT OTMETUTh TOT (baKT, YTO B3aMMOIEH-
CTBME MaTepM U IUIONA IMPOMCXOAUT Yepe3 IoCpe-
CTBO IUIALICHTBHI — CJIOXXHO YCTPOEHHOIO (XOTS U
BpéMEHHOI0) MeTaboIMYeCKd aKTMBHOTO OpraHa.
M B HOpMe, U B cilydae IIpeHaTaJIbHOI'O CTpecca, pe-
aKIlMs MaTepud OIOCPENyeTCs IUIAallEeHTOM, KOTopas
KaK MeTa0OJIMYEeCKU aKTHBHBIN opraH obOiagaeT u
CBOEiT CMCTEMOI aKTMBHOTI'O peloKCc-0anaHca, TakKkKe
noapepratomerocss OC, sIIMreHeTUYeCKUM U3MeHe-
HUSIM U CBOMM KakK MOJIOXUTEJIbHBIM, TaK U KpaiiHe
HEeraTuBHBLIM BO3JIeMiCTBMEM Ha Iuiod. Takum obpa-
30M, MoHnMaHne MexaHn3MoB OC, MOI0KUTETHbHBIX
1 HETaTUBHBIX IOCIEACTBUIA €ro IMCPEryIsaluu Ha
BCEX YPOBHSIX CUCTEMBl MaThb—ILUIallcHTA—ILJIOMI, I10-
HUMaHUe IpoiieccoB akTuBaumy OC smmreHeTnde-
CKHX IIPOILIECCOB B IMOpPUOTreHe3€e, MOXET ITOMOYb B
VHIWBUOYAJIbHOM IIpOdMIAKTUKE U Tepanmuu I10-
CJIEICTBUIL IIPeHATAJILHOIO CTPECcCca, B YaCTHOCTH KO-
THUTUBHBIX HapylIeHUH U MCUXUATPUUECKUX 3a00-
JIEBAaHUM.
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Prenatal stress of any etiology is an integral factor in evolution. Activation of epigenetic processes by increased
levels of maternal glucocorticoids changes the life path of newborns in unpredictable ways. Different stressors
at different time points of embryogenesis will have different consequences, which also enter into dynamic in-
teractions with each other. One of the dramatic results of such interacting processes is the growth of psycho-
pathologies and nervous diseases. An increase in the level of maternal glucocorticoids causes a disruption of
the redox balance in the fetus, and as a result — oxidative stress, that is, the process of shifting the pro- and
antioxidant balance in the direction of increasing the formation of reactive oxygen species. Some epigenetic
changes that may cause disorders of the central nervous system are the result of oxidative stress. In addition,
normally and in the case of stress, the mother’s reaction is mediated by the placenta, which, as a metabolically
active organ, also has its own system of redox balance, which is also subjected to oxidative stress. Placental
epigenetic changes have both positive and negative effects on the fetus. The review examines recent research
on the complex analysis of the multicomponent problem of the causes and consequences of prenatal stress.
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B npomomkeHne 06CykneHrs TOKCMHOB BBICIIIMX TPUOOB pACCMOTPEHBI MX SIITOBUTHIE BBICOKOMOJICKYJISP-
Hble 6eK1. TOKCUHBI MOT0OHOTO CTPOSHUS aKTyaIbHBI JJISI UCCIEAOBAHMIA KaK COSIUHEHMSI, CTTIOCOOHBIC
MIPUBOANTDL K MTHTOKCUKALIMSIM Y YesioBeKa. X MCIob3yIoT KaK MHCTPYMEHTHI B GMOTEXHOJIOTUH, a TAKXKE
M3y4aloT B KAYeCTBE MEePCIeKTUBHBIX JIEKAPCTBEHHBIX cpeacTB. OMHAKO, C TOYKU 3peHUS TOKCUHOJIOTUH,
SITOBUTHIE GEJTKM MaKPOMUIIETOB OXapaKTepHU30BaHbI B HEIOCTATOUHOM cTenieHr. CorracHO OGIIUM Mpe/ -
CTaBJICHUSIM O TOKCHMHAX, paCCMOTPEHBI UX (PYHKIIMM U OCHOBHbIC IPUHLMITHI cTpoeHust. [IpoaHann3upo-
BaHBI MEXaHU3MBI IEUCTBUS, peaJlu3yeMbie TiepopruHaMy, aMMHOOKCHIa3aMU, PUOOHYKIIea3aMM, aKTH-
BaTOpaMM BTOPUYHBIX MECCEH/IXKEPOB, UMMYHOTOKCUHAMU U SIIOBUTBIMU MpPOTea3aMu MaKpOMUIIETOB.
O06006111eHBI HEKOTOPBIE TaHHBIE 00 UX KaTATUTUYEeCKOM akTUBHOCTU. Ha mpuMepax arepoJIM3uHOB, Tep-
¢opHHOB MYXOMOPOB, BOJILBATOKCHHA, JIeKTMHA VVL, 6oJiecaTHA pacKpbIThl COBPEMEHHbBIE MTPEACTaBIIC-
HUS O pealn3allii UMM TOKCUYECKOTO TIpoliecca Ha YPOBHSIX OT MOJICKYJISIDHOTO 0 OPTaHU3MEHHOTO.
CnenaH BbIBOJ O TOM, YTO JajibHEMIIee U3ydeHUe pacrpenesieHUsI BRICOKOMOJIEKYISIPHBIX OEJIKOBBIX TOK-
CHHOB TTO3BOJIUT MPUOIU3UTH OCMBICIICHUE NX OMOJIOTMYECKOM pPOJIN B TUIOJOBBIX TeJIaX MaKpPOMUIIETOB, a
uccienoBaHue 6oJiee NeTabHbIX MEXaHU3MOB TOKCUYECKOTO MPOoIlecca — UX CUCTEMATU3UPOBATh.

Knrouesvie caosa: BbiciIe TpUOBI, TOKCUHBI, O€JIKM, TTIep(OPUHBI, aMUMHOOKCH1a3bl, ”THTUOMTOPHI CUHTE3a

6e1Ka, UMMYHOTOKCHUHBI, TTPOTeasbl, OTPaBICHMS
DOI: 10.31857/50042132421010208

BBEAJEHUWE

Briciie rpnOBl — 3HAYMMBIN MCTOYHUK OMOJIO-
TMYECKU aKTUBHBIX BBICOKOMOJIEKYISIPHBIX OCIKOB,
U3y4eHNEe KOTOPBIX aKTYaJTbHO IO TIPUINHE BO3MOX-
HOTO TIPUMEHEHUSI B KAYeCTBE HOBBIX MEIUITMHCKIX
MperapaToB U MOIIHBIX MCCIEI0BATEILCKUX UHCTPY-
MmeHTOB (Baccep, 2015). B TeueHme mociegHero aecsi-
TWIETHST UX WCCIESHOBAHUS ITPOIBUHYJINCH 3a CUET
MOTBITOK YMHOPSIIOYUTh T€HOMBI BaXXKHBIX, C TOUKU
3peHNsT OMOTEXHOJIOTUH, (PapMaKOJIOTUH U MEIHITH -
HBI, BUZIOB MAaKPOMUIIETOB. [IpMEeHUTEIBHO K YeJI0-
BEKYy Ha KJIETOUHOM M TKaHEBOM YpPOBHE 3(deKThI
OCJIKOB pacCMaTpHBAIOT B paMKaX aHTHIIpoIdepa-
TUBHOTO, IIUTOCTAaTUYECKOTO, UMMYHOMOIYJIUPYIO-
IIETO U TPOMOOJIUTUYECKOTO NECTBUSI, B OTHOIIS-
HUM JAPYrMX OpPraHM3MOB — aHTUOAKTEPUATbHOTO,
AHTUIIPOTO30MHOTO, HEMAaTOIMIHOTO, AaHTU(MYHTH-

HajpHOTO 1 mMHcekTunumHoro (Kympssuesa u ap.,
2008; benosa, 2018; Xu et al., 2011; Hassan et al.,
2015; Sabotic et al., 2015; Olombrada et al., 2017; No-
vak et al., 2020). MccnemoBaHnue MeXaHU3MOB UX Jeii-
CTBUSI TIPEACTABIISIET CYIIECTBEHHBIN 3JIEMEHT OLICH-
KW PUCKOB [IJIsI 3I0POBbsI YeJIOBEKa B Xoje (papMaKo-
JIOTUYECKOIO0 ITIPUMEHEHMs IIperapaToB Ha UX
ocHoBe (besnosa, 2018; Mara3zos u ap., 2019). B To xxe
BpeMS 4acCTh M3 HUX, BBUAY BBIPAXXEHHOCTH OGUOJIO-
rndgeckoro 3¢ @exTa, MoMIEKUT HEeITOCPEeICTBEHHO-
MY U3YYEHMIO B pAMKaX TOKCUHOJIOTUH.

BricokoMoieKyisipHbie O€JIKM MaKpOMMIIETOB
MOIYT OOYCJOBJIMBAaTh MNUINEBbIE WHTOKCHUKAIIWU,
WA MULIETU3MBI, TIO3TOMY OHU 3HAYMMBI €lle U C
KJIMHU4YeckKoi Touku 3peHusi (Kretz et al., 1991b;
Landi et al., 2017). MuiieTu3Mbl I10100HOTO POaA CO-
NpsDKEHBI ¢ TPyOHON muddepeHInaIbHON TUarHo-
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CTUKOI M HEBBICOKOM YacTOTOI 1abOpaTOpHO MO -
TBep:KIeHHBIX ciydaeB (White et al., 2019). 310 cBs-
3aHO KaK C HEYyCTOMYMBOCTBIO OEJIKOBBIX TOKCUHOB,
TaK ¥ HU3KOM KOppenssiuueil MeXXay OMOJIOrMIeCcKOn
aKTUBHOCTBIO U KIIMHUYECKUMU MPOSIBJICHUSIMU UH-
TOKCHUKAIIMI B YCIIOBUSIX X AJIMMEHTAPHOTO IT0ITana-
HUS B opraHus3M. [TogoOHast 3aKOHOMEPHOCTD XapaK-
TepHa IJIs1 TOKCUYECKOTro IIpoliecca, 0OKa3bIBAEMOIO
MHOT'MMH ITaCCUBHO-SIAOBUTHIMU XXKUBOTHBIMHU U pac-
TEHUSIMHU, Y KOTOPBIX OTCYTCTBYET aIiapar JOCTaBKU
tokcuHoB (Guidebook to protein..., 1997; Yao et al.,
1998; Berry, Crickmore, 2017). Kpome aToro, cmo-
COOHOCTB K ITPOAYKIIMHU SITOBUTHIX IIPOTEMHOB TaKKe
BCTpEYalOT 1 3a MpeaeiaMy TOKCUKOJOTUYECKU 3Ha-
yuMmbIx Tpu6os (Odenthal et al., 1982; Zuzek et al.,
2006). Tak, cpenu KyJbTUBUPYEMBIX C TUILIEBLIMU 11~
JIIMA MaKpOMMUIIETOB BCTpeUaroT OeJIKM, SKBUBa-
JICHTHBIE 110 YPOBHIO BHYTPMBEHHOM TOKCUYHOCTU
IS MJIeKONMTaomux amaHuTorokcumHaMm (Hassan
et al., 2015).

B uenom, 6e1KOBbIE TOKCUHBI BBICIIMX TPUOOB
KaK PEryIsTOPHBIE 3JIEMEHTBI, CIIOCOOHBIE B MaJIbIX
KOHILIEHTPpaLMIX IIPUBOAUTH K KPUTUYSCKOMY CIIBUTY
PETYISILIMY U TUOETIN OMOIOTMYECKUX CUCTEM BHE UX
KOHTPOJISI, YaCTO MOAIIAAAIOT IIOI Y3KOE€ MEIMIIMH-
ckoe ToakoBaHue (Marasos u ap., 2019; Nayak et al.,
2013). BmecTe ¢ TeM, B CpaBHEHUU C TIOTOOHBIMU CO-
eINHEHUSIMHI IPYTUX IIPUPOIHBIX MCTOYHUKOB, UM
yOSJISIOT ropa3fno MeHblnee BHuMaHue (besosa,
2018; Landi et al., 2017). HecMoTpsi Ha HOBOJIbHO
IUINTEJILHBIN TTepPUOI, UCTEKIINI ¢ Hadaaa U3ydeHUs
OEIKOBBIX TOKCMHOB MaKPOMMUIIETOB — TIEPBbIE UCCIe-
JIOBaHMSI arTIIOTUHUPYIOIIVX U JIM3UPYIOIINX SPUTPO-
LUTHI (PpaKLMii B COCTABE TUIOMOBBIX T, IIPUIMCIICH-
HBIX K ponam Amanita Pers., Entoloma P. Kumm., Lac-
tarius Pers. u Inocybe (Fr.) Fr., otHOCAT K 1907 1 1911 rT. —
110 HACTOSIIIA MOMEHT HET MX €AMHOTO IOHUMAaHUSI, a
BciaenacTBue storo u kiaccuduxkamuu (Ford, 1911).
BT0 TpedyeT oT 61oJoros, apMakoJoroB 1 Bpaueit
IanbHeumero yriayoieHus 3HaHuii o Hux (Baccep,
2015; Wonget al., 2020). B cBs13u ¢ 3TUM B ITPOAOJIKE -
HHEe OOCYXIEHUSI TOKCUHOB BBICIIMX TPUOOB IIpe-
MPHUHSTA ONBITKA 0000IIEHNS COBPEMEHHBIX CBEIE-
HU 00 UX CTPYKTYPHOI OopraHMU3allii, MeXaHU3Max
JIEHCTBUS U OMOJIOTMYECKOM pa3HOOOpa3uu IIPOay-
LEHTOB.

XAPAKTEPUCTUKA
BbICOKOMOJIEKVYIIAPHbBIX BEJIKOBBIX
TOKCHMHOB MAKPOMUMIIETOB

Qyukyuu u odbuue NPUHYUNBL MONEKYAAPHOLL
opeanu3auuu

B HacTostiuii MOMEHT KilacCU(PUKALIUSI TOKCH-
HOB O€JIKOBOMl CTPYKTYpbl MakKpOMMIETOB OTCYT-
ctByeT. TeM He MeHee, ITPeACTaBIISIS JIUIb YacTh 00-
ILIETO B paMKaX TOKCUHOJIOTUH, SITOBUThIE CBOMCTBA UX
OEJIKOB HEe YHUKAIBLHBI B KOHIICTIIIY CBOETO Pa3BUTHSI.

YCITEXY COBPEMEHHOM BUOJIOTUH

B xone obcyxaeHMsT 3TO MO3BOJISIET CpaBHUBATh pac-
cMaTpMBaeMbIe COEIVMHEHMSI C aHAJIOTUYHBIMU Cpeay
JPYTUX LHAPCTB XXUBBIX OPTaHU3MOB, TEM CaAMBIM BOC-
MOJTHSSI TPOOEIbl X MOHUMAHUSI U OCMBICIICHUS B
KauyecTBe WHIAWBUIYAJbHBIX IIpEeICTaBUTEICH pas-
JIMYHBIX KJIACCOB TOKCUHOB.

C Touku 3peHUs1 puTohapMakoIoru, Mo CooT-
HOIICHUSIM CTPYKTYpa—aKTUBHOCTb Cpenn OeIKOB
MaKpOMMUIIETOB TPUHSTO BBIAEIATH JIEKTUHBI, TTep-
¢dopuHBI, TPUOHBIE UMMYHOMOIYJIUPYIOILINE OCEIKU,
MHTMOMTOPBI CUHTe3a OejlKa M jJakkKas3bl (Xu et al.,
2011). ITpumMeHUTETHPHO K TOKCUHOJOTUM 3TU COOT-
HOILIEHUSI BO MHOTOM AyOJUPYIOT MpeacTaBIeHUsl O
GakTepuallbHBIX TOKcHHaX (Schmitt et al., 1999), cpe-
I KOTOPBIX BBIIEJISIIOT MO MEXaHM3MaM IeHCTBUS
MSITh OCHOBHBIX TUIOB: MOBpEXIaloliue MeMOpaHy,
WHTUOUTOPHI CUHTe3a Oelika, aKTUBAaTOPHl BTOPUY-
HBIX MECCEHIKEPOB, aKTUBATOPHI UMMYHHOM CHCTe-
MBI U TIPOTEA3bl.

IToMuUMO TIpeJTIOXKEHHBIX K PACCMOTPEHUIO, TAKKE
U3BECTHO 0OJIbIIIOE KOJINYECTBO TOKCUMHOB, KOTOPbIE
CIIOCOOHBI  PELIENITOP-ONOCPEIOBAHHO BIUSITH Ha
IIHC maexkomnuralommx, TeM caMbIM IETEPMUHUPYSI
HapylleHus (QYHKUM OopraHu3Ma WM ero ruodesb
(Guidebook to protein..., 1997). B naHHbIiI MOMEHT
MPOAYLIEHTHI MMTOJOOHBIX OEJIKOB Cpeay MaKpOMMUIle-
TOB He U3BECTHBHI. BmecTe ¢ Tem, cpenu TOKCUHOB
BBICIIMX TPUOOB 3Ty HUIIY 3allOJIHSIOT BElIeCTBa,
CMOCOOHBIE K UMUTALIMU SHAOTCHHBIX HelipoMenua-
TOPOB, CO CTPYKTYPOM IPOCTBHIX a30TCOAEpPXKAILIUX
COEIMHEHUI U allMKJIMYECKUX TePIEeHOB, KOTOphIE,
110 BCE BUAMMOCTU, BIMSIIOT HA CBOMCTBA OMOMEM-
6paH HeiipoHoB (White et al., 2019).

KacarenbHo Ouonornyeckux ¢yHKIUI, HA BbI-
MOJIHEHWE KOTOPBIX HaIlpaBieHbl OEJIKOBbIE TOKCU-
Hbl MAKPOMMUIIETOB, CYIIIECTBYET HECKOJIBKO TMIIOTE3.
C OIHOM CTOPOHBI, OHM MOTYT JENCTBOBAaTb Kak
KJlacCUYeCKHe 3alllMTHbIe COEIMHEHUS B OTHOIIEe-
HUU KOHKYPUPYIOIIIMX OPraHM3MOB, a C IPYrou —
y4acTBOBaTb B PETYJSLIMU SHAOTEHHBIX ITPOLIECCOB,
HaIlpUMeEp B peakliusix Ha aDMOTUYECKUI CTpecC WU
Ha TIpOLIECChl Pa3BUTUS: aKTUBHBINA POCT, MJIOIOHO-
meHue u crapeHue (KynopsiBuesa u ap., 2008; Berry,
Crickmore, 2017). KpoMe TOrOo, paccMaTpuBaIOT MX
pOJib B KaY€CTBE aHTUMETA0OJIMYECKUX U 3aIllacHBIX
0eIKoB, a Takke hakTopoB ayroperyisiuuu (Lapadu-
la, Ayub, 2017). BMecTe ¢ TeM U3BECTHBI CJIy4au OIT0-
CpelOBaHHBbIX MaKpOMHULIETaMU UH(MEKIIMOHHbBIX 3a-
00JIeBaHUI1, YTO MO3BOJISIET MPEANOJIOXUThH POJIb UX
TOKCHMHOB B KaueCTBe IaTOTeHEeTUYECKUX (haKTOPOB
(Mori et al., 1998).

CTpYKTYpHO TOKCHMHBI MaKpOMMUILIETOB, KaK MU
SAOBUTHIE OEJIKM MUKPOOPTaHU3MOB, XKUBOTHBIX U
paCTEeHUIA, NPEACTABISIOT TINOO OTIEIbHbIE COSIUHE-
HYS, JIMOO OJIMTOMEPHbIE KOMIUIEKCHI ¢ HECKOJIBKUMU
BugaMu aktuBHoctu (Hassan et al., 2015). Cuuraior,
YTO 3BOJIIOLIMOHHO 00pa3oBaHWE TaKUX arperaTton
BO3HMKIIO OJaromapst 00beIMHEHUIO IBYX WJIN OoJiee
ToM 141
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(GYHKIIMOHAJIBHBIX O€TKOB. DTO IIPUHIIMIT OpraHn3a-
LIMM IBYX JOMEHOB: OIVH y4acTOK O0JIagaeT KaTaiu-
TUYECKO aKTUBHOCTBIO, a NPYIOl — OTBEYaeT 3a
pacIio3HaBaHWE€ U JOCTaBKYy B KJIIETKYy-MUIIEHb
(Schmitt et al., 1999).

TponmHOCTh GEJIKOBBIX TOKCUHOB OIpeaeiicHa UX
CBSI3BIBAOIIMM HOoMeHOM. Cpeayn TOKCMHOB IpuboB
aTa (PyHKIUS OMOCPeIOBaHA JICKTUHHBIMU yJ4acTKa-
MU, a TakKKe ap(PUHHOCTHIO, OOYCIIOBJICHHOMI X MO-
JIEKYJISIPHBIMM XMMUYECKMMU cBoiicTBaMu (Xu et al.,
2011). B xayecTBe JNEKTWHOB pacCMaTpUBAIOT HEUM-
MYHHBIC OCIKI WIM TJIMKOIPOTENHBI, KOTOpbIe 00J1a-
JIAIOT CITOCOOHOCTBIO CBS3BIBATH YIJICBOABI C BHICOKOM
CTEIEHBIO CEJIEKTUBHOCTU, B PE3YJIbTATE YETO in Vitro
BO3HUMKAET SBJICHME KJICTOYHOI arTIlOTUHALIN.
CrenyeT OTMETUTbh, YTO MAKPOMUIETHI TIPEICTABIISI -
IOT OJMH M3 OCHOBHBIX MUCTOYHUKOB JICKTUHOB 0e3
IIpoYeil OMOJIOTUYECKOM aKTUBHOCTU. B TeueHMe 110-
CJIICTHWX JIeT ObI OOHApYKEeH PII TPUOHBIX JIEKTH-
HOB, OMOJIOTMYECKYIO aKTUBHOCTh KOTOPBIX IIpe/l-
crouT u3yuuthb (Hassan et al., 2015).

K xapakTepHBIM CBOICTBAaM BHICOKOMOJIEKYJISIPHBIX
TOKCHUHOB OEJIKOBOM CTPYKTYPhl B KAUeCTBE CUTHAJIb-
HBIX MOJIEKYJI OTHOCSIT HAJTMYME SKPAaHUPYIOLLIETO BJe-
MEHTa, VMCKIIIOUAIOIIEeTO UX cliydaifHoe B3amMoJeii-
CTBUE C CyOCTpaTOM B COOCTBEHHOI KJIETKE U 3a TIpe/ie-
JIaMU MUIIEHU. DTOT MEeXaHU3M TaKXke CIOCOOCTBYET
repefgadye CHUTHaJIa Ha OOJIBIIOM pacCTOSTHUU 0e3
ocnabnenus ero cuabl (Guidebook to protein...,
1997). Cpeny TOKCMHOB MaKpOMMIIETOB U3BECTHBI Me-
XaHWU3MBI POTEOJIMTUYECKOTO PaCIIEIICHUST CYyOheau-
HUILIBI-TIPEKYPCOpa W WHULMMPOBAHMUS IIpoliecca
COOPKH MOHOMEPOB B MMOJTHOLIEHHBIH (DYHKIIMOHATb-
HBIII KOMITUIEKC TOJIBKO ITOCJIE UX B3aUMOAECHCTBUS CO
CTPYKTYPHBIMU 3JIeMEHTaMU MUILICHE.

Tokcunbt, nogpexcoarouijue memopamvl

Cpenu sImOBHUTBIX OEJIKOB BBICIIMX TPUOOB BCTPE-
YaloT ABa KJlacca TOKCUHOB, TOBPEXIAIONINX OUOJI0-
TMYecKrie MeMOpaHBI: TIep(OPHHEI Y IIPOOKCUIAHTHI.

IMepdopunnsr PFTs, nmu mmopoo6pasyioiine TOK-
cuHbl (pore-forming toxins), oka3pIBalOT MOBPEXKIA-
Iolllee JeCTBYEe Ha Ma3MaTuyecKrue MeMOpaHbl TTo-
CPEICTBOM LIMKJIM3AIIMHU B ITOJIMMEPHBIE KOMIUIEKCHI,
oOpasylolliue MOHHBIE KaHaJibl C PasjIM4HOM Ipo-
MyCKHOM criocoOHocThI0. Ha KiteTouHOM ypoBHE 00-
pa3zoBaHUeE IIOP MPUBOAUT K Pa3BUTHUIO KOJIJIOMIHO-
OCMOTHUYECKOTO JIM3KCa, B TO BpeMsl KaK Ha YpPOBHE
LIEJIOCTHOTO OpraHM3Ma OHM OKa3biBalOT BBIPAKEH-
HbIE KapaHno-, HelipOo- 1 MyJIbMOHOTOKCHUYECKIE Teii-
ctBus1 (CoBpeMeHHbIE METOIbl U3y4eHUs ..., 2020;
Gouaux, 1997; Dal Peraro, van der Goot, 2015).

Cpeau TpuOOB TOKCUYHOCTH M30JMPOBAHHBIX
nepdopnHOB BIIEpBLIE ObLIa MOKa3aHa Ha MpuUMepe
acTNepruJJIreMoJIM3uHa OIMITOPTYHUCTUYECKOro Ta-
ToreHa Aspergillus fumigatus Fresen., cpemHecMmep-
TeJibHble 103bl (JIds5,) KOTOpOTro Mpu BHYTPUBEHHOM
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BBEICHUM KpbIicaM W Kypuliam cocTaBisTioT 0.75 m
0.35 mr/kr cootBercTBeHHO (Henrici, 1939). Hauano
KCCJIENOBAaHUIA SIMOBUTHIX CBOMCTB Nep(POPUHOB Cpe-
I MAaKpOMMIIETOB CBSI3aHO C M3yYeHHEM (paJuIoIm-
3MHOB MyxoMopa 3eJISHOTO, WK OJeIHOI MoTaHKHU
(Amanita phalloides), pydoecueHcim3nHa M. cepo-po-
30BOrO (A. rubescens) n ¢acuuxkynapean3uHa Jlox-
HoomneHKa cepHo-xentoro (Hypholoma fasciculare).
BHyTpuBeHHass TOKCHUYHOCTH (Da/UIOIU3UHOB JIJIst
Mbleit coctapisiet JI s, = 0.22 mr/Kr, a 1j1 KpbIC —
T s = 0.1 mr/kr, JId99 = 0.66 Mr/kr (Odenthal et al.,
1975; Faulstich et al., 1983). CpaBHUMBIM ypOBHEM
TOKCUYHOCTU 00J1a1aloT pydecueHcnusuH, JI1s, Ko-
TOPOTrO MpU BHYTpUBeHHOM BBemeHum (.15 Mr/kr
(xkpbichl) 1 0.31 Mr/Kr (MbIIIK), 1 GacUUKyJIapeamn-
3uH — 0.5 Mr/Kr (KpbIchl) (Seeger, 1975; Seeger et al.,
1981).

Ha ceromasg mepdopwHB MACHTU(MUIIMPOBAHBI,
BBIJIEJICHBI U B pa3/IMYHOM CTETICHU OXapaKTepU30Ba-
HEBI U151 psiia MakpoMulieToB (Tadi. 1). MHTepec BbI-
3bIBa€T HAJIMYM€ TOKCUHOB TMOJOOHOIO poaa cpeau
CbEeIOOHBIX U KYJbTUBUPYEMBIX B IMILIEBBIX LEJSIX
BUIOB. OOBSICHEHUEM 3TOTO CUUTAIOT OTHOCUTEIb-
HYIO TepMOJIAOMIEHOCTh pacCMaTpUBaeMbIX Tiepdopu-
HOB. BMecTe ¢ TeM M3BECTHBI MU30AUYECKUE CITydan
JIETAJIbHBIX MHTOKCUKAIIMIA TOCc/ie pueMa B TUIIY B
0O0JIbIIIOM KOJIMYECTBE WJIM TIOCJI€ HEIOCTAaTOYHOM
00paboTKM X chenoOHbIX npoayueHToB (Lin et al.,
1974; Al-Deencet al., 1987; Jin et al., 2014; White et al.,
2019).

ToKCHHBI BBICIIUX TPUOOB C MOPOOOpa3yIolIeii
AKTUBHOCTBLIO TPUHAIJIEXKAT HaICceMelCTBY MeM-
opaH-atakytomux rnepgopmnHoB MACPF (membrane
attack complex/perforin). OHM peaCTaBASIIOT MOHO-
MEPHbIE MPOTEUHBI, KOTOPhIE 00Pa3YIOT KaHAJIbI IPU
COBMECTHOM Yy4YacTUM M IJISI KOTOPBIX XapaKTepHa
JIM0O0 OTHO-, MO0 IBYXKOMITOHEHTHAsI CCTeMa I10-
qumepusanuu (Gouaux, 1997; Nayak et al., 2013).
Hannuue momoaHUTENbHON CYObeAUHULIBI B XOO€E pe-
aKLWY TOJMMEPU3ALIHU IS HEKOTOPBIX 00S3aTe/IbHO,
a 151 npyrux — Het. [lociaenHue MOryT peain30BbIBaTh
cBoil adeKT MO0 MOTEHIMPYS APYT OT Apyra, J1ubo
HaoObopoT — uHrHOupys. Hnsa psga mepdopuHOB
rpuOOB ITOKA3aHO, YTO MX MaKCHUMAaJlbHasi TOKCUY-
HOCTb BO3HMKAaeT Npu (PUKCUPOBAHHOM COOTHOIIIE-
HUKU cyobenuHull pa3Hbix TunoB (Faulstich et al.,
1983; Lukoyanova et al., 2015). MHruGupyoiue
MpolecC MOJUMEPU3ALNN CYObeAMHUILIBI, KaK Ipa-
BUJIO, UTPAIOT POJIb HEAKTUBHOTO TPEAIIeCTBEHHUKA
TokcuHa (Weng et al., 2003; Lin et al., 2004).

CTpyKTYypHO Cpelu W3BECTHbIX MeMOpaH-aTaKy-
oImux mepdOopruHOB TPUOOB B HAMOOIBIICH CTETICHN
OXapaKTepU30BaHbI OCJIKU C ATePOJTU3UHOBBIM T0OME-
HoM (Pfam: PF06355) (Ota et al., 2013; FrangeZ et al.,
2017). B cocraBe MACPF oHu BXOOST B CEMEICTBO
XoJIeCTepUH-3aBUCUMBIX UTONMM3UHOB CDC (cho-
lesterol-dependent cytolysin), TakK:Ke M3BECTHBIX KaK
THOJ-aKTuBUpyeMble mepdopunsl (Gouaux, 1997;
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Tab6muna 1. I[Nepdopunsl MakpoMulieToB (agantupoBaHo 1o: Nayak et al., 2013)

Ilepdopun

I1ponyueHt

OrepoJu3ruH
QayutonmsuHsl A, B
Py6ecueHcausuH
®dnaMMyTOKCUHEL A, B
dacumkynapeIn3nH
Jlextun LSL
JelTepoau3ruH
MpPRIA 1, 2
OpunusuHel A, By, B,
OPUHTEOTU3UH
Heb6poneonusuH
OcTpeomm3uH A
IneBporonusuHb A, B
Toxkcun 40 x/la
wuzonu3zun
BonbBaToKCHH A,

Cyclocybe aegerita (V. Brig.) Vizzini
Amanita phalloides (Vaill. ex Fr.) Link
Amanita rubescens Pers.

Flammulina velutipes (Curtis) Singer
Hypholoma fasciculare (Huds.) P. Kumm.
Laetiporus sulphureus (Bull.) Murrill

Moniliophthora perniciosa
(Stahel) Aime et Phillips-Morab

Pleurotus eryngii (DC.) Quél.

Pleurotus nebrodensis (Inzenga) Quél.
Pleurotus ostreatus (Jacq.) P. Kumm.,
Pleurotus pulmonarius (Fr.) Quél.
Entoloma rhodopolium (Fr.) P. Kumm.
Schizophyllum commune Fr.

Volvariella volvacea (Bull.) Singer

Ota et al., 2013). HecmoTpst Ha TO, YTO 3TAJIOHHBIM B
COCTaBe 3repoIN3NHOB cunTaloT reH Aa-PRIT Onenka
tornoiuHoro (C. aegerita = Agrocybe aegerita (V. Brig.)
Singer), BHOepBBIC IOHOOHAasl ITOCIEAOBATEIILHOCTH
ObLIa CEKBEeHMpOBaHa u3 Mueaus A. fumigatus (Fer-
nandez Espinar, Labarere, 1997; Jin et al., 2014).
B HacTosImmit MOMEHT K YHCIIy MeMOpaH-aTaKyio-
mux 1epGOpMHOB MAKPOMMIIETOB, TOMOJOTHIHBIX
srepoiu3uHy (16.0 xJla), OTHOCAT HEOPOIEOIU3NH
(27.0xa) (Lvetal., 2009), sprnusunsl (Ery A= 14.9k]la,
Ery B, = 14.5 xla, Ery B, = 37.4 x/la) (Ngai, Ng,
2006), ocrpeomsuH A (Oly A = 12.5x/1a) u 1uieBpo-
tosm3uHbl A, B (Ply A = 14.5 x/Ia, Ply B = 59.0 x/1a)
(Ota et al., 2013; Lukoyanova et al., 2015), MpPRIA 1, 2
TpoOIMYecKoro uroraToreHa kakao MoHuimopTo-
pbl ortacHoi (M. perniciosa) (Mondego et al., 2008).

CXOIHBIMM C D3repojiM3uHaMu MO Macce, I0
3JIEKTPOXUMUYECKUM U TOKCUKOJIOTUYECKUM CBOM -
cTBaM gBJs0TCs damnonu3uHbl A, B (Pha A = Pha
B = 34.0 x1a), pybecuencausus (35.0 x/1a), pacum-
KynapeausuH (35.5 k/la), y KOTOpBIX HAJIMUKME TOMEe-
Ha PF06355 He onucaHo. Takke, HECMOTpS Ha TO,
yT0o N-KOHIIEBbIE TTOCJIeTOBATEIbHOCTU IPUHIEOU-
3uHa (17.0 x/1a), mpUCYTCTBYIOIIIETO HApPaBHE C dPU-
JIM3WHaMU B Oasuaromax Berrenku crerHoii (P eryn-
gii), 1 neliTepoii3nHa, KoTopblii BMecte ¢ MpPRIA 1, 2
KoaupyeT TreHoM M. perniciosa, TOMOJIOTUYHBI
PF06355, ux He MpUYUCIAIOT K OejIKaM ceMeiicTBa
sreponu3nHoB (Mondego et al., 2008; Nayak et al.,
2013).

DrepojM3uHbl  MPEICTABISIOT JIBYXKOMIIOHEHT-
HbIE CUCTEMBI, IJISI TTOCJIEIOBATEIbHOCTEM KOTOPKIX
XapaKTepHBI YacThle MOBTOPHI LIMCTEMHA, apOMAaTH-
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YECKUX U KUCIIbIX OCTaTKOB. MHIUBUAYyalbHbIE OEI-
KW B COCTaBe 3TePOJIM3MHOB CTAOMILHBI B IITUPOKOM
nuamnaszoHe pH, omHako TepmoJiaOMJIbHEI 0€3 BO3-
MOXHOCTU pedoyiIuHTa IIpU TeMIliepaTypax Gosee
39°C, ux aKTUBHOCTH MOABEPTHYTA 3HAYUTCIHHOMY
CHVXEHUIO B IIPUCYTCTBUU ng* B MUKPOMOJISIPHOM
JIMana3oHe KoHLeHTpauuii (Zuzek et al., 2006).

ITo Bceit BummMMocTH, (PpyHKIIMOHAILHOE 3HAUe-
HUEe aMUHOKUCJIOTHBIX IIOBTOPOB B COCTaBE 3IE€poO-
JIM3MHOB MaKpPOMMUIIETOB OTBEACHO peaan3aluu ad-
¢uHUTETA K KJIETOYHBIM CTPYKTYpaM, KOTOPBIM Ha-
OJIIomaloT B Mpedesiax ceMelicTBa OaKTepHaTbHBIX
TOKCUHOB C ITOBTOPSIOLIUMUCS ITOCJIeI0BATEIbHO-
ctamu RTX (repeats in toxin) (Guidebook to pro-
tein..., 1997). Tem He MeHee, B OTJIMYKE OT TPUOHBIX
areposin3nHoB, 151 RTX-TOKCHMHOB: reMoJIM3WHA
KMIIEYHOM MaJIOYKU U aJeHUJIATIMKIIa3bl KOKIIOII-
HOI MaJIouKM, a TakKXke CeMeMCTBa MHCEKTULIMIHBIX
ToKCcUHOB Vip3B Bacillus thuringiensis Berliner, — xa-
pakTepHBI IIOBTOPHI, OoraThle TJIMLIMHOM 1 acHapTa-
ToM. ECTh MHEHUE, YTO MX aMUHOKUCJIOTHBIE MTOCJIE-
JIOBaTEeJIbHOCTHU MPOSIBISIOT BHICOKYIO CTEIIEHb CXO/I-
CTBa C y94aCTKaMM HEKOTOPBIX 9KBMHATOKCHMHOB (Ota
et al., 2013) 1 MTHCEKTULIMAHBIX TOKCMHOB CEMENCTBA
Cry34/Cry35 B. thuringiensis (Berry, Crickmore,
2017; Novak et al., 2020).

Kpome cTpyKTypHOro cxoictBa 3T€poJIM3MHOB C
TOKCMHAMU TIpelcTaBUTEeNei Ipyrux HapcTB, OIpe-
JleJIeHHbIe TIapajljieJiu MPUCYTCTBYIOT U B MEXaHU3-
Max ux Tokcudeckoro neiictBus (Frangez et al.,
2017). Tak, octpeonu3uH Oly A 1 TUIEBPOTOIU3UHBI
Ply A, B, commyrcTBylomme Ipyr Ipyry B ILIOTOBBIX TE-
Jax BemeHok oObIKHOBEeHHOM (P. ostreatus) u Jerod-
ToM 141
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Hoit (P. pulmonarius), pa3apadaTbIBalOT B paMKaxX 3KO-
JIOTUYECKU YUCTHIX MHCEKTUIIUIOB, HO BMECTE C TEM,
MpyU BHYTPUBEHHOM BBEICHUU MJIEKOIIUTAIOIIUM
OHM TIPOSIBIISIIOT BHIPAXKEHHBIE KapIMOTOKCIECKHE
cBoiictBa (Novak et al., 2020).

CamMornpou3BoJibHAsl OJIUTOMEpPU3alus B pacTBO-
pe cyobenuuull Tumna A Ply u Oly, KoTopble UIEHTUY-
HBI Ha 90%, BO3MOXHA TOJBKO B IpucyTcTBUM Ply B.
K MonekynaM-MullieHsIM, 3allyCKalolIUM MpoLecc
CcOOpKM, OTHOCAT CIeU(PUUESCKUIN IJIsI HACEKOMBIX
chuHromunua uepamMua-docdosTaHOIAMUH, a TaK-
XK€ COUHTOMMEINH U XOJIeCTepUH MeMOpaH MJIeKO-
nuTapimux. MetogaMmu KOMOWHUPOBAHHON KpuU-
crajuiorpacuu U KpUORJIEKTPOHHOU MUKPOCKOITUU
MoKa3zaHo, 4To cOopka 12—I13-kpaTHOil MOpPHI C
BHYTPEHHUM JUAMETPOM 8 HM MPOUCXOAUT MOCpeI-
CTBOM IIPMCOEIMHEHUSI OMHOM MOoneKyasl Ply B k
muMepy Ply A unm Oly A, oTpaxkas onTUMaJIbHOE
cooTHolieHue cyowreauuuil 1 : 2 (puc. 1) (Lukoy-
anova et al., 2015). ITp1 mTaHHOM COOTHOIIIEHNH 1X TOK-
CUYHOCTB CcOCTaBysieT: i Mbleit JI/1y, = 1.14 Mr/kr
BHYTPUOPIOMIUHHO, 11 Kpbic — JI[15, = 1.17 Mr/Kr,
JMg9/15 sun = 1.4 MT/KT BHYTPUBEHHO, B TO BpEMS KaK
per os nocturaet JIs, = 319 mr/kr (Al-Deen et al.,
1987; ZuzZek et al., 2006; Rebolj et al., 2007).

HecMoTpst Ha BBICOKYIO BHYTPMBEHHYIO TOKCUY-
HOCTbh Iep(OPUHOB B COCTaBe 0A3UINOM, SKCTPAIIO-
mupoBaHHasi niepopanbHas J1/15, CBEXMX TUTOMOBBIX
Ten P ostreatus 11 9estoBeka Maccoli 70 KT cocTaBIIsIET
okosio 2.8 kxr. Ilpu uccneqgoBaHUM TIOAOCTPOIt per os
TOKCUYHOCTU P. ostreatus y TpBI3yHOB HaOJIIOIAIOT
MUKpoabCcLeapOBaHUE MTIEYEHH, a TAKKe APYTUX Ia-
PEHXMMATO3HBIX OPraHOB, KOTOPOE COIPOBOXKIAET
UHOGUIBTPALYS BOCIAIUTEIBHBIMU  KJIIETOYHBIMU
snemMeHTaMu. OTMEYaOT aMWJIOUIHBIE W3MEHEHUS
cesie3eHKU, TMM(PONIHYIO MHOWILTPALMIO KUIIKYA 1
¢doKanbHbIE TEMOPPATUYECKIE BKIIOUESHUS B JISTKUX
(Al-Deen et al., 1987).

IIpu mapeHTepalbHOM BBEIEHUU MJIEKONUTAIO-
IIMM IJIEBPOTOJIM3UHBI IIPUBOIST K HAPYILICHUIO KO-
OpAVHALIUM JBWKEHUIA, KIIOHUKO-TOHUYECKUM CY-
JoporaM, gajiee nepexoasiiuM B aTOHUYECKYIO KOMY.
ITono6HbBIe HaOIOEHUS OBLIM CAeJaHbl YK€ B XOIe
pPaHHUX WCCIeAOBaHU (pajuloM3nHA, PyOeCIIeHCI-
3MHa M dacuuKyJIapeM3uHa, BHECEHUE KOTOPBIX B
cpeny mpenaparta JlaHreHmopdga yrHeraer COKpaTH-
MOCTh MUOKApJa, B JaJIbHEMIIIeM MPUBO/IS K €ro 0CTa-
HoBKe B (ase cuctonbl (Lin et al., 1974; Odenthal
etal., 1975, 1982; Seeger, Bunsen, 1980). B coBokyIi-
HOCTU C 3JIEKTPOKApAUOTrpadUuecKUMU AAHHBIMU,
STU NMPU3HAKUA MO3BOJMIM IIPEAIIOIOXUTH, YTO T'M-
0eJIb BCJIENCTBHE TOKCUYECKOTO JIeHCTBUS epdopu-
HOB HACTymaeT BCIIEACTBHE CEPIEYHOr0 MeXaHU3Ma
taHatoreHe3a (Odenthal et al., 1975).

Areponmn3nHbl P. ostreatus 10303aBUCUMO TIPUBO-
ST K TMOSIM 3PUTPOLIMTOB, MOHOLIUTOB, JIMMQOLI-
TOB, TPOMOOLIMTOB, SHIOTE/IMS 1 HEIIPOHOB YeJIOBEKA.
BeI3bIBacMBIif TOKCMHAMU TEMOJIM3 COIPOBOXKIAET
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Ply A
———  MacirabHag nuHeiika 20 HM

Ply B

Puc. 1. [11eBpOTONM3UHBL: IOPHI HA JIMTIOCOMAX U CTPYK-
Typsl MOHOMepoB (110: Lukoyanova et al., 2015). (a) —
KPUODJIEKTPOHHAsT MUKpodoTorpadust mop Ha JIUITHI-
HBIX MOHOCJIOSIX; (0) — ycpenHeHHble 12- u 13-MepHble
TOPBI U UX CAaTUTTAIbHBINA BUI; (B) — TpeXMEpHasi pEKOH-
CTPYKLMS TIOPBI; (T) — TpeXMEPHbIE CTPYKTYPHI IIEBPO-
TOJIM3UHOB A 1 B.

IJUTeabHas jar-dasa, mocjie OKOHYaHUs KOTOPOM
CKOPOCTD pa3pyIIeHUs 3PUTPOIIUTOB OBICTPO Hapac-
TaeT, XapakTepU3ysiCb KPYTON KPUBOW KOHIIEHTpa-
HUSI—OTKIIMK (Zuzek et al., 2006). KieTouHble u cyo-
KJIeTOUHBIC 3(PDEKTH ONMTUMATBHBIX COOTHOIIICHMIA
nepdoprHoOB P, ostreatus BO3HUKAIOT in Vitro TIpU Clie-
IYIOIIUX KOHIEHTpalusx: 7—14 HMOJIb/JI — MOpor
kietouHoii yreuku Ca?*, 64 umonb/n — ICs, (KOH-
LEeHTpaLus MOJyMaKCUMaJILHOTO MHTUOMPOBAHUS)
reMoju3a 3puTpounToB, 81.2 Hmonb/1 — ICy, ano-
nrro3a dpudpodaacto, 137—250 Hmoins/n — 1Cs, amo-
MTO3a 3HIOTEJIMOLIMTOB MyMOBUHBI, 450 HMOJIb/JT —
1Csy nerpanynsiuuu Heittpodunos, ipu 700 HMOJb/1
HabmomaioT 61e00uHT HelipoHoB (Rebolj et al., 2007,
Juntes et al., 2009).

YToObl TMEpekUTh WHULIMAPYEMBIA  YTEUKOM
HMOHOB CTpecC, TTopaskeHHbIe KIIETK-MUIIIEHN aKTH-
BUPYIOT PSIIT 3aIIIUTHBIX MEP, B TOM YKCJIE TIPOBOCITA-
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ymrenbHbIN Kackan (Frangez et al., 2017). CHmkeHue
KOHILIEHTpAallMK KJIETOYHOTO KaJlusl BBI3bIBAET aKTH-
BaLIAIO CTPECC- U MUTOTeH-aKTUBUPYEMBIX ITIPOTEUH-
kuHa3 MAPK (mitogen-activated protein kinase): p38
1 BHEKJIETOUYHBIX CUTHAJbHO-PETYJIUPYEMbIX KHWHA3
ERK (extracellular signal-regulated kinases). AKTrBa-
nnsgs MAPK 1mipiBomuT K BBEICBOOOXICHHWIO 3aI1acOB
KaJIbLIMS U3 DHIOTIa3MaTUYE€CKOT0 PETUKYJIyMa, KO-
TOPHBI B HaJbHEMIIIEM TakKe ITOIBEPXKEH BHIXOIY U3
KJIETOK 4epe3 oOpa3yeMble TOKCMHaMU Tophel. Llenb
COOBITUII BOCTIAJIMTEIBHOIO KOMIUIEKCA BKIIOYAET
MobOmm3auuno Kacmasbl 1 n akruBanuio MJI-1 (Dal
Peraro, van der Goot, 2015); BBISICHSIETCS pOJIb JO-
MOJIHUTEIbHBIX ITyTEM BOCIAJIUTEIBHOIO OTBETA
(Bonfini, Buchon, 2016).

CnocoOHOCTh K BOCCTAaHOBJIEHUIO ILIEJIOCTHOCTH
IUIa3MaTUYEeCKOM MeMOpaHBI IIOCJIe HAaHECEHHOTO
MOBPEKICHMS U CKOPOCTh, C KOTOPOI 3TO IIPOMCXO-
JIUT, BApbUPYIOT MEXAY TUIIaMU KJIETOK. Pemapanms
MeMOpaH B YCIOBUSX ACUCTBUS IIepOPUHOB MOXKET
OBITH OIOCpeIOBaHa JIMOO HIOIIMTO30M ITOPaAKEH-
HBIX Yy4aCTKOB MeMOpaHbI, JUOO HA00OpOT, UX OT-
IMOYKOBBEIBAHUEM I10 MEXaHMU3MY TeHepalld MYyJIbTH -
Be3uKyJsIpHbIX Tell o myTi ESCRT (endosomal sort-
ing complexes required for transport) (Rebolj et al.,
2007). Cuunraror, uyto ESCRT-omocpemoBaHHas
UTOIUIa3MaTUIECKAasl SKCTPY3USI BBICTYIIACT B JAHHBIX
YCJIOBUSIX OJHUM M3 OCHOBHBIX MEXaHU3MOB KJIETOY-
HOI1 3alIIUTHI, KOTOPbIil HEe TPeOyeT JOIMOIHUTEILHOTO
CHHTEe3a 0eJIKa, TeM CaMbIM IO3BOJISISI CBOEBPEMEHHO
M30JIUPOBaTh BhI3BaHHbIEC MepGhOpUHAMU TTOBPEXIe-
HUS B pexXXuMe HU3Koro pacxona aHepruu (Ota et al.,
2013). Tak, MeTogamMM 3JIEKTPOHHOIT MUKPOCKOIUN
MoKa3aHo, YTO, BO3MIEHCTBYSl Ha KJIETKM MOYEUHOTO
srmtenus tuaun Madin-Darby, Ply A/Oly Au Ply B
WHOYLYPYIOT BEIpAOOTKY BHYTPHM- M BHEKJIETOYHBIX
MeMOpaHHBIX My3bIPHKOB, KOTOPBIE BKJIIOUAIOT B CeOsI
KaK MUKPOBE3UKYJIbI nuaMeTpoM oT 100 HM 1o 1 MK,
Tak 1 6osee KpymHbelie — go 10 MkM. B xome mporrecca
BSKCTPY3UU HAOIIOAAI0T MPOHUKHOBEHME 32 MPeaesIbl
KJIETOK O€JIKOB, 3a[Ie[iICTBOBAHHBLIX B peal3alliy 11y~
™ ESCRT, a TakKe K1acTepHYIO COPTUPOBKY XOJe-
CTepuHa, C(PUHTOMUEJIMHA U UX aJIyKTOB C Iepdo-
puHamMu P ostreatus Ha TIOBEpXHOCTU MeMOpaH
(Skocaj et al., 2016).

Knerounsie 3ppekThl IUIEBPOTOJIMU3NHOB OIIO-
CPENyIOT PSI SIBJICHUI, U3YYE€HHBIX Ha N30JIMPOBaH-
HBIX OpraHax >XXMBOTHBIX. [Toka3aHO, 4YTO OCTPEOJIN-
3WH U IUIEBPOTOJM3MHBI Ha N30 IMPOBAHHBIX IIpena-
paTax KUIIKWA M Cepllla BBI3BIBAIOT MBIIICYHBIA
cra3M, MHOrga KynMpyeMblii mnamaBepuHoMm. Ha
BJIEKTPUYECKU CTUMYJIMPOBAHHOM JIE€BOM IIpEICEp-
I ¥ Ha Tiperntapate JlanreHmopda TOKCUHBI BbI3HI-
BalOT CHayaJia KpaTKOBPEMEHHBIN ITOJI0KUTEIILHBIN,
a 3aTeM OTPULATEIbHBIA WMHOTPOIIHBIE 3(PdEKThI
(Juntes et al., 2009; Sabotic et al., 2015). B xpoBu, ot-
TeKalole OT MICKYCCTBEHHO Tepdy3npyeMoil meyeHn
TPEI3YHOB MOCJIE BBEICHUS B CUCTEMY Nep(OOpPUHOB
P. ostreatus BO3HMKaeT OBICTpOE IOBBIIIEHUE KOH-
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ueHTtpauu K*. Tanee, oTpaxasl TUHAMUKY pa3BU-
TUS LIATOJIM3A TeNaToLMTOB, B KPOBU, KOTOpast OTTe-
KaeT OT opraHa, HapacTaeT colepXXaHue LUTOoIIa3-
MaTUYEeCKUX W MUTOXOHAPUAILHBIX (DEPMEHTOB.
B nepdysupyemoii mouke Kpbic TephOpUHBI TaKXKe
UHAYUMPYIOT MAaCCUBHYIO NPOTEMHYPUIO M CHUXKE-
HIe MOHHOI peabcopobimu (Zuzek et al., 2006; Juntes
et al., 2009).

I1neBpoTONM3NHBI NPUBOAAIT K CIeIU(PUISCKUM
M3MCHEHUSIM Ha 3JeKTpo3HIedaiorpaMmMme, KOTO-
pBie CBI3BIBAIOT C TEHEpalei II0p Ha MEMOpPaHHBIX
CTPYKTypax reMaTtosHIedainyeckoro 0Oapbepa
(Frangez et al., 2017). B cBsI3u ¢ 3TUM CUUTAIOT, YTO
HabIomaeMas B psie CliydaeB OCTAaHOBKA JbIXaTellb-
HBIX IBVDKEHMIA MOXKET ObITh OIIOCPENOBaHa UX Mpsi-
MBbIM BJIMSIHUEM HA AbIXaTEJIbHbIN LIEHTP (Zuiek etal.,
2006). BMecTe ¢ TeM MOKa3aHO, YTO Y BaTOTOMUPO-
BaHHBIX CBUHEH B YCJIOBHUSIX OOIIIEH aHECTe3UH C MCKYC-
CTBEHHOM BEHTWISILUEII BCJIEICTBME IIPOIJICHHOIO
BBeneHus: Ply A/Oly A n PlyB Bo3HMKaIOT cIta3m u
NEepUBACKYJISIPHBIIA OTEK KOPOHAPHBIX apTEPUid, Be-
JIyIIYe K BEIpaXKeHHOM OpaguKapanum C XKeJIygo4Ko-
BBIMU 3KCTpacucTtojiamMu. M3MmeHeHus1 nepudepu-
YEeCKOI'0 COCYIMCTOrO COMNPOTUBIIEHUS B YCIOBUSIX
MHTOKCUKAIIM HOCAT ABYX(Pa3HEIN XapaKTep, Bo3pac-
Tasi Ha HaYaJIbHBIX BTallax 1 gajiee repexois B oL -pe3u-
CTeHTHYI0 Baszoruieruto (Juntes et al., 2009). B cBs3u
C 3TUM TI0OJIaraloT, UTO JbIXaTeJbHBIC pacCTpoiicTBa
II0 OTHOIICHWIO K OKa3blBAEMOMY MMHU HIIeMUYE-
CKOMY MOBPEXIECHNIO MUOKapAa TaK:Ke BTOPUYHBI 1
HocsT pediektopHbIii xapakTep (Lukoyanova et al.,
2015; Vrecl et al., 2015).

BoJbIIMHCTBO HccaenoBaTeNeii CXOAsITCS BO MHE-
HUM, YTO HEMOCPeACTBEHHas MpuYrHa TUOEIN XKU-
BOTHEIX BCJICACTBHE BHYTPUBEHHOT'O BBEACHUS TIEB-
POTOJIM3UHOB KPOETCs B KOPOHAPHOM Ba3ocHas3Me,
0ojiee NeTaJibHble MeXaHU3Mbl KOTOPOIO Bce ellle
nomiexar yrounenmto (Frangez et al., 2017).
B ocTpoM skcnepuMeHTe Ha rpbl3yHax MJIeBPOTOJIM-
3WHBI TIPUBOIAT K HapacTaHWIO KoHLeHTpauun K,
3HAYEHUSI KOTOPOIi MOTYT IpeBHILIATh pedepeHCHbIe
IoKa3aTeJIv B IBa pa3a, focturast 10 MMoJIb/1 e1lie 1o
pa3BuTus remoau3sa (SaboticC et al., 2015). Mccnenys
PEaKTUBHOCTb COCYIOB Ha IJIEBPOTOJU3UHBI B yCJIO-
BUSIX 00OpabOTKM pa3InIHbIMU (hapMaKOJIOTUIECKI-
MU TIperiapaTtamMu, Ipuxomiart K BeiBoay (Vrecl et al.,
2015), uyto omocpemyoiasi KOpPOHApHBIA Ba3oCIia3M
noHHasa yreuka Ca’’ MOXET OBbITb JOIOJHUTEIBHO
o0ycioBeHanpaMoii aktuBauyeit Ca2 -kananos L-tu-
na. JI/15, MIeBpOTOJIM3UHOB TaKXE BbI3BIBAIOT 3(-
(eKT CHIDKEHUS HATSKEHMSI COCYIOB 371aCTUYECKOTO
THIIA (a0pTa, apTepuHn cpelHero Kanuobpa) Ha 7—30%
(Rebolj et al., 2007). BmecTe ¢ TeM HabJiromaemMasl B
X0Jie U3MEHEHUI COCYIMCTOTO KOMILIacH ca AeIpec-
CHsI IUACTOJIMYECKOTO apTepUaIbHOIO TaBJICHUS Be-
JIeT K CHUDKEHUIO Mep(y3MOHHOTO JaBJIEHUS B KOPO-
HapHOM Kpyre KpoBooOpameHus (Juntes et al.,
2009).
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3a mpenenaMm STePOJIM3MHOB TaKKe W3BECTHHI
nep¢dOprHBI TPUOOB, KOTOPHIC COIEPKAT TOMOJIOTUY -
Hele Cry- u Cyt-ToKcuHaM B. thuringiensis y4acTKU
(Bonfini, Buchon, 2016). Hannpumep, TpexaoMeHHbIE
BoJibBaTOKCUHBI Vol A, (44.8 x[1a) u A, (22.4 x/a)
BoabBapuensl BojibBoBOU (V. volvacea) BKIIOYAIOT
AMUHOKUCIIOTHYIO OCIEA0BATeIbHOCTD, Ha 48% co-
OTBETCTBYIOIIYIO  O-3HmoTokcuHy CytB (Pfam:
PF01338). TokcuuHocth Vol A, 18 TpbI3yHOB CO-
crasnsier JI/15, = 1.23 Mr/Kr npu BHYTPUBEHHOM U
JId 5, = 40 Mr/KT IpU BHYTPMKEJIyIOYHOM BBEIEHUMU,
XapaKTepu3ysl ero OTHOCUTEIbHYIO YCTOMYMBOCTDb K
nmpoTeonun3y B mpocBeTe Kuiiku (Lin et al., 2004; Sze
et al., 2004). Kak u areponm3uHbl, IIOMUMO T€MOJI-
TUYECKOU akTUBHOCTU, Vol A, 001a1aeT uTo-, Kap-
N0~ U HEUPOTOKCUIYECKUMU (P deKTaMu, BhIpaxkKeH-
HOCTb KOTOPBIX OTJIMYAETCS B CBSI3U C Pa3IMYHBIMU
ypoBHSIMHU apPUHHOCTU TOKCUHOB M OCOOCHHOCTSI-
mu reHepupyembix umu nop (Nayak et al., 2013).

IIpouecc obpazoBanus npoxoxumoit misa 70 x/la
JIeKcTpaHa 18-MepHOIi TOphl IPOUCXOOUT IIPU YIaCTUN
TOBKO Vol A,. TIpucyrctBue Vol A; uHrMOMpyeT rpo-
1IeCC MOJMMEPU3allN, BBITIOJHSSI POJIb aKTUBUPYE-
MOTO IIOCJIe IIPOTEOJIM3a MpeaIleCTBEHHIKA. AKTUB-
Has ¢opma TokcuHa Vol A, coctout n3 C-KOHIIEBOTO
yyactka 1—127, 3aaeiicTBOBaHHOTO B TOpO0OOpa3oBa-
HUM, ¥ N-KOHIIEBOTO TI€laprH-CBSI3bIBAIOIIETO
dparmeHnTa 165—199, KOTOPBIit TOMOJIOTNYEH JIEKTU-
HOBOMY YYacTKy TOKCMHa WHIMMCKON KoOphl Naja
naja (L., 1758). Anre3uBHbIe CBOMCTBA Ir'elapyuH-CBSI-
3pIBafonIero parMeHTa obdecrneumBaOT aMOudiIb-
HbIe 3-HHUTH, a TaKXKe 0OHaXkaeMast ITocjie MPOTeoIn3a
Vol A, a-cnupanb. [ToMrMo oTMeHBI Tpoliecca Io-
JIuMepu3aluu TOCpeCcTBOM remnapuHa, Vol A, xa-
pakTepu3yeT TPOMHOCTh K CYJIb(aTUPpOBaHHBIM IJIH-
KOaMMHOIJIMKaHaM KapauoMuouuTtoB (Weng et al.,
2003; Lin et al., 2004).

M3 yncia MHOTOJOMEHHBIX MepPOPUHOB U3BE-
creH gektuH LSL TpyTtoBuka cepHo-xkenroro (L. sul-
phureus) ¢ MoneKysipHoi Maccoii 35 klla, obpa3zyro-
LU KOMIIJIEKC 13 TPeX CBSI3aHHBIX MEXIy COOOM Ka-
HaJIOB-T€KCaMepOB C BHYTPEHHUM JUaMETPOM 4 HM.
JlextTun LSL o6n1anaet C-KOHIIEBBIM MOPOOOpPa3yo-
UM Y4acTKOM U N-KOHIIEBbIM MOIYJEM C IABYMS
IMCaxapul-CBS3bIBAIOIIMMU CalTaMU Ha KaxXIylo
cyobenuHuiy 6enka (Nayak et al., 2013). B cBsi3u ¢
9TUM TOKCHH XapaKTepu3yloT pazinyHbie pH-omnTu-
MYMBI 110 3(ddeKTaM CBSI3BIBAHUSI ¢ MeMOpaHaMHu U
CcOOpPKM KaHajia: MaKCMMaJIbHasi CKOPOCTh B3aUMOJICH-
CTBUSI C OmoMeMOpaHaMM Bo3HMKaeT Iipu pH = 5—7, B
TO BpeMsl KaK ONITUMAJIbHYIO aKTUBHOCTb 10 T€MOJIU -
TH4YeckoMmy 3dhdekTy HabmwoaaoT npu pH = 7-8.
B BogHoM pactBope pH = 7.4 oH HaxoouTCs B IMHA-
MMYECKOM PaBHOBECUH MEXIY MOHOMEPOM U TMOJIUME-
poM — KoHcTaHTa quccormanyy Kd = 1070 moss/i1. Io-
MUMO arcioTUHaIuU N-KOHIIEBOM TEKTUHOBBIN 10-
MeH LSL okaspiBaeT LMTOTOKCHUYECKOE AeliCTBUE
IMyTEM CBS3bIBAHUS MOBEPXHOCTHBIX TJIMKOIMPOTEU-
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HOB ¥ MTHTUOMPOBAHMS NX aKkTUBHOCTHU. OH 00JTamaeT
TOMOJIOTMYECKUM CXOACTBOM C IOAOOHBIMU caliTaMU
aMapaHTWHa, abpuHa, ydyactka HA, 6otynoTtokcuHa A
n nektuHa CEL-III mopckoro orypua Pseudocnus
echinatus von Marenzeller, 1881 (Mancheiio et al.,
2005; Hassan et al., 2015).

Ko BTOpOMY Kitaccy rpmOHBIX TOKCMHOB, IIPOSIB-
JISTIOIIX MEMOPaHOTOKCUYECKIE CBOMCTBA, OTHOCST
KaTajuTudeckue 0ejku ¢ L-aMrMHOOKCuIa3HOM ak-
TUBHOCTBIO B OTHOIIIEHNY aMUHOKUCIIOT. BhIsIBIEHO,
YTO B COCTaBe IUIOAOBEIX TeJl MyxoMmopa 3eJI€HOIro
(A. phalloides) cBoiicTBaM1 aMMHOOKCHAa3bl 001aAa-
eT TOKcoaJJIMH — TOKCHH ¢ Maccoit 55 xJla, cocTo-
sy 13 503 aMMHOKMCIIOTHBIX OCTaTKOB, M3 4KClIa
KOTOPBIX MPUOIN3NTEILHO 7% cocTaBisieT MPOJIUH
(Stasyk et al., 2010). ITogmoOHBIi1 6eI0K, (hUTYypHUpPYIO-
II1ii [oJ Ha3BaHMEM TOKCOBUPUWH, BBIIEJICH U3
M. BoH1ouero (A. virosa (Fr.) Bertill.) (Antonyuk et al.,
2010). 'oMoJIOTUYHBIM TOKCO(MA/UTMHY CUMTAIOT JIEK-
THUH B COCTaBe IUIOAOBBIX TeJl JIaKOBUIIbI IBYXIIBET-
Holi (Laccaria bicolor (Maire) P.D. Orton) (Martin et al.,
2008). TokcuHbI 00J1a1aI0T CPOICTBOM K IIIMPOKOMY
CIIEKTPY IIPOCTBIX a30TCOAEPKAIIMX COCIUHCHWA,
MMPOAYKTBI OKMCJIICHUA KOTOPbLIX IMPEACTaBJIAIOT CTa-
OMIbHBIE pamuKaibl, IIPUBOMSIIIME K TeHEepaluu
MPOLIECCOB MepoKCUIauuu JununoB. KierouHas ru-
Oesb BCISACTBUE NEUCTBUSI TOKCOMaJIMHA U TOKCO-
BUPMHA BO3HUKAET O HE3aBUCUMOMY OT aKTHBAIlN
Kackama kKacma3 nytu. CoeIuHEHMsI C M3BECTHOM
AHTUOKCUJAHTHOM aKTUBHOCTBIO: acCKOpOMHOBAas
KM CJIOTA U TJIIOTATUOH — i/ Vitro MOTYT ITOJTHOCTBIO OTME-
HSITH OITOCPEIOBAHHYIO TOKCMHAMI KOHAEHCALIIO XPO-
MaThHa U siIepHylo ¢parMeHTauuio (Antonyuk et al.,
2010; Stasyk et al., 2010).

CopepxaHue Tokcoda/siIMHA B 0OazuauomMax
A. phalloides cocTaBnseT 0koyio 60 MI/KT CBEKero Be-
ca, B TO BpeMsl KaK KOHILICHTpallusi TOKCOBUPHHA B
A. virosa meree 10 mr/kr. OKCUIaTUBHBIIA CTpecc,
OKa3bIBa€Mblii aMHWHOOKCHJa3aMHd B TeX KOJuye-
CTBax, B KOTOPBIX OHM MPUCYTCTBYIOT B ILIOJOBBIX Te-
Jlax, HOCUT OTCPOUYEHHBIIi XapakKTep W COBIAAaeT BO
BPEMEHHbIX MPOMEXKYTKAX C aHAJIOTUYHBIM IeCTBUEM
aMaHUTUHOB, Y€l MPOOKCUIAHTHBIN 3(phEeKT CBSA3bI-
BalOT C aTOMOM Cepbl MEPEXOJHON BaJ€HTHOCTHU
(Zheleva et al., 2007). Bmecte ¢ TeM ypoBeHb OMOOO-
CTYITHOCTY TOKCOBUPUHA U TOKCO(AJUTMHA B YCJIOBUSIX
(GYyHKIIMOHUPOBaHUS PHTEPAJIbLHOrO Gapbepa, Hapy-
IIEHHOTO OCHOBHBIMU OWIIMKJIOTENTUIHBIMUA TOK-
cHaMu MyxoMopoB cekiinu Phalloideae, He n3ydeH.
B cBs13u ¢ 3TiM nmonararot (Antonyuk et al., 2010), yTo
MpU MNOTPEeOJEHUM TEPMUYECKU HEOOpabOTaHHBIX
A. phalloides 1 A. virosa aMMHOOKCHUIa3bl MOTYT WT-
paTh BECOMYIO POJib B MPOSIBJIEHUSIX (haJLIOUANHOBO-
ro CUHAPOMA, B TEUEHUU KOTOPOTro Beaylliee 3HaYe-
HY€ OTBOJSIT aMaHUTUHAM.
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Cpeau MakpOMMIIETOB OMUCAHbI IPOMYLIEHTHI
IBYX KJIacCOB pPUOOHYKJIea3, KOTOPbIC IIPUBOISAT K
HapyLIIEHWIO OEJIKOBOro aHaboJIM3Ma ITOCPEICTBOM
HeoOpaTuMoit MoaudUKallUU capLUH-PULIMHOBOM
netiu 28S pudocomanbHoit PHK (pPHK) 6oapiioit
60S cyobeguHunbl pudbocom (Ennamany et al.,
1995b; Olombrada et al., 2017). HenmocpeacTBeHHast
MUIIIEHb ILIUTOTOKCUYECKUX PUOOHYKIea3 — cap-
muH-puiimHoBas netass SRL (sarcin-ricin loop) —
COCTOUT U3 14 HYKJICOTUIHBIX OCHOBaHU, TOCe-
JIOBaTEeIbHOCTh KOTOPBIX BBICOKO KOHCEpBaTHBHA
cpenu puboCcoM KakK 3yKapuoT, TaK HEKOTOPBIX BU-
IoB TipokapuoT. OHa MPUHAIJIEXKUT K TYaHO3MH-
tpudocdaraznomy nenrpy GAC (GTPase associat-
ed center) — aJIeMEHTY TPaHCSIIMOHHOTO arlIapara
pubocoM, OTBETCTBEHHOMY 3a YIpaBJeHUE UX He-
MIPEePLIBHEIM ABMKEHUEM BHOJb TPAHCIHPYEMOTO
puboHyKJIeMHOBOro TToauMepa. Hapymenue pado-
Tl GAC Takxke MHTMOUpPYET CBSI3bIBAHUE C pUOOCO-
Mamu ¢akTopoB snoHraimu EF (elongation factor).
CyMMapHO HapylIeHHUE 3TUX IIPOIIECCOB OCTaHABIIM-
BaeT OMOCUHTE3 Oenka, JeULUT MPOIYKIIMU KOTO-
pOTO B KOHEYHOM UTOI€ IIPUBOIUT K KJIETOUHOI T1-
6enu (Guidebook to protein..., 1997).

[Metns monydmia cBoe Ha3BaHUE OT PUOOTOKCHHA
O-capiyHa U pUOOCOM-MHAKTUBHUPYIOIIETO Oeaka
pUIIMHA — IIEPBBIX M, KaK CICACTBUC, TUIIOBBIX TOK-
CHHOB cpeay cBoux KitaccoB. K pubocomM-nHaKTUBHU-
pyrominM TiporerHaMm RIP (ribosome-inactivating
protein) oTHOCST BbicOKOcTiennduuHbie N--rimnko-
supasel (K® 3.2.2.22), Hapymalonue CUHTe3 6eaKa
MMOCPEACTBOM pAaCIIEIUVIEHUSI aMWHOTJIMKO3UIHOMN
CBSI3U pUOO3EI C aICHUHOM, KOTOPBI JJOKAJIM30BaH B
prbocoMax TeMaTOUTOB KPBIC B MMoJIoxkeHUN A4324
(Wong et al., 2020). depMeHTaTUBHOE pa3pylleHUE
CBSI3U IIpU aJeHUHOBOM ocHoBaHuM SRL tmperrsit-
CTBYET (DYHKIIMOHMPOBAHUIO TPAHCIISILIMOHHOTO Me-
XaHU3Ma MOCPEACTBOM OJIoKa TMAPOJM3a I'yaHO3UH-
Tpudocdara.

Karanutnuyeckuit nomeH RIP-TokcuHOB XapakTe-
pu3yeT KOHCepBaTUBHASI BTOpUYHAsI CTPYKTypa, KO-
Topass GOpPMUPYET AKTWUBHBIA CalT, Ha3bIBacMBIi
PHK-cBsa3bIBarolieil pacienuyoit. K BaxXHbIM ac-
IIEKTaM, OIIPEACISIOIINM YPOBEHb LIUTOTOKCUYHO-
ctu RIP, oTHOCST X CITOCOOHOCTH K KJIETOUHOM T1e-
HeTpaluu. B cBSI3U C 3TUM BBIACISIOT TPU TUMA UX
apxutekTypbl. RIP Tuma I o0bIYHO CUMTaIOT HETOK-
CUYHBIMHU, TIOCKOJIBKY OHU He 00J1agaroT 3PheKTUB-
HBIM IOMEHOM CBSI3bIBAaHUS KJIETOK WJIM MOMagaHus
B HuUX. B 1O Xe Bpems, Haubonaee ssmoButbie RIP 11,
IMIOMMMO KaTaJIMTUYECKOIo LIEHTpa, CoAepxKaT JeK-
TUH-TIONOOHBIN ydyacTok. HecMoTpss Ha BBICOKOE
CTPYKTYPHOE BHYTPUIPYIIIOBOE CXOICTBO, OMOJIOTH-
yecKasi aKTUBHOCTh TOKCMHOB 11 Tuma cymiecTBeHHO
BapbUpyeT — B UX COCTaBe U3BECTHbI HETOKCUYHBIE
puboHyKJjea3sl. B cocTaBe pacTUTEIbHBIX TOKCUHOB
takke Boiaessgior 111 Tumm RIP, cpenm xoTopeix omHa
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MOATPYMIIa COOSPKUT y4aCTOK C HEU3BECTHOI po-
JIBIO, a Apyras IoXoXa Ha Tul I, Ho comepXuT caiit,
MOCPEACTBOM KOTOPOrO TOKCUH TTOABEPKEH MTPOTEO-
ymtnyeckoit aktuBanuu (Lapadula, Ayub, 2017).

CenextuBHas nernypuHusauus RIP-toxcunamm
ocHoBaHus A4324 nenaet cMexXHYIO ¢ HUM docdo-
IUB(MUPHYIO CBSI3b MEXIY TYaHMHOM U aleHUHOM B
nonoxeHusix G4325 u A4326 6onee BOCIPUUMUNBOIL
K KUCJIOTHO-OCHOBHOMY U (hepMEHTAaTUBHOMY TUJI-
ponusy (Barbieri et al., 1997). Bmecte ¢ TeM, pubo-
TOKCUHBI TakXe paclIerUisiioT 3Ty dochoauapup-
HYIO CBS13b, OJIHAKO, yXe Hanpsmylo. [lo nmpuuyuHe
o01agaHus cxoxen hepMeHTaTUBHOM aKTUBHOCThIO,
ObLIM BBICKA3aHbl TMPEIOKEeHUsT 00 OO0beAMHEHUU
puborokcuHoB M RIP-TOKCMHOB B OOMH KJlacc
(Schmitt et al., 1999). Tem He MeHee, B COBpeMEHHOM
IMMOHUMAHUM OCTAETCs TMPeNCcTaBIeHUE, YTO COCTABbI
KJIaCCOB pa3rpaHUYEHbI 10 KPUTEPUSIM MEXaHU3MOB
JIeicTBUSI TOKCMHOB M KOHCEPBAaTUBHBIX MOCJIEI0BA-
TeJIbHOCTEN MX KaTATUTUYECKUX LIEHTPOB. DTU OCO-
OEHHOCTHU ONPEAESIOT PA3IUYHYIO CTENIEHb UX CIO-
COOHOCTH K MHTUOMPOBAHUIO CUHTE3a OeJIKa U HEKO-
Topble crnelnbuyecKkue MposiBIeHUsS] TOKCUUECKOTO
npoiuecca (Olombrada et al., 2017).

PubGoTokcuHBI B mpupone BBISIBICHBI cpean 73
BUIOB XUBbIX opranu3MoB (Lapadula, Ayub, 2017).
TeM He MeHee, 1O HETaBHETO BpeMEHU Cpeau TpUOOB
OHU ObLJIM U3BECTHBI UCKITIOUMTEIBHO 111 MUKPOMMU--
HetoB oTaena Ascomycota (Landi et al., 2017; Ruggi-
ero et al., 2019). K Haubosee n3ydeHHbIM 13 UX YUCTIa
OTHOCSIT pUOOTOKCHHBI B TIpeAeiax ceMercTna Aspergil-
laceae Link: o-capuun (J1s, = 12.0 Mr/Kr, MbIIIU, BHY-
TpubprommHHO) 1 MutorwuH (J1dy, = 0.06 mr/xr,
00e3bsaHbI, BHyTpuBeHHO) (Olombrada et al., 2017).

ITockonbpKy Kak MHUILIEHb HaHHOE OOpa3oBaHUE
YHHUBEPCaJbHO, CHOCOOHOCTH K IMTPOAYKIIMU Hapyllia-
IOIIMX €€ pabOTy TOKCMHOB TTOJIy4rJia IIUPOKOE pac-
IIpoCTpaHeHNE Cpeay XUBBIX opraHu3MoB (Lapadu-
la, Ayub, 2017). Cpeau HIISIMOYHBIX TPUOOB CITOCO0-
HOCTb K MHTUOMPOBAHUIO pOOCOMAILHOTO CUHTE3a
OomnucaHa OTHOCHUTEIbHO HemaBHO. HeoOGxomumo 3a-
METUTh, YTO YPOBEHb U3YYEHHOCTU MHOTUX PUOOHY-
KJIea3 MaKpOMUIIETOB, OKa3bIBAIOIIIUX IIUTOTOKCUYE-
CKOe OeicTBHe, HeAOCTaTOUYeH OIS UX CTPOTOTO OT-
HECEHMS K TOI MJIM MHOM Irpynne TOKCUMHOB.

AKTMBHOCTb TIOJJOOHOTO poOJa BBISIBJIEHA U OXa-
pakTepr30BaHa cpenu OeJIKOB B COCTaBe IUIOMOBBIX
Tes1 BonbBapuesuinsl BoibBoBoI (V. volvacea), OnieHka
suMHero (F velutipes), I'onoBaua kpyrioro (Calvatia
caelata (Bull.) Morgan), JIuodpwmitroma cumensu (Ly-
ophyllum shimeji (Kawam.) Hongo), I'mncmu3uryca
mpamopHoro (Hypsizygus marmoreus (Peck) H.E. Bi-
gelow), Okcurmopyca KopkoBoro (Oxyporus corticola
(Fr.) Ryvarden) u Bemenku kinyoHeruiomHoit (Pleu-
rotus tuber-regium (Fr.) Singer) (benosa, 2018; Wong
et al., 2020). PuboHykJiea3sl B mpeaeax 3TUX BUOOB
JIUIIIEHBI CITOCOOHOCTY K KJIETOYHOM MeHeTpaluu, Ofl-
HaKO OHU 00J1a1a10T BEICOKOM aKTUBHOCTBIO HA MOJIENH
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WHTUOMPOBAHMSI CUHTE3a IIPOTEUHOB B GECKIIETOYHOI
cpene. Hanpumep, ICy, pubocoM KankaearHa
(C. caelata), nnesryperuna (P, tuber-regium) n pnammy-
mmHa (E velutipes) coctapisiiot 4.0, 0.5 1 0.25 HMOJIB/71
cootBeTcTBeHHO (Wong et al., 2020).

Hecmotps Ha To, 4TO TiepedurciieHHble OeJIK1 OT-
Hocat (Wong et al., 2020) x I Tuny RIP-TokcuHOB,
Ccpeau HUX CIIOCOOHOCTD K AEMypUHU3ALIMH, OTJIMYA0-
mast RIP ot pnboTokcnmHOB, OBIJIa OTMEUEHA TOJIBKO Y
BoibBapuHa (V. volvaceae), MapMopuHa M TUIICMHA
(H. marmoreus), a taxke mopunuHa (O. corticola),
TOKCUYHOCTbh KOTOPOTO ISl KPbIC TIPU BHYTPUOPIO-
IIMHHOM BBeeHuM coctasisieT JIy, = 791 mr/kr
(Lapadula, Ayub, 2017). BonbpBapuH, Kak 1 MHOTHE
tokcuHbl RIP 1 Tuma, mposiBiasger abOpTUBHYIO —
ENs, (monyadpdexruBHas nosza) = 0.15 mr/ocodn
(MBILIY, BHYTPUOPIOIIMHHO) U AE30KCUPUOOHYKIIE-
a3HyIo in vitro aktuBHoctd — [Csy = 0.42 MKMOIB/T1.
st ruricuHa M MOpULIMHA, TIOMUMO abOPTUBHOTO,
ToKas3aH TepaTroreHHbii 3¢hdekT. M3BecTHO, UTO B
X0Jle LIUTOTOKCUYECKOIo IMpollecca OHU AeHCTBYIOT
MO0 BHEIIHEMY aloNTOTUYECKOMY MYTU, aKTUBUPYS
kacnazy 8 (Ng et al., 2010). Tem He MeHee, B cocTaBe
reHoMoB V. volvacea v H. marmoreus KOHCEpBaTUB-
HbIE MOCEI0BaTEIbHOCTU, OTBETCTBEHHbIE 32 OMO-
CUHTE3 KaTaJTUTUYECKOTO LIEHTpa pudOCOM-UHAKTHU-
BUPYIOIIMX TOKCWHOB, BBIIBICHBI He ObutM (Yao
et al., 1998).

TakuMm obGpa3zoM, pacripenesieHre OOJIbIIMHCTBA
U3BECTHBIX TPUOHBIX OEJIKOB, UHAKTUBUPYIOLIUX PU-
0ocoM-orocpenoBaHHbIN cuHTe3, Mexay RIP- u pu-
0OTOKCUHAMU OCTaeTCs MpeaAMeTOM OucKyccuit. MN3-
HavajgbHO ommoouyHo K RIP I tTnma 6p01 mprmunciieH
OJIMH U3 MEPBbIX U3BECTHBIX OEJIKOB ¢ pUOOHYKJIea3-
HOI1 aKTUBHOCTBIO Cpeu 0a3uIUOMULIETOB — repH-
tuH (17.0 k/1a) (Landi et al., 2017). Panee ¢ areputu-
HOM CBSI3bIBaJIY TIUIIEBbIE MTHTOKCUKAIIUY TTOCJIe He-
YMEpEeHHOro TIOoTpebJieHUs1 KyJbTUBUPYEMOI B
MUILEBbIX LeNsIxX A. aegerita, B JAaHHbIA MOMEHT 3Ty
pPOJIb OTBOJSIT PACCMOTPEHHOMY BHIIIIE 3TEPOJTU3UHY
(Jinet al., 2014). AKTUBHOE COCTOSIHIIE pOOTOKCHHA
TpeOyeT MPUCYTCTBUS IBYXBAJIEHTHBIX KATUOHOB: in
vitro oITUMAaJIbHBIN 3 deKT moaaBiaeHUsT OEJIKOBOIO
cuHtesa [Cs, = 0.15 HMOJIb/11 HAOTIOAAIOT B YCJIOBUSX
HacblLleHuu pactBopa Zn?* (Jin et al., 2014; Ruggiero
etal., 2019). I1pu KkpaitHe BLICOKOI aKTUBHOCTH B OT-
HOIIIEHWU HAaCEKOMBIX, OH HE aKTUBEH MPOTUB HeEMa-
TOJ U CcJ1aOOTOKCHUYEH B OTHOIICHUU MJIEKOMUTAIO-
mux. BBeneHue rpbidyHaM JTuoduin3aTa SrepuTH-
Ha B TEYEHWE HeNEeIU TIPUBOJUT K PpPa3BUTHIO
JKUPOBOTO Teraro3a 1 IIOYEUYHOIO IMOBPEXKICHMUSI.
TeMm He MeHee, ero ocTpasi BHyTPYKEJIyI0UYHasl TOK-
CUYHOCTb HeBesinka u cocrasiser JIs, = 8.8 r/kr, B
TO BpeMsI KaK KOJIMYECTBO 3repUTHHA, IKCTparupye-
MOTO U3 CBEXMX IUIOJOBBIX TeJ, €1Ba IOCTUTAeT
12 mr/kT (Landi et al., 2017).

Bonbliiee, B cpaBHEHUM C ST€PUTUHOM, TOKCUKOJIO-
rMYeCcKoe 3HAYCHUE TIPEACTABIISIET Psii pOOCOM-MHAK-
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THUBHUPYIOIIMX TOKCMHOB CpeIy 00JIETOBBIX TPUOOB, KO-
TOpBIE, IOMUMO HapyllIeHUs paboThl prOOCOMAIEHOTO
KOMITJIEKCA, BBI3BIBAIOT MacCUBHEI TpoM003 (Gachet
et al., 1996; Matsuura et al., 2007). B 1986 r. rtocie aByx
clTydyaeB MHTOKCUKALIUIA B pe3yJibTaTe MoTpeOIeHUs B
ceipoM Bune KcaHTokoHuyma poacTBeHHoro (Xan-
thoconium affine (Peck) Singer = Boletus affinis Peck)
OBLIIU BBISIBJICHBI SIAOBUTHIE CBOMCTBA TEPMOIA0OUIIb-
Horo TpoteuHa maccoii 22.0 kJ/la 6omaddruHrHa —
JIds, ipyu BHYTpHMOPIOIIMHHOM BBEIEHUW MBbIIIAM
cocrasisier 61 mr/kr (Ennamany et al., 1995a). Ce-
JIyeT OTMETUTD, UTO paHee He M3BECTHBIN JJIs1 HAIIIX
tepputopuii X. affine 6p11 00HapyXeH Ha o. KyHa-
mmp B 2016 1. Bojee ycToiYuB K BHEIITHUM BO3€Eii-
CcTBUSIM OoJiecaTuH PyOpoboJsieTa cataHuHCKOTO (Ru-
broboletus satanas (Lenz) Kuan Zhao et Zhu L. Yang=
Boletus satanas 1.enz). B cBI3M ¢ 3TUM MHTOKCHKAa-
LIMU C JIeTAJIbHBIM UCXOAO0M BCTpeUyaroT Mpu MoTpeo-
neHun R. satanas naxe I10Cje MpeaBapUTeIbHON 00-
pa6otku (Ennamany et al., 1995b; Merlet et al., 2012).
W3 nnonoBrix Ten Boiera smoButoro (Boletus vene-
natus Nagas) BelIeIeH OyOoaupytonuii ero N-KoHIIe-
BYIO TIOCJIEA0BATEILHOCTD 00JieBeHMH. bojieBeHUH ¢
maccoii 33.0 k/la obyagaet per os TOKCUYHOCTBIO OJIsI
Mmbireit JIsg 44 = 10 Mr/kr (Matsuura et al., 2007).

B otinume ot 6onmacddrHrHa, 6oecaTUH — MOHO-
MEPHBIN TOKCHH M3 567 aMUHOKHUCIOTHBIX OCTaTKOB
maccoii 63.0 k/la, TepMocTabUiieH MpU TeMIlepaTypax
1o 70°C 1 OTHOCUTEIBHO YCTOWYUB K MPOTEOIU3Yy B
npocBeTe kumku (Kretz et al., 1991a,b). [mukomnpore-
VH OpOSIBIISICT IBYX(ha3HYIO aKTUBHOCTh, MHTUOUPYSI
OnocuHTEe3 6eIKa y TphI3yHOB MPU BHYTPUOPIOIITAH-
HOM BBeIeHUM B go3ax oosee 0.8 Mr/Kr, BMECTe C TEM
BBICTYMasl B KAUECTBE aKTMBAaTOpa UMMYHHOTI'O OTBETa U
dakTopa nposudeparuu sumbouutos rpu 0.05 Mr/Kr
(Licastro et al., 1993). Insa kpbic cyrouHas JI/15, 60-
JiecaTUHa NPU BHYTPUBEHHOM BBEJIEHUU COCTABJISIET
0.15 mr/kr, mpu BHYTpUOpIOMIMHHOM — 1.0 Mr/Kr, B
TO BpeMsl Kak TepopajibHasi TOKCUYHOCTb IJISI MbI-
weit cocrapnsaeT J1/sy 04 o = 3.3 mMr/kr (Kretz et al.,
1991a; Gachet et al., 1996). JIeKTUHOBBIIT TOMEH TOK-
CUMHA JeTaJbHO HE OXapaKTepu30BaH, OJHAKO H3-
BECTHO, YTO OH OIOCPEAYET 0OpPa30BaAHUE BHYTPUCO-
CyIMCTOro TpoM003a, a rajakro3a B KOHIEHTpaluu
23 MMOJIb/J1 CHMXXAeT YPOBEHb €T0 CIIOCOOHOCTU K
arrmotuHauny Ha 50% ot ucxomHoro ypoBHsT (En-
namany et al., 1995b).

Ipy BHYTPMAKEIYIOYHOM IOCTyIUIEHUN “C-60-
JiecaTH HAITOJIOBUHY IIPOHUKAET B KPOBb B TeUEHME
2 4. ITocie a3bl NepepacnpencaeHus, ero HaxXoasT B
SIIUTEJINU KUIIKU, MMOYKaX, IeYeHU U B MEHbLIEH
CTEIIEHU B TUMYCE, ceJie3eHKe U JieTKux. Tak, BHYT-
PYKETYIOYHOE BBeIeHNEe KpbicaM 1.65 Mr/Kr TOKCMHA
MPUBOIUT K MHTMOMPOBAHUIO OEJIKOBOTO aHAO0IM3Ma
B MOYyKax Ha 26% u B neueHn Ha 48%. TkaHeBas KOH-
LICHTpaLMs TT0JaBJIeHUS OEJIKOBOIO CUHTE3a TOKCHUHA
BapbupyeT Masio 1 cocTtaBistioT 1Csy = 9 mxr/mit. B Te-
yeHre 24 4 ¢ MOMeHTa Hadajla MTHTOKCUKAIIUU BCO-
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caBmmiics TOKCUH Ha 80% 3MMMUHUPYET Yepes3 Tod-
KU — CKOPOCTh 9KCKPELNH Y TPBI3YHOB COCTaBJISIET B
cpenrem 0.67 mui/mMuH (Ennamany et al., 1995b).

I1pu mmommaganm cpemHecMepTEIbHBIX 103 00e-
caTMHA B XKeJyIOK, CMEPTh XKMBOTHBIX HACTyMaeT B
MPOMEXYTOK MexKAy 16 1 24 4 OT Hayaj1a MHTOKCHKA-
mun (Kretz et al., 1991a). I'ubenb B OOJBIIMHCTBE
cllydaeB BOZHUKAET B pe3yJibTaTe MACCUBHOTO TPOM-
603a. BmecTe ¢ 3TUM HaOII0OMAIOT YMEPEHHO BHIpa-
KEHHBIM TacTpO’HTEPUT, 3HAUYMMBIC IUCTpPOdUIe-
CKH€ U3MEHEHUS B JIETKUX, nedyeHu u noukax (Kretz
et al., 1991b; Gachet et al., 1996). BonecatuH in vitro
0e3BI30MpaTeIbHO IO TPYIIIaM KPOBH YeJOoBeKa ar-
TJIIOTUHUPYET 3PUTPOLIUTHI B JMAIla30He KOHIIEH-
tpanuii ot 20 mo 40 HMOJIL/TT ¥ TPOMOOLIUTEL IIPU
320 HMonb/J1. BBeneHue actimpuHa, rermapuHa 1 KJio-
MUAOTpeJisl  TMPENOoTBpalllacT  BHYTPUCOCYAUCTOE
CBEpPThIBaHUE y TPHI3YHOB, HO HE OKa3bIBaeT 3alllUT-
Horo 3¢ deKkra Ha YPOBHE CpeIHECMEPTEIbHBIX 103
(Ennamany et al., 1995a).

INokazaHo, yTo 60iecaTH TakXkKe CIIOCOOEH K THAPO-
JIM3Y MaKpO3PTUUECKUX HyKieo3uaTprudocdaroB 1 MH-
rubuposanuio perummkanuu JHK (ICs, = 20 mxr/mi)
(Ennamany et al., 1995a,b). B a10i1 cBsI3u aBTOpamMu
clieJlaH TIOCTIEIIHbII BBIBOM, YTO IIMTOTOKCUYHOCTD
OoJiecaTHA OIIOCpeIOBaHa B OOJIbILIECH CTeTIEHU TU/I -
pOJIM30M OCHOBaHUI BHE pUOOCOM, a HE HeaoCTaT-
KOM (PYHKIMOHAIILHBIX OellkoB. He TpeyMeHbImas
3HAYMMOCTU CEPUU UCCIIEIOBaHUIA, KOTOPbIE HOCST
IMUOHEPCKUI XapaKTep U ObLJIU BLITTOJHEHBI 0 Hava-
Jla aKTUBHOTO OOCYXIEHUS 3TUX MEXaHW3MOB B Ka-
yecTBe OTIMYMTeNbHOU 4yepThl RIP oT pubdoTokcu-
HOB, CJIeAyeT OTMETUTD, YTO JaHHOE OIIMOOYHOE 3a-
KJIIOYeHUEe A0 CUX TOp IIMPOKO LMTUPYIOT KakK B
JIIOOUTEILCKUX CIPAaBOYHUKAX, TAK U B HEKOTOPBIX
MEIULIMHCKUX PYKOBOJCTBAaX MO JICUEHUIO OTpaBJie-
HU.

B HacTos11ee BpeMsi BHEpUOOCOMAJIbHbIE PUOO-
HyKJIea3Hasl U Hykjeo3uarpudocdarazHas aKTUB-
HOCTH OOHapy>KEHBI JJISI TTOIaBJISIOMIETO OOJIBIITNH-
ctBa pactureiabHbiXx RIP-tokcuHoB (Wong et al.,
2020). B To ke BpeMmsl, IIOCPEACTBOM M3ydeHUs 52
pasnmuuHbix RIP mokazano (Barbieri et al., 1997), uto
KaXIbIi1 U3 pACCMOTPEHHBIX TOKCUHOB OBLJT CIIOCO-
OCH KaTaJlu3upoBaTh in Vitro pas3pyllecHUE CBS3eid
ameHnHa B coctaBe JJHK. M3BecTHO, 9YTO BHEpHUOO-
COMaJIbHbIC MUIIIEHU XapaKTepU3YIOTCs ClydyaitHOit
BCTpedyaeMOCThlo mnocienoBaTelbHOCTH GAGA 1
ele 0oyiee HU3KOM BEPOSITHOCTHIO BO3HUKHOBEHUS
cnenuuyeckoit KoHGUTypalluu, XapaKTepHOM ISt
SRL, KoTopEle HEOOXOOMMEL IJIsI BLICOKOTIO YPOBHSI
adppunurera K RIP-Tokcunam. Ilostomy cumraror,
YTO BHEpPHUOOCOMAJIbHbBIEC TIOJIM- 1 MOHOHYKJIEOTUI-
HEBIE CyOCTpaThl MIPAlOT pPOJIb MEIJIEHHBIX M, KaK
CJIEICTBHE, HE OCHOBHBIX OMOJIOTUYECKMX MUIIICHEN
JUISI JaHHOTO KJiacca TokcuHoB (Guidebook to pro-
tein..., 1997). Takum obpa3oM, HECMOTPS Ha TO, UTO
HapyniaeMble 00JIeCAaTUHOM CTPYKTYPBI BHEpPHOOCO-
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MaJIbHBIX HYKJIEOTUIOB MOTYT OBbITh 3a€iCTBOBaHbI
KaK B OOMEHEe MaKpO3pros, TaK U B pa3BUTUM CTOXa-
ctuyeckux 3¢ dextoB, pPHK, 1o jioruke Beteit, co-
XpaHsIeT 1Ji1 TaHHOTO pUOOCOM-MHAKTUBUPYIOIIETO
MPOTeMHAa CTaTyC NpPEeANOoYTUTEbHOIO CcyOcTparta,
OIMOCPEAYIOLIEro ero MepBoOCTENeHHbIe TOKCUKOTeH-
HBIE 3PPEKTHI.

Axmusamopsl UMMYHHOI cucmeMbl

HecmoTpss Ha TO, 4TO HaJIM4YMe aAHTUTCHHBIX
CBOICTB XapaKTEepHO JUISI BBICOKOMOJEKYJISIPHBIX
0EJIKOB, K crielinprIecKuM aKTUBaTOpaM UMMYHHO
CUCTEMbl 1 MMMYHOTOKCHUKAHTaM OTHOCSIT KCEHO-
OUOTUKM, KOTOPBIE BBI3BIBAIOT UMMYHOCYIIPECCHIO,
ycujieHrue UMMYHUTETa WX ayTOUMMYHHUTETA, TU00
WHIYLUUPYIOT ajlepruyeckue peakuuu. OTaenabHble
OakTepuajbHble TOKCUHbBI MOTYT BO3JIeficCTBOBAaTh He-
MMOCPEeNCTBEHHO Ha T-KIIETKM 1M aHTUTCHIIPE3EHTU-
pytomue 3¢ dexkropsl. Harmpumep, muporeHHBIE TOK-
cuHbI-cyniepanTureHsl PTSAg (pyrogenic toxin-su-
perantigens): cTapMIOKOKKOBEIE 3HTEPOTOKCUH U
TOKCHH CHMHApOMa ToKcmdeckoro moka TSST-1, -
pOTeHHbIE BK30TOKCHUHBI CTPENTOKOKKOB, CIIOCOOHBI
CBSI3BIBATh TJIABHBIM KOMIDIEKC TMCTOCOBMECTUMOCTU
Il Tuna u BapuaGesbHbie J-cyObearHuIbl T-KiIeTou-
Horo peuentopa. K cieacrBusim T-KJI€TOUHOTO CBSI-
3pIBaHMsI C TOKCMHAaMHU IIOJOOHOIO poJa OTHOCST
npoardepannio TMM@OIINTOB, a TAKXKE MACCUBHOE
BBICBOOOXKIEeHNE aKTUBHBIX (popm WUJI-1, -2 u -6,
Y-1FN u ®HO. CoBMeCTHO 3TU LUTOKUHBI IPUBO-
ST K Pa3sBUTUIO CMMITOMOB, HAaIIOMWHAIOIIMNX CHU-
CTEMHYIO BOCTIAJIUTEJIbHYIO peakiuio (Schmitt et al.,
1999; Matsuyama et al., 2014).

AHaJIOTUYHBIM 00pa3oM MOTYT AECTBOBaTh He-
KOTOpbIE MPOAYLIUPYEMbIE MaKPOMUILIETAMU JIEKTU-
HBbI, IJIS1 KOTOPBIX U3BECTHA MUTOT€HHAasl aKTUBHOCTD
B oTHOo1IeHUH T-xenmepoB 1-ro tuma (Tadi. 2). Bme-
CTe C TeM Ccpear MaKpOMUIIETOB M3BECTHO OKOoJio 30
uMMyHoMoayaupyooiux 6eakoB FIP (fungal immu-
nomodulatory proteins). IlpeacraBisisi ogHO U3 Ha-
MpaBJieHUiA pa3pabOTKM HOBBIX JIEKAPCTBEHHBIX
cpenctB JekTuHbl FIP xapakTepusyloTcs pa3HOHa-
MpaBJIeHHbIMU MeXaHW3MaMu B3auMOJEHCTBUSI C
nMmyHuteToM (Xu et al., 2011).

Cpenn JIEKTUHOB CheIOOHBIX I'PUOOB HamboJiee
BBIpaXKEHHOE MMMYHOCTUMYJIMpYIOIIee JaeiicTBue
BBISIBJICHO 111 JleKThuHa VVL B cocraBe 6asmanoM
BonbsBapuesibl BoibBoBoii (V. volvacea). Tak, mo ag-
dexram nHnykuuu Beiopoca MJI-2 u ®HO u knetou-
Horo npupocTta T-xenmneposB 1-ro Tuna nektud VVL B
JIEBITh pa3 IMPEBOCXOAUT ITAJIOHHYIO aKTUBHOCTb
KOHKOBajinHa A. M3BeCTHO, YTO aKTUBAlLUs U IIPO-
mudepauust kietok VVL onocpenosana Ca?*-3aBu-
CUMBIM IIyT€M, O YeM CBUIETEILCTBYET HaOJromae-
MO€ yBeJIMYeHNE BHYTPUKJIECTOUYHOIO IMPUTOKA MOHA
U WHTMOMpOBaHME BBI3BAHHBLIX UM 3(GP@dEKTOB IMO-
CpencTBOM OJioKaTopa KaJdbIMHEBPUHA ITUKJIOCIIO-
puHa A (Sze et al., 2004). AnanoruuHsie 3¢ (hEKTHI
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Tabomma 2. MUTOTeHHBIII TOTeHIIUA HCKOTOPLIX JICKTUHOB MaKpOMMIIECTOB B OTHOIICHUU J'[I/IM(I)OLII/ITOB YCJIOBCKa

(amantupoBaHo 110: Xu et al., 2011; Hassan et al., 2015)

JlexTuH 1Cs, MKMOTIB/1T ITpoayueHT

VVL 0.12 Volvariella volvacea (Bull.) Singer

HRL 0.15 Hygrophorus russula (Schaeff. ex Fr.) Kauffman

ALL ) Floccularia luteovirens (Alb. & Schwein.) Pouzar
= Agaricus luteovirens Alb. & Schwein.

BEL 1 Boletus edulis Bull.
Cyclocybe parasitica (G. Stev.) Vizzini

ACG 2 E)jélgro)c}yb: parasitica(G. SteV.)

PCL 2 Pleurotus citrinopileatus Singer

SCL 4 Schizophyllum commune Fr.

GCL 1.5 Ganoderma capense (Lloyd) Teng

HEA 20 Hericium erinaceus (Bull.) Pers.

CML 26 Cordyceps militaryaris (L.) Fr.

XSL 312 Boletus ferrugineus (Schaeff.) Alessio
= Xerocomus spadiceus (Schaeff. Ex Fr.) Quél.

JekTuHa ALL ®DIoKKyJapuu XeJTo-3eJeHOBaTOM
(F luteovirens), KoTopble B cpaBHeHNU ¢ VVL ycroii-
YUBBI K TEPMUICCKNUM, KHUCIIOTHO-OCHOBHBIM M3Me-
HEHUSIM M Jeruaparalvyd B IIMPOKOM JMalia3oHe,
HCITOIB3YIOT B Ka4eCTBE TeParieBTUIECKOTO CPEICTBA
(Hassan et al., 2015).

M36upatenbHast MUTOTeHHAsI aKTUBHOCTh B OTHO-
meHuu T-1uMdoLuTOB YenoBeKa, KoTopasi IpUBO-
JUT K Pa3BUTUIO BBIPAKEHHOTO BOCHAIUTEIBHOIO
OTBETa, BBISIBJICHA JIJISI PACCMOTPEHHOTO BhIIIEe PUOO-
COM-MHaKTUBHUpYlolllero oosecaruHa. B nuamasoHe
ot 1 1o 20 ur/mia (0.016—0.3 HMoIIb/JT) TOKCUH R. sa-
tanas BbI3bIBaET U30MpaTeabHbIN TpUpocT T-mumdo-
LIMTOB, MO CUJIE MPEBbIIIAIOIINH] 1eICTBUE CEeKTUB-
HOrO MHTOTeHa durtoremarrimoTuanHa PHA B KoH-
neHtpauuu 20 wMkr/mia. Tem He MeHee, TIIpu
WHKYOAllMM UMMYHOKOMIIETEHTHBIX KJIETOK B Cpelie,
conmepxareit 10 MKr/MJI TOKCMHA, €T0 MUATOT€HHbBII
MOTEHIMA MOJHOCTbIO HUBEJIUPYETCS, UTO CBSI3bI-
BalOT ¢ pa3BuTUEM 3P deKkTa MHAKTUBALIMU OEJIKOBO-
ro cuHTe3a (Ennamany et al., 1998). B MmoHOHYKIIEap-
HBIX KJIETOUHBIX KYJIbTypaX ONTHMaJbHbIe MUTOT€H-
Hble 103bl OoJiecaTMHA BHI3BIBAIOT BHICBOOOXIEHUE
NJI-10 u -1P, NJI-2, KOHIIEHTPAMK KOTOPBIX Tpe-
BBILIAIOT KOHTPOJIbHBIE MTOKAa3aTeU K 72 4 HabJto1e-
Huii B cpeaHeM B 10 pas (Licastro et al., 1993). B pam-
Kax MuToreHHoro 3@ dekra, momumo MJI-2, 6oieca-
TUH  HampssIMyld U OMNOCpPeIOBaHHO,  uepes
BBICBOOOXIIEHIE MHO3UTOJITpUPOCchaTa, aKTUBUPY-
et niporenHknHazy C — PKC (protein kinase C).
BHyTpuzkenynouyHoe BBelleHUE TOKCHMHA TPhI3yHaM B
nmo3ax 100 u 200 MKT/KT IIPUBOOUT K IPUPOCTY AKTUB-
HOCTHU LIUTO30JIBHBIX KMHA3 B 5.9 1 6.2 pa3a cooTBeT-
ctBeHHO. Ha 3TOM (hoHEe y XKMBOTHBIX HaOJIOJAIOT
TUMEPEPTUUECKYI0 PeaKIIMI0 CO CTOPOHBI MapKepoB
CHUCTeMHOIo BocranuTeabHoro ortBeta (Licastro
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et al., 1993; Ennamany et al., 1995a,b). I1nasmMmeHHbIM
KoHieHTparusm WJI-1p, koTopble aHaIOTMYHBI T10-
JIydeHHBIM B Xxoae cepum wmcciaenoBanmii (Licastro
et al., 1993), y KpOJIMKOB COITyTCTBYET COCTOSIHUE TIe-
pepacIpeIeIUTeIbHOTO III0KAa, COIIPOBOXIAEMOIO
HapylIeHNeM OOCTaBKU KHUCIOpOJa W YTUIM3alUu
ero TKaHsIMHU, a TakKxKe rumnorepdysueiil mocaeaHux
(Matsuyama et al., 2014).

B monrBepXneHUE NepeUMCICHHBIM B3KCIEpU-
MEHTAJIbHBIM HCclienoBaHusIM onmcanbl  (Merlet
etal., 2012) 7 HeneTadbHBIX CIy4aeB MMMYHOpEaK-
TUBHOTO COCTOSTHUSI mociie moTpebieHusi Pybpobo-
JIeTa caTaHMHCKOTO (R. satanas). B teueHue 24 9 ot
Havyajia MHTOKCUKaIlMY KOHIIEHTpaLMsI IIPOKaIbIIM-
TOHMHA B TUIa3Me KPOBUY MOPaXKEHHBIX COCTABJIsIIA B
cpenHeM 25.4 HI/MJI, DOCTHIasi y OMHOIO ITOCTpa-
nasiiero 49 Hr/mi. [TpoKaJbLIMTOHWH MIPEACTABISICT
coboil cnelunduueckrii, YyBCTBUTEIbHBIN U IIIUPOKO
MPUMEHSIEMbIIi MapKep KIMHWUYECKON IMarHOCTUKU
cercuca, a ero KOHILEHTpaluM B IUla3Me KpoBU Oosiee
10 HT/MJ1, KaK MpaBUJIO, YKa3bIBalOT Ha TsIXKeJoe Te-
YyeH1e MHOXECTBEHHOI OpraHHOM AUC(hYHKIIUHN, CO-
MpoBOXKIacMoi IIToKoM. B cBs13u ¢ HabmoneHnem 2011 .
TUTIEPITPOKAILLIMTOHMHEMUYECKII CUHIPOM BBIIEIISI-
1ot (White et al., 2019) B oTaeIbHYIO HO30JIOTUYECKYIO
¢dopMy cpeau MULIETU3MOB, KOTOpasi IIpeacTaBiIsieT
OIHY U3 PEIKUX IIPUYVH MOBBIIICHUS JaHHOTO Map-
Kepa HeMH(EKIIMOHHOM 3TUOJIOTHUH.

M3BecTHBI JIEKTUHBI MaKpOMMIIETOB, KOTOpbIE
MOTYT OKa3blBaTb MMMYHOCYIIPECCUBHOE JIEUCTBUE.
Tax, nektun 42.0 x/la IlaMnmuHbOHA OBYCIIOPOBOTO
(Agaricus bisporus (J.E. Lange) Imbach) nonasnser ak-
tuBaumio T- u B-mmMmdonmros, a TML-1 1 TML-2 —
JIeKTUHBbI PsiioBKU MoOHTONBCKOM (TFicholoma mongoli-
cum S. Imai) — CHIKAIOT YHUCJICHHOCTb WX HOITYJISILIIA
(Wang et al., 1995). Bmecte ¢ Tem cpeau nephoprHOB
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ONMCaH 3aBUCHUMBIN OT Kacnasbl 1 3 deKkT akThBa-
LIMY MHMIaMMacoM, KOTOPhIE Yepe3 KOMILJIEKC IPO-
MEXXYTOYHBIX MYyTeil MHAYLUPYIOT THOEIh Makpoda-
roB 1 HeTpoduoB (Bonfini, Buchon, 2016).

IIpomeasot

IIpoteonutuyeckue (GepMeHThI, TaKXKe M3BECT-
Hble KaK MpoTeasbl, MPOTeMHAa3bl U MENTUIAa3bl, MPU-
CYTCTBYIOT BO BCEX OpraHu3Max. B miomoBbIx Tejax
MaKpOMMIIETOB OHU BBITIOJHSIIOT KaK 3HIOT¢HHBIE,
TaK U DK30TreHHble (yHKUMU. I MaKpOMUIIETOB
MoKa3aHa TeCHasl CBSI3b MEXIy BUIOM CEKpeTUpye-
MBIX UMH TIPOTEMHA3 U TPOPUUYECKUM TUIIOM ITHUX
rpu6oB ([deHucona, 2009). CuutatoT, 4To Hauboee
COBEPIIEHHBbIE TPOTEOJUTUUYECKUE MEXAHU3MBI Xa-
paKTEepHBI 1151 ApeBOpa3pyIIAIONIIX MAKPOMULICTOB,
U3 KOTOPbIX HAaUOOJIbIIIEr0 BHUMAHUSI C TOYKHU 3pe-
HAS (apMaKOJIOTUIECKON OMOTEXHOJOTUN OB
YIOCTOE€HBI METAJLJIO- U cepuHOBBIE TTpoTeasnl (Kyma-
psiBLieBa u ap., 2008).

Kak mokasbIiBaloT MHOTOUYMCJICHHBIE UCCIeIOBa-
HUS$I, BHEKJIETOUHBbIE TpoTeas3bl KCUIOTPO(OB U ca-
npodUTOB JTUTHOTPOMHON TPYINILI HAIIpaBJICHBI Ha
pa3pyllieHWe IPEeBECUHbI U MPEACTaBISIOT C 3BOJIIO-
LIMOHHOM TOYKU 3peHUsI JOBOJIbHO Pa3BUThIN (hepMeH-
TaTUBHBIN amnmapar (Sabotic€ et al., 2015). HekoTopsie 13
HUX, HallpUMep CYOTWIM3WHO- 1 TPUITICUHOITIOAOOHBIE
MpoTeasbl, pacCCMaTPUBAIOT KaK (paKTopbl MaTOreHHO-
CTU TPUOOB B OTHOULIEHUHN PACTEHUIA, TO €CTb UX MPU-
CYTCTBHME MOXET yKa3blBaThb HA CIIOCOOHOCTb MaKpO-
MUIIETa XKUTh U Pa3MHOXKAThCsl Ha XKMBOI TKAHU pac-
TEHUSI-XO35IMHA, TTIOCTENEHHO pa3pyias ee. BMmecte ¢
TeM I10JIaraloT, YTO MpOTea3bl MaKPOMMIIETOB, IO-
JIOOHO TIPOTEOJIMTUYECKUM TOKCHMHAM MUMKpOOpra-
HM3MOB, CLIOCOOHBI MpPU TONAaJaHUU B KJIETKU XHU-
BOTHBIX OPraHU3MOB cHelUdUIecKn obecrieunBaTh
Jlerpajalio peryjsiTOpHbIX OEJIKOB, KOHTPOJUPYIO-
X OTBET Ha TETIOBOM MOK, SOS-1IyTh penapaiumn
AJHK wu mnporpaMMupyeMoil KIJIETOYHOU TuOeau
(KynpsiBuesa u ap., 2008), a Takke ITyTeM aKTUBalLl
IUIa3MUHOTEHA OMNOCPeaoBaTh JIU3UC KPOBSHOTO
cryctka ([denucona, 2009).

BHumaHue wuccienoBatesieii mpuBJIEKaeT CIHO-
COOHOCTh TIpOTE€a3 MaKpPOMMIIETOB K THUIPOIU3IY
Iuia3MuHoreHa u ¢gubpuHa miaekonuraromux. [lo-
JTOOHAasl aKTUBHOCTh BOCTpeOOBaHa B MEIUIIMHCKOM
MpakKTUKe B JICUCHUU TPOMOOTUUECKUX OCJIOXKHE-
HU, U B X0/ie KIMHUYECKOTO pellieHUsI 3TOI 3a7auu
yXe MPOAOIKUTEbHOE BpEMSI MCMOJb3YIOT CTpEeIl-
TOKMHA3y — TOKCUH TeMOJIMTUYECKOrO CTPEITO-
KOKKa — 1 aHaJIoTrnuHble eii 6esKu. CriocoOHOCTb K
OMOCHHTE3yY MaKpOMHUIIETAMHU IPOTEMHOB (puOpuM-
HO- U TPOMOOJMTUYECKOTO NEeNCTBUSI BIIEPBbIC ObLIa
rmokasaHa Ha Mpumepe mnporea3d OreHKa 3UMHEro
(F. velutipes) (®anuna u 1p., 1978).

HecMmoTpst Ha HamM4ue OCHOBOMOJATAIOIIUX pa-
00T, IO KOHIIA ABAIIIaTOTO CTOJIETUSI MMOogoOHas ak-
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TUBHOCTh CpPeOUd TMPOTEOIUTUUYECKUX (HEPMEHTOB
BBICIINX TpUOOB oOCTaBajach IIPAKTUYSCKU HE
n3ydyeHHou. ['pyImoii oTe4ecTBEHHBIX UCCIIEA0BaTE-
JIEi IyTeM OLIEHKHU 3KCTPaKTOB 0K010 400 BUIOB BhI-
SIBJICH CIIMUCOK TPUOOB, MPOAYLIMPYIOIIUX CyOCTpaTC-
neuuduuHbie K GUOpUHY M TPOMOMHY ITpOTeasHl,
CHMZKAIOIIME CBEPThIBAEMOCTb KPOBU M YCKOPSIIOIIIE
JIM3UC cocymucThix TpoM0OoB (HeHucona, 2009). Kpo-
M€ 3TOro, B PELIEHUM aKTyaJIbHOM MIpoOJieMbl UMU
OBLIN IIPEeIJIOXKEHEI JIJAOOPAaTOPHLIE PErIaMEHTHI I10-
JIydyeHUsT (pUOPUMHOIUTUYECKUX IIpeIapaToB U3 IIIy-
OUHHBIX KYJbTYp U IUIONOBBIX TeJl HaBO3HUKOB my-
muctoro (Coprinus lagopides P. Karst) u noMmaliiHero
(Coprinus domesticus (Bolton) Gray). IlpenioxeH-
HBII CIIOCOO ITO3BOJISIET 3KCTPArupoBaTh U3 ILIOIO-
BoIx Tesl C. lagopides dubpuHOMM3uH ¢ BbixomoMm 3.0
MI/KT U yaenbHoi akTuBHOCTBIO 50—100 En/mr. Ha
MOJACIN WHAYLIMPOBAHHOIO TpOoMOO3a OelIpeHHOI
apTepuu KpbIC MOKa3aHO, YTO TpoMOO- 1 (pudprHO-
JuTudeckuii 3 dexTol npoTea3sl HaBo3HuKka myim-
CTOTO BO3HUKAIOT IIpU €€ BBeAeHUHU B 103¢e 0.5 Mr/KT,
B TO BpeMsI KaK 2.5 MI'/KT II03BOJISIET B TEUEHUE CYTOK
BOCCTaHABJIMBaTh HapyIIeHHBIII KPOBOTOK COCYIOB
KOHeyHOoCcTH Ha 93% ot ucxomHoro yposHs (Illam-
LsTH U ap., 2011).

Ha monensx in vitro paccmarpuBaroT ([deHucoBa,
2009) TeparieBTUYECKMI MOTEHIIUA IPOTECOJIUTHUYC-
ckux ¢depmeHTOB XjopoduuiioMa CBUHIIOBOTO
(Chlorophyllum molybdites (G. Mey.) Massee = Lepio-
ta morganii Peck). I'pub u3BecTeH CBOMMU TOKCHY-
HBIMU CBOMCTBAaMM, KOTOPBIE CBSI3BIBAIOT C MOJIMO-
n0UUIM3NHOM — Zn%"-3aBUCUMOIl TpoTeas30il Mac-
coii 23.0 xJla. Murokcukaumu C. molybdites, xak
TIPaBUJIO, ACCOLIMMPOBAHBI C JKeJTYTOTHO-KUTIETHBIMHU
paccTpoiicTBaMi, HapyIIEHWSIMU CBepTHIBAIONICH
CHCTEMBI KPOBH U cHCTeMHOIT Baszoruterneit (Eilers,
Nelson, 1974).

Monubaopuinuszun npu pH = 7.0 coxpaHsieT ak-
THUBHOCTb TIpM TeMrepaTypax g0 60°C, Tepsis ee mpu
100°C B Tteyenue 20 mMuH. BHyTpMBEHHasl TOKCHUY-
HOCTh JIMorIn3ara MOoguoa1oGMIUIM3MHA TSI CO-
0ak BapbupyeT B auarnazone JI/15, = 78—84 mr/kr (Ei-
lers, Nelson, 1974). Kak 1 B KIIMHAYECKUX HAOIIONCHM -
SIX, B YCJIOBUSIX 9KCIIEPUMEHTAbHOTO UCCIeIOBAHUS
BBEJIEHHBIII BHYTPUBEHHO J0 U MOCJe HOpaJApeHaIH -
Ha OH OKa3bIBaeT BbIPAXKEHHBIN TMITOTEH3UBHBIN 3¢h-
dext (Yamada et al., 2012). DTo MOXHO paclieHUBaTh
WUCKJIIOUMTESIbHO KaK TMpOsIBJIEHUE Ol;-00paTHOTO
aronmn3Ma (Yamada et al., 2012) 1 oTBepraTh BO3MOXK-
HOCTb APYTMX MEXaHU3MOB BIIMSIHUSI MOJIMOI0DIII-
JIM3MHA Ha CUCTEMHOE COCYIWCTOE COMPOTUBIICHUE.
Ho nono6HbIe BEIBOIBI AUCKYTUPYEMBI B CBSI3U C He-
OKOHYATEJbHO OXapaKTepU30BaHHOUW aKTMBHOCTHIO
depmeHTa.
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SAKJTIOYEHHUE

IMoxBoast nTorn pacCMOTPEHUSI TOKCUHOB MaKpo-
MUIIETOB CO CTPYKTYPOil BBICOKOMOJEKYISIPHBIX
GEJIKOB, MOXHO OTMETUTh, YTO JaHHBIN 0030p TIpe-
CTaBJIsIeT IPAKTUYECKH TIEPBYIO TTOITBITKY OOOOIINTH
1 CUCTEMHO IPOAaHAJIM3UPOBATh UX SIAOBUThIE CBOIi-
CTBa. AHAJIN3 JIUTEPATypPhl CBUIETEIBCTBYET O TOM,
YTO BEICOKOMOJIEKYJISIPHBIE OETKOBbIE TOKCUHBI TPH-
0OB M3YyYaloT, €CJIM BO3MOXXHA MEPCIEKTUBA MX UC-
MOJIb30BAHUSI B OMOTEXHOJOTUM W MEIULIMHCKO
MpakTUKe JTUOO UX TIPOAYLEHTHl OTHOCITCS K MO-
JIEIbHBIM OpraHu3MaM I M3ydeHUsl OuoJiorude-
CKOI1 poJIu CUHTE3UPYEMBIX MU (hbepMeHTOB. B 310i1
CBSI3M HEOOXOOMMO 3aMETUTh, YTO HEPEOKO ITOJy-
YeHHBIE B XO¢ UCCISIOBAaHUI TaHHbIE MOTYT Ka3aTh-
CS HEIOCTATOYHBIMU JJISI CTPOTOrO0 OTHECEHUS SIIO-
BUTOrO 0GejiIKa K TOMY WJIM MHOMY KJIacCy TOKCUHOB.
HecMoTpst Ha HEKOTOphIe NPOBEACHHBIC ITapajljie/iv
C aHAJIOTUYHBIMY WIN O0Jiee U3BECTHBIMU COSIUHE-
HUSIMU, TPOAYLUUPYEMBIMU IIPEICTABUTEISIMU IPY-
IrMX 1IapCTB, KpacyrojJbHbBIM KaMHEM B ITOHMMaHUU
TOKCUHOB MaKpPOMMIIETOB OCTaeTCsI OTCYTCTBUE WUX
COOCTBEHHOM CHCTeMaTU3alIUH.

Jo HacTosiiero BpeMeHU SIIOBUThHIC OEJIKU KC-
cJIefOBaHbl Cpeay HeOObIION YacTu BUAOB OTPOM-
HOTO pa3HOOOpa3usi TaKCOHOB UM 3KOJIOTMYECKUX
IPYIII BBICIINUX rpuOOB. BMecTe ¢ TeM BBUIY pa3ind-
HOI MPaKTUYECKOM 3HAUMMOCTHA OHU U3YyYEHEI B HE-
OIVMHAKOBOM cTernieHu. Tak, B OTJIUYME OT JOCTATOU-
HO TIOJTHO OXapaKTepH30BAaHHOTO TOKCHYECKOTO
Ipoliecca, IIPOBOLIMPYEMOro STePOJIM3NHAMU, B TaH-
HBIII MOMEHT TIPEAINIPUHSITHI JIUIIb ¢IUHUYHBIE T10-
MIBITKK 110 BBISIBJICHUIO CPeIy TPUOOB MPOIYIIEHTOB
TOKCUHOB, BIUSIOIINX HA BTOPUYHBIEC MECCEHIKEPHI.
3a 1ocienHee BpeMsi MTHCTPYMEHTBI MOJIEKYJIIPHOTO
W KJIETOYHOTO aHaJn3a MPEeIOCTaBUJIM HOBBIE BO3-
MOXHOCTHU B X U3yUEHUU.

HecomHeHHO, 4TO MccaenoBaHMs B HAIIPaBJICHUU
JeTaIu3alu SIAOBUTHIX CBOMCTB BBICIIMX TPUOOB
aKTyaJbHbl U IPUBJIEKAIOT BCe 0OJIbllie BHUMAHUS, a
OTBEThl HAa MHOTHUE U3 3TUX BOMPOCOB OYIyT MoTyye-
HBI yX€ B OJIM>KaMIIEM OyayIeM.

KOH®JIMKT MHTEPECOB

ABTOpI)I 3a4BJIAI0T, YTO Y HUX HET KOH(I)J'[I/IKTa MHTEPECOB.

COBJIIIOJEHUE OTUYECKUNX CTAHIAPTOB

Hacrostimast cratbst He COOCPXKHUT KaKnX-I100 uccie-
JNIOBaHUM C yyactuem JII0NIeii U XKUBOTHBIX B KQUeCTBE 00b-
C€KTOB U3YUYCHMUA.
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In continuation of the discussion of higher fungi’s toxins, their poisonous high-molecular-weight proteins are
considered. Toxins of this structure are relevant for research as compounds that can lead to intoxication in
humans. They are used as tools in biotechnology, and are also being studied as promising medicines. How-
ever, from the point of view of toxinology, the poisonous proteins of macromycetes are insufficiently charac-
terized. According to the General concepts of toxins, the basic principles of their structure are considered.
The mechanisms of action implemented by perforins, amino oxidases, ribonucleases, activators of secondary
messengers, immunotoxins and toxic proteases of macromycetes are analyzed. Data on the biological activity
of their catalytic sites are summarized. Using the examples of aegerolysins, fly agaric perforins, volvatoxin,
VVL-Iectin and bolesatin, modern concepts of their toxicity at the levels from molecular to organismal are
revealed. It is concluded that further study of the distribution of high-molecular protein toxins will bring clos-
er understanding of their biological role in the fruit bodies of macromycetes, and the study of more detailed
mechanisms of the toxic process — to systematize them.

Keywords: higher fungi, toxins, proteins, perforins, amino oxidases, protein synthesis inhibitors, immunotox-
ins, proteases, poisoning
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OmnpeneneHrue COOTHOIICHUS CBSI3aHHON M CBOOOAHOI BOMABI B TKAHSIX PACTEHUSI — OIUH U3 CIIOCOOOB
OLIEHKY (byHKIIMOHAJIBHOTO COCTOSTHUSI pacTeHMsI. [T m3MepeHusT KoJndecTBa (hpaKinii BOABI B XKUBBIX
TKaHSIX UCHOJIB3YIOT METOIbI, OCHOBAaHHbIC Ha Pa3JIMYHbBIX (PU3UUYECKUX CBOMCTBAX CBOOOIHON U CBSI3aH-
HOI1 Bombl. I3BECTHO, UTO KOJIMYECTBO CBSI3aHHOM BOJBI B TKAHSIX 3aBUCUT OT KOHILIEHTPAIIUY B HUX TUIPO-
dunbHBIX coenquHeHuit. Llenp HacTosIIel pabOTHI 3aKi0o4aiach B CPABHEHUN METOa BBICYIIIMBAHUS Hal
BOJOOTHHMAIOIINM areHTOM M MeTona nuddepeHIIMaTbHOM CKaHUPYIOIIe it KaTOpUMETPUH IS OTIpeaeie-
HUs GpaKLMit CBI3aHHON 1 CBOOOIHOI BOIBI B TKAHSIX C PA3IMYHBIM OCMOTUYECKUM AaBiicHueM. OObeK-
TaMU WCCJICIOBAaHUS SIBJISIIMCH TTApEHXMMa U3 CepALIeBUHBI KIYOHS KapTodelsss U cpeaHssT 4acTh JIUCTa
MPOPOCTKA MIIEHUIBI. Pe3ynbTaT MpoOBeASHHOIO CPaBHEHUS BBISIBUJI PsII OTPAaHUYEHUN TSI KaXKI0ro U3
MetonoB. [Ipy UCTIOIb30BaHUM METOIa BHICYIIIMBAHYS HAll TATPOCKOITMYHBIMM CpelaMU HEOOXOIUMO YUH-
ThIBaTh KaK KOHILICHTPAIIUIO OCMOJIMTOB B LIMTOIJIa3Me KJIETOK, TaK U CHIDKeHHUE (PU3MYECKO MpoHUIIae-
MOCTH TIOJICBIXaIOIel TKaHU IJIs TapoB Boabl. HanboJee moTHO OlleHUTh KOJIMYEeCTBO CBOOOIHOM U CBS-
3aHHOM BOABI B TKAHSIX PACTEHUIA TTO3BOJISIET METOL MPOMOpaXKMBaHUsI Ha AU depeHIIMaTbHOM CKaHUPY-
IollIeM KaJJOpUMETpe, OMHAKO 3TOT METOI CJIEAYET OCTOPOXKHO MCITOIB30BaTh MPU M3YYEHUU TKaHEM ¢
BBICOKUM COZIEpXXKaHUEM MOJIEKYJI, COPOUPYIOIIUX BOY.

Knroueswie crosa: cBobomHast BOJIa, CBI3aHHAas BOJA, BOIOOTHUMAIOIIUNA areHT, OCMOTUYECKOE JaBJICHUE,

nuddepeHIaIbHasI CKaHUPYIOIAs KaJTOPUMETPHUSI
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BBEJEHUWE

Bona sBisiercss HeopraHM4eCKMM OMHApHBIM CO-
enMHeHUEM. biaromapsi cMeIIeHMI0 aTOMOB KMCJIO-
polia, MOJIeKyJla BOIBI SIBJISICTCS ITOJISIPHOI M TIpe-
cTaBIIsIeT co0oit auItonb. Boga — 3To XUOKOCTh, HE
MMeEIOIIAasl BKyca 1 3amaxa, B 3aBUCUMOCTH OT YCJIO-
BUiI OHA MOXET HaXOJIUThCS B TPEX arperaTHbIX CO-
cTogHUSX. B pacteHusx Boma cocrasisieT 1o 90%
Macchl. OTITMMaIbHOE MPOXOXKICHUE BceX (PU3MOIIO-
TMYECKUX IIPOLIECCOB B PACTEHUSIX BO3MOKHO TOJILKO
OpU JOCTaTOYHOM BogoobecrieyeHUr. BomHbIN 06-
MEH SIBJISIETCSI COCTABJISIIONIE OOMEHa BEIEeCTB B
LUTOIUIa3Me KiIeTKU (Asekcees, 1969). be3 Boabl He-
BO3MOXHO IIPOHUKHOBEHME BEIIECTB B KJICTKY U BbI-
XOJI M3 Hee, OHa IIPMHUMAaEeT HeMOCPEACTBEHHOE yJa-
CTHE B POCTE U yBeJIMYeHUM Macchl pacteHus. Il1o-
CTYIUICHHE BOABI B pacTeHME U €€ pacxod TOYHO
PETYIUPYIOTCS, 9TO (POpMUPYET BOTHBIN OaJlaHC pac-
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TeHUs1. B TKaHSIX pacTeHUii pacripenelieHUe BOIbI
KpaiiHe HepaBHOMeEpHOE, O0JIbIIIast YaCTh BOALI HAXO-
JIUTCSI B MPOTOIIACTE KJIETKU, oKoio 10% nermoHupo-
BaHO B KJIETOYHOI cTeHKe (Pu3nosorus u OUOXU-
musl..., 2000). Heobxonumo 1o6aBUTh, UTO OBOOHEH-
HOCTb TKaHeil pacTeHUil — BeJIMYMHA HETTOCTOSTHHAS,
U3MEHSIOIIAsICS ¢ TEYSHUEM BPEMEHU U IO, IS CTBU-
eM (PaKTOPOB Cpe/Ibl.

B XuBBIX TKaHSIX Boma TakxKe HAXOMUTCS B TPeX
cocTtossHUsIX: 1) cBoObomHast Boaa (Boga ¢ HEM3MEHEH-
HBIMUA (DU3UKO-XMMUYCCKMMU CBOMCTBaAMU), IIPU-
CYTCTBYIOIIIAsl IJIaBHBIM 00pa3oM B MEXKJIETOYHOM
MPOCTPAHCTBE; 2) cJIabo CBs3aHHasl, TaK Ha3blBae-
Masi, Mexda3Hasi Bojaa (MHTepCTULIMAaIbHAasl), BOIa U3
BHEITHUX CJIOEB TOJICTOI THUAPATHOM OOOJOUYKH
MOHOB WM MaKpOMOJIEKYJ; 3) CUJIbHO CBSI3aHHAsT —
9TO BOJIa, CBsI3aHHAs B IIepPBOIi TUIPaTHOM 000104YKe
win BKIodyeHHas B muliesuibl (Nishioka et al., 1984;
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Hatakeyama et al., 1987). Kaxmas u3 ¢oopm Bombl xa-
pakTepu3yeTcsl  ONpeaeeHHbIMU  (PU3NIESCKUMU
cBoiictBaMu U pyHKIMsIMu. CBOOOIHAS BoJa — Hau-
OoJiee TToaBYKHAS (ppaKIIvsI, HAXOOAUTCS MEKIY THI-
paTUPOBAaHHBIMY MOHAMM U KOJIJIOMAAMU, IIaBHBIM
o0pa3oM ydacTByeT B IIpolleccax “mepeHoca” Be-
mectB. OcTtaBinmecs aBe (PpakIIUMd BOIBLI CIIabo M
CUJIBHO CBSI3aHHOII BOMBI SIBJISIFOTCSI HAMMEHEE I10-
IBYKHBIMU. CYMTaeTCsl, 4TO CBSI3aHHAsI BOJA HE MO-
XKeT OBITh OTHSTA M3 TKAaHEU IIPpU 3aMOPaXKMBAHUU U
SIBASAThCSI pacTBoputesieM (Makcumos, 1944). YHu-
KaJIbHOE CTPOEHME MOJIEKYJIbI BOJIBI IIO3BOJISIET 00pa-
30BBIBaTh CBSI3U HE TOJILKO C MIOHAMU, HO Y KPYITHBI-
MU OMOJIOTMYECKMMM MOJIEKYJIaMU, ITOIIepXKUBas,
TeM CaMBIM, X CTPYKTYpy. M3BeCcTHO, YTO OHA MO-
JIeKyJa 6enka MoxXeT cBs13ath oT 850 no 1000 Momekyn
BOJIbI, 2 MOJICKYJIa LIEJUTIOJIO3BI a0COpOMpPYeET Ha cede 10
Tpex Moseit Boabl (Hekpacos, 1973; Nakamura et al.,
1981; Hatakeyama et al., 1987; Papoian et al., 2004).

Baxxnoe 3HaueHume Ijisi OMOJIOTMYECKUX CHUCTEM
UMeEeT COOTHolleHUe (pakKiMili CBOOOIHONW U CBSI-
3aHHOM Boabl. CBOMCTBA BHYTPUKJIECTOUYHOU BOIbI
BJIMSIIOT Ha acCOLMALIAIO0 U IUCCOLMALINIO IIUTOCKE-
netHbix cTpykTyp (Clegg, 1984). MHTEeHCHMBHOCTH
MpoTeKaHUs (PU3NOJTOTNIECKUX MPOLIECCOB B PACTU-
TEJIbHBIX TKAHSIX 3aBUCUT OT KOJIMYECTBA CBOOOIHOM
BOJBI, a C COMIEPKaHUEM CBSI3aHHOI BOIBI KOPPEI-
pyeT YyCTOMUYMBOCTh paCTeHUM K ASHCTBUIO HebIaro-
npusTHbIX hakTopoB (I'yces, 1974; TapabpuH, 1980).
OIHUM 13 BaxKHBIX CBOMCTB BOIBI SIBISIETCS CIIOCO0-
HOCTb K TIepeoXJIakaeHUIO, TO €CTh CIIOCOOHOCTD 3a-
Mep3arth IIpu Temneparype Himke 0°C. D10 sIBIeHUE
OTMEUEeHO MHOTMMHM HccaegoBaTesisiMu  (Simatos
et al., 1974; Gliguem et al., 2009; Tomaszewska-Gras,
2012). CnocoOGHOCTh BOABI HAXOIUThCS B IepeoXyia-
XKIEHHOM COCTOSITHUM UMeET 0cO00€ 3HaUeHME B IIPO-
1iecce TMOJATOTOBKM pacTeHUsI K HeOJIaronpusiTHOMY
3uMHeMY Iepuony. Ellle 1o Havyajga ce30HHOTO CHU-
XKEHUS TeMIIepaTyphl B TKAHSIX MEPUCTEMbI XBOMTHBIX
OTMEYaeTCsl TTOCTENEHHBIN BBIXOJ BOABI B MEXKKJIC-
TOYHOE IPOCTPAHCTBO, YTO CIIOCOOCTBYET MOCTEIICH-
HOMY 00€3BOXMBAHMIO KJIETOK. Y CTOMYMBOCTH BOIBI
K KpUCTaJUIM3aluU npu TeMitepatype Huke 0°C cy-
IIECTBEHHO YyBEJIIMYMBAET OMANa30H BPEeMEHU IS
IMOCTEIIEHHOTO 1 0€30I1aCHOr0 00€3BOXKMBAHMS KJIe-
TOK B TMpoliecce 3akKaJluBaHUS M (HOpMUPOBAHUS
KpuopesucreHTHoctTu (MupoHoB, JleBuH, 1985;
Amaynunosa u ap., 2007; MupoHos u ap., 2017).

g ompeneieHUsT CoaepsKaHUs BOObI B PacTH-
TeJIbHBIX TKAaHSIX JOCTATOYHO 3HATh Maccy oOpasia
JIO U IocJjie BhIcyInBaHus. 1 OLIeHKM KOoJInyecTBa
CBOOOMHOI 1 CBSI3aHHOW BOABI B PACTUTEILHBIX TKA-
HSIX UCITOJIB3YIOT psii MeTomoB. [1epBas rpyria MeTo-
JIOB OCHOBaHa Ha CBOMCTBE ITOIBMXXKHOCTHY BoIbl. He-
CBSI3aHHBIE MOJIEKYJIBI BOJBI OLICTPO ITePEeIBUTAIOTCS
10 TpagueHTy KOHILIeHTpauuu. biaromapss aTtomy
CBOICTBY KOJIMYECTBO CBOOOIHOI BOABI B PACTCHMSIX
BO3MOXHO OLICHUTh MPU BBICYIIMBAHUK O0Pa3LOB B
repMETUYHBIX COCYIaxX Haj BOIOOTHUMAIOLICH cpe-
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IO WV TIOTpy:Kasi TKAHU B TUTIEPTOHMYECKUM pac-
TBOp caxapodbl (HymaHckuii, 1948; ®dusuosiorus
CEJIbCKOXO3SIMCTBEHHBIX..., 1967; CyneiimaHoB, 1974;
Sxoser, 2011). Bropas rpyrina MeToqoB OCHOBaHAa Ha
dU3NYECKUX SIBICHUSIX, TPOSBISIOIINXCS TMPU 3a-
MEpP3aHWU BOAbI, U YTBEPXKIEHUU, YTO K KPUCTAJIU-
3allMM CIOCOOHA TOJIBKO CBOOOAHAs Boja (Pu3noiio-
I'Usl CEIbCKOXO3SIMCTBEHHBIX ..., 1967). IlepBblii u3
3TOil TpyINbl METOI OCHOBAH Ha U3MEPEHUU OO
CBOOOMHOI BOmbl ¢ moMollbio guisgtoMmerpa. CyThb
JTaHHOTO METOJa 3aKJI0YaeTcsl B OMpeaeICHUU M3-
MEHEeHUs1 o0beMa TKAaHU MpPU €€ 3aMOpaKUBaAHUU
(dusrosorust CeIbCKOXO3SIMUCTBEHHBIX ..., 1967,
Dpamyk, 1986; I'onba u op., 2008). Bropoii, MeHee
pacripocTpaHEeHHBI METOA OLEHKU KOJIMYEeCTBa
CBOOOJHOM M CBI3aHHOI BOABI B TKAHSIX, — KaJIOpU-
METPUYECKUI, B €r0 OCHOBE JIEXXUT OIIpeleIcHUe
KOJINYECTBA BBIAEISIEMOro Teria mpu (pa3oBoM Iie-
pexone Boma—uaen (TymanoB, 1940; ®dusuonorus
CENIbCKOXO3SMCTBEHHEBIX ..., 1967; Ciesla et al., 2004;
Einhorn-Stoll et al., 2012; Hatakeyama et al., 2013).
He crout 3a6b1BaTh 1 0 TAKOM METOAEC MCCJIEIOBA-
HUS, KaK siIepHO-MarHUTHBINA pe30HaHC, TTO3BOJISIIO-
WA JOCTATOYHO TOYHO MAEHTU(DULIMPOBATH (Ppak-
LIMM BOJIbI B pACTUTEILHBIX TKaHIX (?KoJIKeBUY 1 1p.,
1989; XoxnoBa, boukapena, 2009).

ConepxxaHue BOAbl M COOTHOIIIEHNE €€ (hpaKIIUii B
pacTeHUM He MOCTOSIHHBbI. MI3MeHeHue KOoJM4yecTBa
CBOOOJHOI M CBSI3aHHOI BOIbI 3aBHUCHUT, TJIABHBIM
00pa3oM, OT KOJIMYECTBAa COCOMHEHUIA C BBICOKOI
BOJIOYACPKUBAIOIIIECH CITOCOOHOCTBIO B KJIETKax M
TKaHsX. Tak, B KOHIIE BereTallMuOHHOTO Ieproaa 1 B
TeYeHHE OCEHM BHYTPM KJIETKU MOBBIIIAETCS KOH-
LIEHTpaLUsI OCMOJIUTOB: HU3KOMOJIEKYJISIPHBIX BO-
JIOPAaCTBOPUMBIX OEJIKOB, YIJIEBOIOB, aMHHOKINC-
JIOT, KOTOpPBIE CBS3BIBAIOT 3HAYUTEIBHOE KOJIMYE-
ctBo Bombl (PomanoBa, 1970; HekpacoB, 1973;
Muponos u 1p., 2001, 2006; Kimmmos, 2001; TpyHoBa,
2007; Slovakova et al., 2011). M3mMeHeHne KOTUIeCcTBA
BOJOPACTBOPUMBIX COCAMHEHUI B LIUTOIIa3Me Oe3-
YCJIOBHO CKAa3bIBaeTCSI Ha €€ OCMOTHMYECKOM HaBJie-
Huu. Kak ObUIO OTMEYEHO BBIIIIE, IIPY KOJIUIECTBEH-
HOM oTIpeae/ieHUN (ppaKiuii BOAbI B XKUBBIX TKaHSIX
WCIOJIB3YIOT METOAbI, OCHOBAaHHbIC Ha Pa3IMUHBIX
dusnIecKuxX IBIeHUSIX. Bo3HMKaeT 3aKOHOMEPHBII
BOMNpPOC: OYyIyT JIM COMOCTAaBUMBI Pe3yIbTaThl KOJIM-
YeCTBEHHOI'0 U3MepeHUs (PpaKIIMy BOABI, MOJTy4eH-
HbBIE METOAAaMM Ha OCHOBE Pa3jIMYHBIX (DU3MIECKUX
SIBJICHUM U HEOOXOAMMO JIU ITPU U3MEPEHUSIX YUUThI-
BaTh OCMOTHMYECKMIA IMTOTEHIIAA PACTUTEIbHBIX TKA-
Heu?

B Hacrostieit pabore IpuBeleHBI Pe3yabTaThl
CPaBHUTEJILHBIX UCCICIOBAHNI ONpeae/ICHUST KO-
YyecTBa CBOOOAHOM M CBSI3aHHOI BOJNIbI B PACTUTEb-
HBIX TKaHSIX C MCIIOJIb30BaHUEM METO/Ia BBICYIIIMBA-
HUSI HaJ BOJOOTHUMAIOIIMM areHTOM (KOHILIEHTPHU-
pOBaHHOI CEpHOI KHWCJIOTOW) W C HPUMEHEHUEM
MeTona auddepeHINaIbHON CKAHUPYIONIEil Kajlo-
pumerpuu (JCK). CpaBHUTeIbHOE HCCICIOBAHUE
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Puc. 1. Cxema NOATOTOBKM 3KCIEPUMEHTAILHOTO MaTtepuana. KiyoeHb KapTodels (a), BeIpe3aHHasl U pa3aesieHHasl LeH-
TpajibHasI YacTh 3aracarolieil mapeHXuMbl KIyOHs (0), UCIoJib3yemMasi B UBMEPEHUSIX YacTh TKaHU (B, T). [IlyHKTHpOM moka3a-

HbI IUHUM pa3pe3a.

METONOB MPOBOAMUIOCH Ha TKAHSIX C Pa3IMYHbIM OC-
MoTu4ecKuM gaBieHueM (P). JucriepcnoHHEBII aHA-
JIN3 U CTAaTUCTUYECKYIO 00pabOTKY pe3yabTaTOB MPO-
Bonwiu B cpene MS Excele, 3HauMMOCTb pazinyuii
OlLIEHMBAJIX C TIPUMEHEHUEM MHOTOPAHTOBOTO TeCcTa
HynkaHa. O6beM BBIOOPKHU IJIST KaXKA0OTO U3 BapUaH-
TOB, cocTaBfisi1: n = 10.

MATEPUAJIBI U METO/J bl

MatepuanaoM IIsT UCCIASAOBAHUS MOCTYXUIN 3a-
nacaroniasi mapeHxmuMma KiyoHsT Kaptodens Solanum
tuberosum L. 1 cpegHsIsI YacTh IIEPBOTO JIMCTA YEThI-
PEXITHEBHOTO MPOPOCTKA IIeHUNBI Triticum aes-
tivum L. OnpeneneHNUsI OCMOTHUYECKOTO JTaBJICHUS
KJIETOYHOTO COKa B MCCJIIEAYEMBIX TKaHSIX IIPOBOIM-
M TUIa3MaTHYecKUM MeTomoM mmo X. me Pdpusy
(BukTtopos, 1983). IIpuroroBieHHbIe 0Opa3bl TKa-
Heil TToMelajii B pacTBOP caxapo3bl C pa3jIMYHOIL
MaJIIpHOM Maccoil. MI30TOHMYeCKUM CUYUTAIU pac-
TBOP, B KOTOPOM Y KJIETOK TKaHeil Habtomacs ciaa-
OBIil YTOJIKOBBHII ILIa3MOJIM3. Pe3yibTaThl OLICHKU
OCMOTHYECKOIO TaBJIEHUS KJISTOYHOTO COKa B TKa-
HSIX OOBEKTOB MOKAa3ajiu, YTO YTrOJKOBBIN IJIa3MO-
JI3 B 3amacalolleii mapeHxmume KIyOHsI KapTodens
HaynmHajcsa nipu P > 24 atM, a B JIMCTE TIPOPOCTKA
MIIeHUIbl — mpu P> 11 atm.

Ilooeomoseka mamepuana 0as npoedeHuss U3MepeHUl
Koauuecmea césA3aHHOU U c60000HOI (hparKyuil 600b!

Ilepen HavyanoM m3MepeHUil KIyOHM KapTodes
OBLIM OYMIIIEHBI OT MEPUIAEPMBbI, OTMBITHI B IIPOTOY-
Hoit Boae. M3 LieHTpaJibHOM YacTU 3aracaroleii ma-
PEHXMMBbI KJIyOHS BbhIpe3aad KyOWKM C TpaHblo 1 cMm
(puc. 1). IToaroroBka K U3MEPEHUSIM JIMCTA MILIEHU-
LIbI 3aKJTI0YaIach B OTAEJICHUM €TO OT CEMSTHKM HETI0-
CPEACTBEHHO IIeped M3MepeHneM U yIaJleHUN BepX-
HEW U HUXKHEN 4acTU JIMCTA, B UBMEPEHUSIX UCIIOJb-
30BaJI CPEIHIOIO YaCTh JIMCTA.

Memoduka nposederus usmepeHuil Koiuvecmeaa
Cc80000HOIL U C8A3AHHOU B00bL C BbICYUUBAHUEM
HA0 80000MHUMAIOUWLUM A2EHIOM

IToaroroBaeHHBIN 3KCIIEpUMEHTAIbHbBIIA MaTEepU -
aJT B3BEIIIMBAIU U TIOMEIIAIN B CTEKJISTHHbIE OIOKCHI.
B xaxnprit 01oKc moMeInaan OOWH IpeaBapuTEIbHO

YCITEXY COBPEMEHHOM BUOJIOTUH

M3MEIbYCHHBIII 00Opa3ell 3altacaronieil ImepeHXUMbI
KJIyOHs1 KapTodeJist cbIpoit Maccoii okoJjio 600 Mr min
JIMCTa TIIEeHULBI ChIpoii Maccoit okosio 100 mr. s
OLIEHKM COoAepxKaHUsSI CBOOOIHOIT BOIbI, 0Opa3lbl B
OIOKCcax BHICYIIMBAJIM B 9KCUKATOPE Hal BOTOOTHU-
MalOIIMM areHTOM, B Ka4eCTBE KOTOPOTO MCITOIb30-
BaJli KOHILICHTPUPOBAaHHYIO CepHYyI0 Kuciaory. O0-
pa31Ibl BBIIEPKUBAINA B TEPMETUIHO 3aKPHITOM 3KCH -
KaTtope B TeueHue 24 4 npu temmneparype 20—25°C.
IMocne sKcno3uy 3KCIepUMEHTAIbHBINA MaTeprall
B3BEIIMBaJIX HNOBTOPHO. /111 OIlEHKN aOCOMIOTHOTO
collepXKaHus BOABI 00pas3lbl ITOMEIIAIM B CYLIMJIb-
HBII1 Kad 1 BEIASPKUBAINA X 10 IOCTOSTHHOI Mac-
col npu Temrnepatype 105°C. O6111y10 0BOZHEHHOCTD,
KOJIMYECTBO CBOOOIHOM U CBSI3aHHOM BOJIBI B TKAHSIX
oInpeaelIsIi COTJIacHO (hopMystaM:

m(H,0) = m —m,, (D
m(H,O cBoboa.) = m — m;, 2)
m(H,0cBs3.) = m(H,0) — m(H,OcBoboa.), (3)

rne m(H,0) — macca Bozbl, conepxalieics B pacTu-
TenbHbIX TKaHsax; m(H,O cBobom.) — Macca cBOOOIHOIA
Bonbl; m(H,O cBsi3.) — Macca CBSI3aHHOI BOABL; M; —
ChIpasi Macca pacTUTENIbHBIX TKaHEel ; m, — Macca pac-
TUTEJIbHBIX TKaHEel mocJiie BuicyluuBaHus npu 105°C;
M3 — Macca pacTUTENbHbBIX TKaHEe MocJie BbICYIIMBa-
HMS HaJ CEPHOM KMCJIOTOM.

IMTosydyeHHBIE KOJIMYECTBEHHbBIE 3HAUYEHUS (hpak-
Ui BOABI B TKAHSIX BhIPaXKaid B IOJISIX IO OTHOIIIE-
HUIO K 00IIIeMy CollepKaHMIo BoabI (Tabd. 1, 2).

Memoduka npoeedernus usmepeHuil KoAU4ecmea
Cc80000HOI U C8A3AHHOU 800bL C NPUMEHEHUEM
dughgepenyuanvHoll ckanupyoweil Kairopumempuu

M3mepeHust teMIiepaTypbl KpUCTa/UIA3aliy BOObI
B TKaHSX KapTodeas U JIUCTa IIISHUIBI TPOBOIIIN
MeToaoM nuddepeHIINaTIbHON CKaHUPYIOIICH Kalo-
pumerpun (JICK) Ha mpubope DSC-60 Shimadzu
(SImonust). IlonroroBieHHBII MaTepual B KOJMYe-
cTBe 0KOJ10 30 MI MOMeIaIi B aTIOMUHUEBBII KOH-
TeitHep 06beMOM 90 MM 1 OXJTAXKIAaJIM CO CKOPOCTBIO
1°C/muH ot +5 no —30°C. Ilepen usmepeHueM o0-
pa3lbl TKAaHW KIIyOHSI KapTodelsl MOIMOJHUTEIHLHO
M3MeIbYaJIu 10 pa3MepoB 2—3 MM (puc. 2).
ToM 141
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Ta6auna 1. OBOTHEHHOCTb, J10J1s1 CBOOOIHOI U CBSI3aHHOI BOJbI B TKAHSIX MapEHXUMBbI KITYyOHST KapTodes
OBOIHEHHOCTh, % CpobonaHas Boga, % Ces13aHHast Boaa, %
Cratuctuyeckue
napameTpbl CYHIKa Hall O TaHHBIM CyHIKa HaJ O TaHHBIM CyUIKa Hajl 0 IAaHHBIM
xoH1. H,SO, JICK koH1. H,SO, JICK koH1. H,SOy JOCK
CpenHee 3HaYeHHE 81.0 £ 1.1 83.0+ 1.2 7.6 £1.3 66.7 £ 2.9* 73.4 1.1 15.9 + 3.0%*
U OIIMoOKa
MuHUMYM 75.9 76.2 3.0 48.9 68.9 6.0
Makcumym 85.0 90.8 15.4 79.0 81.8 32.6
IIpumeuanue: * — paznuuus 3Ha4MMbI Ha ypoBHe p < 0.05. 3aech u B Tabi. 2 u 3.
Ta6aua 2. OBOAHEHHOCTD, JOJsI CBOOOIHOM M CBSI3aHHOM BOMIbI B TKAHSIX JIMCTA IIPOPOCTKA IMILIEHULIbI
OBOIHEHHOCTD, % CBobogHas Boaa, % Css3aHHas Boga, %
CraTtuctuueckue
rapameTphbl CyIllKa Ha/l KOHII. O JaHHBIM CyIlIKa HaJl KOHII. 110 JaHHBIM CyILKa HaJ 0 JAHHBIM
HzSO4 Z[CK H2504 HCK KOHII. H2$O4 Z[CK
CpenHee 3HaYeHUE 86.0 £ 0.1 84.6 + 0.4* 60.6 +2.0 71.3 + 1.1* 254+2.0 13.2 £ 1.0*
U olIMnOKa
MuHUMyM 84.9 82.5 52.8 66.7 10.9 6.5
Makcumym 86.5 86.9 74.0 76.0 33.2 17.5

TeMneparypy KpucTaJJIM3allui BOIBI OTpeaessi-
JIM 110 HavaJly ImrKa ¢azoBoro repexona (puc. 3). I1o-
cJie u3MepeHuit MaTepuall BeicyimiuBanu mpu 105°C
JI0 TIOCTOSIHHO# cyxoii Macchl. OBOJHEHHOCTD Olle-
HUBaiau coriacHo ¢opmyne (1). CBobomHyo BOmLy
OILIEHUBAJIM TI0 KOJWYECTBY BOINBI, ITpETEpIIeBIICH
¢a30BbIii epexoll, pacCCUMTAaHHOI C UCTIOJIb30BaHU-
eM Ko3a(pdummenTa yaeabHON TEIUIOTH KPUCTAIII-
3auuu 1pu ¢aszoBoM nepexone Boga—ien 330 JIx/T
(Ciesla et al., 2004; Tomaszewska-Gras, 2012), no
dopmyne:

m(3amep. Boael) = 330X Q, “4)

rae Q — TeruioBoil 3 deKT NMpu HyKJIealluu BOMBI,
mJIx; 330 — ymenpHas TeIUIOTa JbIOOOpa30BaHUS
IIJISI TIpeCHOM Boabl, MJIK/MT.

B HacrosIiee BpeMsT yCTaHOBJICHO, YTO B JMarna-
30He or 0 1o —16°C, a 1Mo HEKOTOPOM HAHHBIM MO
—20°C, B TKaHSIX pacTeHUI1 3aMep3aeT GpaKILs CBO-
OOJIHOI BOIBI, CBSI3aHHAas BOJa 3aMep3ajia mpu ooJjiee
Huskoit remneparype (bakpanze, 1983; MupoHoB
u np., 2001; Nowak et al., 2018). CymecTByromias
CBSI3b MEXIYy TeMIlepaTypoil 3aMep3aHusl BOAbI U

/
ey I N | _’@\ 2—-3 MM

(a) (B)

Puc. 2. Cxema MOATrOTOBKY 3KCIIEPUMEHTATIBHOTO MaTe-
pmana u3 KiyoHst Kaptodelns mist namepenus Ha JCK.
HcxonHblil 00beM TKaHU (a), TMHUU pa3ieIeHUsI UCXOMI -
Horo oO0beMa TKaHu (0), momelaemMasi B aIIOMUHUEBBIN
KOHTeliHep 4YacTh KJIyOoHs Kaptodens (B). IlyHKTMpom
MoKa3aHbl IMHWUU pa3pe3a.
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CBO0OOIOI NBUXKEHMSI MOJICKYJT BOIBI TI03BOJISIET IIPU-
MeHsITh Hu3koreMireparypayto JCK kak meronm Ko-
JIMYECTBEHHOI OLIEHKM (paKIMM BOABI B TKAaHSIX
pacTeHui.

PE3YJIbTATBI 1 OBCYXIEHHUE

Ilo HamMM maHHBIM CpemHss TeMIlepaTypa 3a-
Mep3aHMs BOABI B TKAaHSIX KIIYOHS KapTodenst co-
craBisuia —6.8 £ 0.2°C, B TKaHSIX JIMCTA MIIEHULBI —
—8.8 = 0.5°C. IlonydyeHHBIe 3HAYEHUS TEMITEPATypPhI
3aMep3aHusl BOAbI YKA3bIBAIOT HA TO, YTO (pa3oBbIit
rnepexoz IpeTepneBajia paKiys CBOOOTHOIM BOIEL.

CornacHo pe3yabTaTaM M3MEPEHU, OBOJIHEH-
HOCTb TKaHe#l KiIyOHsI KapTodeis 1 I1MCTa IIIEeHUIIHL,
OolleHMBaeMasl KakK pa3HHUIIa MEXIY CHIpOil U CyXOi
Maccoil ObUIM OJIU3KU IO 3HavYeHusiM (Tads. 1, 2).
PacnpeneneHue moyieil CBOOOOHOI U CBSI3aHHO BO-
JIbI T10 JAHHBIM METOIa CYIIIKY HaJl CEPHOI KMCIOTOMN
y ucciienyeMbIX o0pa3loB ObL10 pasnanuHo. ITapeH-
X1Ma KJ1yOHsI KapTodelis coaepKaiia 0Koyio 8% cBo-
6omHOi 1 73% cBI3aHHOI BOIIbI, 3 TKAHU JIUCTA MIIIe-
HUIIbI, HAIIPOTUB, COAEpXKaau OOJblle CBOOOIHON
BOJIBI — OKOJIO 60%, MOJIST CBSI3AHHOM BOIBI COCTaB-
nsna 25%.

Onenka MetonoM JICK He BBISIBUJIA CYIIECTBEH-
HBIX pa3IN4YUii B COOTHOIICHNH (DpaKIINiA BOIBI MEX-
Iy uccienyeMbiMu obpaszuamu. Copep:kaHuUe CBO-
6omHOI BOIBI B KIIyOHE KapTodes 6110 6omee 66%
a cBsI3aHHOM — oKoJio 16% (tabm. 1). Kasopumerpu-
YeCcKMe U3MepeHUs JIMCTa MIIeHUIbI TTOKa3aJIu, 4TO B
HEM coiepKajaoch okoio 71% cBobomHoii 1 13% cBsi-
3aHHOM BOIBI (TA0I. 2).

HeobxomuMo ckaszaTh, YTO MPOLECC UCIAPEHUS
BOJIbI, UMEIOLINIA (DU3NYECKYIO OCHOBY B XXUBBIX CU-
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DSC, mBT

4+ <« Temmeparypa
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Puc. 3. Tepmorpamma KpucTa/UIM3allii BOAbI B 00pasle.

cTemax, aBisieTcs HeqmHeHbIM. 1o Mepe yobutH Bo-
Ibl M3 3KMBBIX TKaHel BO3pacTacT KOHLIEHTpAaIMs
OCMOJIUTOB, YTO HEMUHYEMO NPUBOIUT K CHUKEHUIO
CKOPOCTH MOTEPHU BJard Ha YpOBHE KJIETKU, TKaHU,
opraHa. PacxoxneHue HaHHBIX, ITOJY4EHHBIX KaJlO-
PUMETPUYECKU U TIPU CYIIKE Hal CEPHOI KUCITOTOM,
MOXKET OBITh CBSI3aHO C pSIIOM (pbaKTOPOB, HAUMHAS C
BJIMSIHUSIT OCMOTHYECKOIO HaBJCHMS LIMTOILIA3MBbI
KJIETOK Ha CHIDKEHHE CKOPOCTU UCHAPEHUST BOMBI,
3aKaHuMBasi GopMHUPOBaAaHUEM “KOPKU”~ — CJIOSI BBI-
COXILIMX KJISTOK Ha ITOBEPXHOCTU TKaHEM, IPEeIsiT-
CTBYIOIIE MCIApeHUIO BOABI, VWUIM B LIEJIOM COKpa-
LIeHWE TUTOLIAAN UCTTapeHUS.

ITockonbKy pe3yabTaThl UBMEPEHU (hpaKIInii BO-
bl y TKaHEM KIIyOHsI KapTodes, MoaydaeMble METO-
JIOM CYIIKH, MOTYT 3aBHCETh OT BBIIIE OMMCAHHBIX
(akTOpOB, OLIEHKY CBSI3M MEXIYy OCMOTUYECKUM
JIaBJIECHMEM ILIMTOIUIa3Mbl KJIETOK M KOJMYECTBOM
CBSI3aHHOM BOJBI B TKAHSIX IPOBOAWIM HAa OCHOBA-
Huu metona JICK. Pe3ynbTaThl KaJIOpUMETPUUECKUX
M3MEPEHUI HE IT03BOJISIIOT OOHO3HAYHO CKa3aThb O
CYILIECTBOBAaHUN YETKOM CBSI3M MEXIYy OCMOTHYE-
CKUM JaBJIeHEeM U KOJMYECTBOM CBS3aHHOM BOIbI B
TKaHsIX pacTeHuii. Tak, Ipy OCMOTUYECKOM JIaBJIe-
HUM B KIIyOHe Kaptodensa P > 24 atMm coaepkaHue
CBSI3aHHOM BOJIBI COCTaBIsLIO 16%, B TO K€ BpeMs CO-
JepXKaHue CBSI3aHHOM BOIBI B JINCTE IIPOPOCTKA ITIIIe-
HMIIBI C OCMOTUYECKUM naBjieHuem P > 11 atm ObL1O
Bcero Ha 3% MeHbIIe.

JonoaTHUTENIbHO OBIIM MPOBENEHBI N3MEpPEHUS
KOJIMYECTBA BOAHBIX (hpaKIIMii B TKAHSIX KITyOHS Kap-
Tobesis M IUCTa MPOPOCTKA MINEHUILBI 0 U MOCIIe
CYLIKM HaJ CEpHOM KUCIIOTON C MCITOJIb30BaHUEM
metona ACK.

YCITEXY COBPEMEHHOM BUOJIOTUH

bbUlo ycTaHOBJIEHO, UTO MOCJIE CYTOK HaxoXie-
HMS TKaHeil KiIyOHs KapTodelsl B 3KCUKAaTOpe Hau
CEpPHOI KMCIIOTOM MX OBOJTHEHHOCTh CHU3WIACh B 1.3
pasa (Tabia. 3). YMeHbllleHe OBOJHEHHOCTU TKaHe
KJIYOHSI KapTo(esi ObLIO CBSI3aHO C YOBLJIBIO BOIBI
Kak 13 (ppakiuii cBOOOTHOM, TaK U3 (ppaKIIMU CBSI-
3aHHOI BOJbI. HeoO0X0mMMO OTMETHTE, YTO KOJIYE-
CTBO yOBIBIIEil cBsi3aHHOIT Bombl (0.5 Mr/Mr cyxoii
Macchl) IMOYTU HE YCTYIAJ0 KOJIWYECTBY YOBIBIICH
cBobomHo Bonbl (0.7 Mr/Mr cyxoit Macchl). MiHast 3a-
BUCUMOCTb TOTEPU BJIard BBISIBJIEHA y JIMCTA TIPO-
pocTtka mmueHuibl. HecMoTpss Ha yMeHBbIIIeHUEe OBOI-
HEHHOCTHU TKaHek ancTta B 1.5 pa3a, cCHIKeH1e ObLIO
BBI3BAaHO MCITAPEHUEM CBOOOIHOM BOAKI, B TO BPEMSI
KaK KOJMYECTBO CBSI3aHHOI BOJIbI 3HAUMMO HE U3Me-
HUJIOCh, a €€ OTHOIIIEHHE K O0IleMy BOAOCOaepKa-
HMIO BIOJHE 3aKOHOMEPHO BO3pocio (Tadi. 3).

BrisiBieHHOE M3MEHEHNE KOJIMYECTBa CBSI3aHHOM
BOIBI B KiIyOHE KapTodes IIOC/e €ro BRICYITMBAHUS
HaJl CEpHOM KMCJIOTOI, 110 HallleMy MHEHUIO, MOKET
OBITb OOYCJIOBJIGHO COAEpXKaHUEM 3HAYUTEIIHBHOTO
KOJIMYeCcTBa KpaxMasa, TMOpoduJIbHbIE TPYMbl KO-
TOPOTOo axcoporpyroT Boay. M3BecTHO, UTO COpOUpY-
eMBI€ B 3¢pHaX KpaxmaJjia MOJIEKYJIbI BOIbI HAXOISITCS
B TPEX COCTOSTHUSIX: CBOOOIHEBIE, IEPBUYHO aICOPOM-
pOBaHHbBIE (CUJIBHO CBSI3aHHBIE) U BTOPUUHO aJICOP-
OUpOBaHHBIE; TIPU 3TOM, J10JISI CBSI3aHHO BOJIbI B HA-
TUBHBIX 3epHaX KpaxMaja He 3aBUCUT OT CTEIIEHU UX
ruapatauuu (YrposoB u np., 2008; Bbenomonbsckas
u ap., 2012). MoxHo moJjaratb, YTo0 OOHApPYKEHHOE
metonoMm JICK pazHoe KOIU4eCcTBO CBSI3aHHOM BOJIBI
B TKaHSIX KJIyOHSI KapTodesisi B UCXOIHOM COCTOSTHUM
M TOCJIe CYLIKM Haa BOOOOTHUMAIOLIEH Cpeaoii, CBs-
3aHO C YOBUJIbIO BTOPUYHO CBSI3aHHOI BOIIBI M3 KOJI-
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Taomma 3. OBOOHEHHOCTD, HOJI CBOOOTHOM M CBSI3aHHOM BOIBI B TKAHSIX JIMCTA IIPOPOCTKA IMIIIEHUIILI U KIIyOHS Kap-
Todens (1o naHHbIM AU depeHIInaIbHON CKaHUPYIOIEH KaTOPpUMETPUN )

Kiy6enn kaptodenst JIVICT MImeHUIIBI
mr H,O/mr cyxoit
MaccChbl HCXOOHOE nocjie CyIKN Hall HCXOOHOE MOCJIE CYIUKHY Hall
COCTOSTHUE koHU. H,SO, COCTOSIHHE xoHu. H,SO,
OBOJHEHHOCTh 43102 3.1+£0.2% 6.5+0.9 4.2+ 0.9*
CBob6omHast Boia 3.6+0.2 2.9 £ 0.2* 5.81£0.8 3.3+ 0.6*
Casi3aHHas Bojia 0.7£0.1 0.2+0.1* 0.6+0.2 0.8+0.2

nounos. [To-BuauMoMy, B ITaHHOM CJIy4yae IMpUMEHe-
nue metona JJCK uMmeeT orpaHUde HUSI IIPU UCCIIEN0-
BaHUM: (DpaKLUM MOJIEKYJ] BOMbI, CTENEHb CBSI3U
KOTOPBIX ¢ CyOCTPATOM OJHOBPEMEHHO HE MTO3BOJISIET
UM BBICTpAMBaTh KPUCTAUIMYECKYIO PEIICTKY JIbIa
OpU TOHWXEHUM TeMIEpaTypbl, HO U HE MpernsiT-
CTBYET MX MEPEMEICHUIO BIOJIb TPaIeHTa KOHIICH-
Tpalyy MapoB MPU BbICYIIIMBAHUMN.

B mienoM, HecMOTpsI Ha CyIIECTBYIOIIME pa3HO-
rjlacus B MOJyYaeMbIX TaHHBIX, HEJb3s1 TOBOPUTH O
HENPHUMEHUMOCTHU KaKoro-jambo 13 MeToI0B JJIsl KO-
JIMYECTBEHHOM OLIEHKU CBSI3aHHOI M CBOOOIHOI BO-
Ibl B TKaHSX pacTeHuil. CienyeT mojaratb, 4To s
KOPPEKTHOM WMHTEPHpEeTallMM MOJYYeHHbBIX PE3yib-
TaTOB KaK MPU MCIOJIb30BAaHUM METOMIa BbICYIINBA-
HUSI Hald KOHILIEHTPUPOBAHHOW CEpHOW KUCIOTOM,
TaK M MeToAa MPOMOPaXXUBAHUS C MPUMEHEHUEM
HCK, HeoOXonMMO YYUTHIBaTh (DU3UOJIOTUIECKUE U
CTPYKTYPHBIE OCOOEHHOCTU U3Yy4aeMOro O0beKTa.

HMcnonb3oBaHue MeTona BBICYIIMBAHUSI B BO3-
IYIITHOM cpelle C HUBKUM COJep>KaHUEM T1apOB BOJIbI
MPUMEHUTENBHO K 3aMacarolliuM TKaHSIM, TAKUM KakK
3amacaloliiasi mapeHxuMa KiryoHsi KapTodersi, Heoo-
XOJIMMO YUYUTHIBaTh KaK BBICOKOE COJIEP>KaHUE OCMO-
JIUTOB, TaK U BO3MOXXHOE BIUSIHUE HAa CKOPOCTh UC-
MapeHusl BOMbl MOBBIIIEHUS TNIOTHOCTU TOACHIXal0-
meit TKaHu. DPPEeKT TOpMOKEHUS MCITapEHMS BJIaru
BCJIEICTBUE TOBBIIIEHUS TIJIOTHOCTU TKAHU MOXHO
CHU3UTD, €CJIM MAaKCUMaJIbHO JUCIIEPTUPOBATh MaTe-
puai, 0OJHAKO MOJHOCTBIO €r0 UCKJIIOUUTD MO-BUIU-
momy Henb3d. [Ipumenenue metona JICK 1mo3BosisieT
Han0oJIee MOJHO OLIEHUTh KOJIMYECTBO CBOOOTHOM 1
CBSI3aHHOM BOJbI B TKAHSIX PACTEHUI, OMTHAKO U 3TOT
METOJl UMEET OrpaHUYEeHUS TIPU U3YyYeHUU TKaHel C
BBICOKUM COJIep>XKaHUEM COPOUPYIOIIUX BOLY MOJIe-
KyJ1. [Tosrydaemble pe3yJibTaThl O KOJIMUECTBE CBSI3aH-
HOW BOIbI B JAHHOM CJIy4ae MOTYT ObITb 3aBbIIIEHBI,
YTO OBLIO MOKAa3aHO Ha TKaHSIX KJIIYOHSI KapTodes.
HaumMeHbl11e pa3HoTiaacus MeX1y CpaBHMBaeMbIMU
METOJaMU MO COOTHOLICHUIO (ppaKivii Boabl ObLIU
MOJyYeHbI IPY MCIIOJb30BAaHMM B KaueCTBE OObEKTa
WCCIeNoBaHUsI JUcTa TEeHUIbI. COooCTaBUMOCTh
JNIaHHBIX, TIOJYYEHHBIX pPa3HbIMU MeETOJaMu MpuU
olieHKe (DpaKlMii BOMbI y JIMCTA MIIEHULIbI, MOXET
OBITh CJIEACTBMEM KaK MEHBIIIETO COEPXKaHUS OCMO-
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JIUTOB, TaK W OOJIBIIIEN MPOHUIIAEMOCTBIO €TO TKaHe
JIJISI TTapOB BOMBI.

SAKJTIOYEHHUE

Takum oOpa3zoM, IJIsI KOIUIECTBEHHON OIIEHKU
dpakimii cBOOOIHOI M CBSI3aHHOI BOIBI B pacTH-
TEJBLHBIX TKAaHSIX HEOOXOIMMO BHUMATEJILHO ITOIX0-
IUTh K ITOI00PY METOAA MCCICAOBAaHUS U3y4aeMOIo
obObekTa. st BepHOIf MHTEpIpEeTAllNN TTOTyYeHHBIX
JaHHBIX HEOOXOAMMO YYUTHIBATh (DU3UOJIOTUYECKIE
U CTPYKTYPHBIE OCOO€HHOCTU M3y4aeMOTro OOBEKTa.
Ha pesynbraThl, moaydyaeMble METOAOM BBICYIIIMBA-
HUSI Had TUTPOCKONUYHBLIMU CpeJaMH, MOTYT OKa-
3aTh CYIIECTBEHHOE BIMSHNE KaK KOHIIEHTpaIUs
OCMOJIMTOB B LIMTOIUIa3M€ KJIETOK, TaK M CHUKCHUE
Gu3NYECKOM MPOHULIAEMOCTH TTOJCHIXaIONIeii TKaH!
IS TTapoB Boabl. Hanboiee moTHo oleHUTh KOJIMde-
CTBO CBOOOITHOM M CBSI3aHHOM BOIBI B TKAHSIX pacTe-
HUI TTO3BOJISIET METOI IIPOMOpPaXKMBaHUs Ha qudde-
PEHIIMAILHOM CKaHUPYIOIIEM KaJIOpUMETpPE, OMHAKO
M 3TOT METOA MMEET OrpaHMYCHUS MPU UIYYCHUU
TKaHel ¢ BBLICOKMM COJIepXKaHueM COPOUPYIOIINX BO-
Iy MOJIEKYJI.

PMHAHCHUPOBAHHME

PaGora BbIMONIHEHA B paMKaX TeMbl “@U3nojIorus u
CTPECC-yCTOMYMBOCTh (POTOCHMHTE3a pacTeHUd U MOMKHU-
Joruapudeckux GoroaBrorpodoB B ycioBusix Cesepa”
(Ne TP AAAA-A17-117033010038-7).

KOH®JIMKT MHTEPECOB

ABTOD 3as1BJISIET 00 OTCYTCTBUHN KOHCI)J'[I/IKTa MHTEPECOB.

COBJIIIOAEHUE OTUYECKMNX CTAHIAPTOB

Hacrostimast cratbst He COOCPKHUT KaKnx-Iubo uccie-
JIOBaHUM C yyactuem JIIONeii ¥ XKMBOTHBIX B KQ4ECTBE 00b-
€KTOB HUCCJIENOBAHUIA.
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Definitions of Free and Bound Water in Plants, a Comparative Analysis of the Drying
Method over a Dewatering Agent and Differential Scanning Calorimetry

R. V. Malyshev*
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The article presents the results of a comparative study of two methods of drying over a water-removing medi-
um and the DSC method. Measurements of the amount of free and bound water were performed in plant tis-
sues with different osmotic pressure of the cytoplasm. The results of the comparison revealed a number of
limitations for both methods. It is necessary to take into account the physiological and structural features of
the object under study. The most complete estimation of the amount of free and bound water in plant tissues
is possible by the method of freezing on a differential scanning calorimeter, but this method also has limita-
tions when studying tissues with a high content of water-sorbing molecules.
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O06006111eHBI TaHHBIE O (YHKIIUSAX MOHOLIUTOB Ka0p U 0 BO3/IEeHICTBUM TOPMOHOB HAa MOHHBII OOMEH Y pbIO.
Ornucansl nonountsl HR (kietkn, 6orateie HT-AT®a30it), NaR (kinetku, 6oratsie Nat/K*-AT®as0it),
NCCC (xnetku, sxcnpeccupytomue Nat-Cl™-kotpadcrioptepsl), SLC26C (KJI€TKH, SKCIIPECCUPYIOLIIE

TpaHcHopTephl pacTBopeHHbIX BemecTB SLC26) u KE (K*-skckpetupyonine KieTku), o6HapyKeHHbIE Y
MIPECHOBOIHOI pBIOKI faH1O-pepuo. [IprBeaeHbI CBeIeHUS O (PYHKIIMSIX KAXKIOI0 TUIIA MIOHOLIMTOB, a TaK-
Ke 00 MOHHBIX MePEHOCUYMKAX, XapaKTEePHBIX ISl HUX. M3710XeHbl COBpeMEHHbIE TaHHbIE O TOPMOHAX,

o — +
OKa3bIBAIOLIMX MTOJOXUTEIBHOE U OTPHLIATEIbHOE Bo3aelicTBre Ha TpaHcnopT Ca2t, Na*, CI-, H  u NH,
yepe3 xkabprul. [IpuBoasITCs HepellleHHBIE BOIIPOCHI B 00JIACTH TOPMOHAIBHON PeTyJISIIUA MIOHHOTO OOMeHa
Y pPBIO, a TAKXK€ 0YEPUMBAIOTCS IEPCIIEKTUBBI JaJTbHEMIIINX NCCIICTOBAHMUIA.
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BBEAEHUME

B xome sBoiIOLMM Y MO3BOHOYHBLIX KWBOTHBIX
Pa3BUJINCH CIIOKHBIE MEXaHU3MbI MOHHOI 1 OCMOTH -
YEeCKOM peryysiiuMi, HeOOXOIMMBbIe IS IOmaepxkKa-
HMSI BOOHO-COJIEBOTO OOMeHa. ¥ pbl0 MOHO- U OCMO-
PETYISLMS OCYIIECTBIISIETCS XKaOpaMH, IIOYKaMU U
KMIIIEYHUKOM, TP 3TOM OCHOBHBIMU OCMOPETYJISI-
TOPHBIMUM OpraHaMM B3POCJIBIX PHIO CYUUTAIOTCS Ka0-
pBI: OHM HENOCPEACTBEHHO KOHTAKTUPYIOT C BHEIII-
Hell cpenoit 1 obecreunBaloT OOJIBIITYIO YaCTh TPAHC-
SIUTEIMaIbHOro MoHHOro o6bmeHa (Evans et al.,
2005; Takei et al., 2014; Guh et al., 2015; Yan, Hwang,
2019). Y sMOpPHOHOB M TUYMHOK KOCTUCTBIX PbIO, Y
KOTOPKIX 3KaOpHI ellle He pa3BUTHI, (DYHKIINS MOHHO-
ro ooOMeHa peajn3yeTcs SMUTSIUEM KOXH 1 XKeJITOU-
Horo Metka (Hiroi, McCormick, 2012).

HMonHblil 0OMEH OCYILIECTBISIETCS CIICLIMAIN3U-
POBaHHBIMM KJIETKaMU — uoHonuTamu. IlepBoHa-
YajbHO MOHOUMTHI ObIM OOHAPYXEHBI B XKabpax eB-
poneiickoro yrps (Anguilla anguilla) v 66111 Ha3BaHbI
“KJIeTKaMM, CEKPEeTUPYIOIIMMHU XJIOPUA-UOHBI”, YTO
orpaxanmo wux ¢yHkuuto (Keys, Willmer, 1932).
B nanpHeliieM y MHOTUX IPYTUX KOCTUCTBIX PBIO 3TH
KJIeTKM Ha3blBaJIM CHayajla XJIOPUAHBIMM, a eIle
Mo3aHee — KJeTKaMu, O0OraTbIMU MUTOXOHIPUSIMU
(mitochondria-rich cells, MRC). B coBpemeHHOI1
JITepaType WCIIONB3YeTCS TEPMHUH “MOHOIMTHI”,

KOTOpPHI 0OoJiee TIPEennoUYTUTENIeH, TTOCKOJbKY 3TU
KJIETKM yY4aCTBYIOT He TOJIbKO B cekperiu Cl—, HO U B
JIPYrux Ipolueccax. Tak, oHM HeOOXOAUMBI JIJISI TIO-
[JIOIIEHUS MOHOB B IIPECHOI BOAe, IS PETYISIIUN
KMCJIOTHO-IIIEJIOUHOTO PAaBHOBECUSI U IJIsI 3KCKpe-
1 ammoHus (Hiroi, McCormick, 2012).

IMonaBasioiiee OOJBIIMHCTBO BUIOB PHIO SIBJISI-
FOTCSI CTEHOTJIMHHBIMHM, TO €CTh KMBYT JIL0O B IIpeC-
HOI1, 1100 B MOPCKOM BOAE M HE CITOCOOHBI TIEpEHO-
CUTb 3HAYUTEJIbHBIC M3MEHEHUSI COJICHOCTH CpPEIbl.
OcrajbHBIE PBIOBI (CYMTAETCS, UTO OKOJIO 5% BUOOB) —
IBpUTAJIMHHBIE, OHU 001a1a10T (PU3MOTOTMIYSCKUMHU
MeXaHU3MaMM, KOTOpPhIE ITO3BOJISIIOT UM amaIlTUpO-
BaThCS K IIMPOKOMY IMANa30Hy U3MEHEHUI COJIEHO-
ctu BomHoit cpenbl (McCormick, 2001; Evans et al.,
2005).

Y MOpCKUX, IIPECHOBOAHBLIX U 3BPUTAJIMHHBIX
PBIO pErysaLrs HIOHHOIO OOMeHa CyIIeCTBEHHO pa3-
JIMYaeTCs, MOCKOJIbKY 3TU PbIObI CTaJKMBAIOTCS C
pa3IMYHBIM MOHHBIM COCTAaBOM M KOHIIEHTpaLlUEi
MOHOB B BOJIHOI1 cpele.

Tak, B mpecHOIi Bojie pbIObI TACCUBHO MOIJIOIIA-
JOT BOAY Y TePSIOT MOHEI coJieii. YToObI MpoTUBOACH -
CTBOBATh 3TOMY, OHU JIOJDKHBEI aKTUBHO IOIJIOIIATH
noHbI (B ocHoBHOM, Na™ 1 Cl~) ¢ HOMOIIbIO UOHO-
LUTOB XKaOEPHOro 3MUTEINSI, KOTOPhIE OCHAIIEHBI
JIJISI 3TOr0 HA0OPOM OEJIKOB-IIEPEHOCUYMKOB (MOHHBIX
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KaHaaoB). TpaHCOOPTY MOHOB CHOCOOCTBYET 3JIEK-
TPUYECKUI TpamueHT, co3naBaeMblii Nat/K™-ATda-
30if (NKA), pacnonoxeHHOIT Ha 6a3ojarepajbHOM
MeMOpaHe wuoHouuToB (Marshall, Grosell, 2006;
Shaughnessy, McCormick, 2018).

B Mopckoii Bonie peIOBI TEPSIIOT BOLY M “Harpyxa-
JOTCSI” MIOHAMU COJIei, MOCTYIAIOIIUX B OPTaHU3M IO
rpagveHTy KOHIeHTpanuu. JIsT mMpOoTHUBOMEMCTBUS
9TOMY HOHOLIMTHI >KAOEPHOrOo SMUTEIUS MOPCKUX
pBIO, a TakKe 3BPUTAIMHHBIX PbIO, OKAa3aBIIUXCS B
MOPCKOI cpede (HampuMep, IpHU KaTaapoOMHOI M-
rpamyun), JOJDKHBI aKTUBHO 3KCKPETUPOBATh MOHEIL.
Akckpeurst Cl™ IpONCXOTUT TPaHCUECIUTIONSIPHO, TO
€CTh MOHBI XJIOpa MPOXOASAT CKBO3b MOHOLIUTHI 3Kaop.
I1pn 5TOM OHUM CHaYaja IIOCTYIIAIOT U3 KPOBU B MIOHO-
IUATHL Yepe3 OasomarepanbHblii Na™-K*-2Cl—-xo-
tpaHcroptep (NKCC), a 3aTeM BBIBOISATCS HapyXKy
yepes alMKaIbHbIN KaHal TPAaHCMEMOPaHHOTO pery-
JiiTopa KucTto3Horo ¢pubdposa (cystic fibrosis trans-
membrane conductance regulator, CFTR). Dkckpe-
unst Na* pOMCXOINT IO JIEKTPUYECKOMY TPATUEHTY,
3aJaHHOMY HMOHaMM XJIopa, MNapalesUIoNsSpHO, TO
€CTh 4Yepe3 MEXKJIETOUHBbIE “IMpoTeKaroliue” TUIOT-
HBIe KOHTaKTHI (“leaky” tight junctions) xxaGepHOTO
srmarenuss (McCormick, 2001; Evans et al., 2005;
Takei et al., 2014; Shaughnessy, McCormick, 2018).
DKCKpelrsi 3TUX MOHOB B MOPCKOII BOIe TaKXKe B
OOJIBIIION CTETIEHN 3aBUCUT OT aKTUBHOCTU N KA.

MoHHBIIT OOMEH Yy MOPCKMX pPBIO OBLT WU3Yy4YeH
paHbIIle, YeM y IIPECHOBOIHEIX, YTO OOBSICHSIETCS,
MO-BUAMMOMY, T€M, 4YTO MEXaHU3MBI TPaHCHOPTA
MOHOB B TIPeCHOI Boje 6ojiee pa3HOOOPa3HbI U OCY-
MIECTBJISIOTCS C y4YacTHEeM OOJIbIIeT0 KOJIWYeCcTBa
pa3HBIX TUIIOB KJIeTOK. bosee BhIcOKOE pazHOOOpa-
31€ MOHOLIMTOB y MPECHOBOAHBIX PHIO MOXET OBITH
CBsI3aHO C 00JIee BBICOKOIT BaprnabeIbHOCThIO COCTa-
Ba MPECHOBOAHOI cpelbl IO CPaBHEHUIO C MOPCKOM
(Marshall, 2002; Wilson, Laurent, 2002; Takei et al.,
2014). KpoMe Toro, mpeamnoaaraeTcs, YTo IpeaKaMu
pPBHIO OBLIM MOPCKHE ITPOTOITO3BOHOUYHBIEC, KOTOPHBIE
3aTeM MHOTOKPATHO 3acCefIsId IMPeCHbIe U COJIOHOBA-
ThIe BomoeMbl (Smith, 1932; Marshall, 2002; Evans et al.,
2005; Ditrich, 2007; Dymowska et al., 2012). Korma B
pe3yJibTaTe KaKMX-JIU0O TeOJOTMYECKUX COOBITHUI
GopMUPYIOTCS HOBBIE IIPECHBIE BOHOEMEI, MOTYT
BO3HMKAaTh M HOBBIE amanTalluy K JAHHOMY MECTO-
obutaHuo. Hanpumep, Tpexurias komoiika (Gas-
terosteus aculeatus) nMeeT 0COOEHHOCTH, TTO3BOJISIIO-
1€ DTOMY BUIY PHIO 3BOIIOLIMOHUPOBATH B CTOPOHY
MPECHOBOIHBIX (POPM. Y KOJIOIIEK TaKasi 3BOJTIOLAS
MOXKET 3aHMMAaThb HECKOJBKO ITOKOJICHUI, IIpUYeM
9TU IIPOLIECCHI IPOMCXOAMIN HEOTHOKPATHO Ha IIPO-
TSDKEHUU Te0JOTMYeCKOil MCTOPUM TMPECHOBOIHBIX
o3ep (Marshall, Grosell, 2006). Huzkue KoH1IeHTpa-
MM XJIOpUIa HAaTPpUs U XJIOpUIA KaJblMs B HEKOTO-
PBIX MPECHOBOMHBIX BOAOEMAaX MOTYT aKTUBUPOBATb
COBEPIIICHHO MHbIe HA0Ophl MOHHBIX IEPEHOCYNKOB,
He XapaKTepHbIE OJI51 COJIEHOM U COJIOHOBATOI BOJIHI,
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YTO TaKXKe YBEJIMUYMBAET pa3HOOOpa3ne MeXaHU3MOB
MOHHOTrOo TpaHcnoprTa. [To 3TuM nIpUYMHAM TOHSTHO,
YTO OgHA €AMHCTBEHHAasI MOAEIIb pabOThI TpaHCIOPTA
MOHOB HE CMOXET OOBSICHUTH MOHHYIO PETYIISLINIO Y
BceX MpecHOBOAHBIX puIO (Marshall, Grosell, 2006).

OcMoperyJISITOpHblE  MEXaHU3Mbl  TIPOSIBJISIIOT
HauOOJIbIITYI0 TUOKOCTb Yy DBPUTAIMHHBIX U, B 4aCT-
HOCTHU, TUaIPOMHBIX (TPOXOAHBIX) BUIAOB PHIO, KOTO-
pBIE B XOJI€ CBOETO KM3HEHHOTO ITUKJIA UCTIBITHIBAIOT
ype3BblUaliHble U3MEHEHUS COJIEHOCTU cpeibl. Bbi-
>KMBaHME 3TUX PBIO MPU TIepEeMEIIEHUN MEXIY Mpec-
HOM U MOPCKOU BOIOI 3aBUCUT OT CBOEBPEMEHHOTO
MnepekaouYeHuss (YHKIMHA HOHOILMTOB >XaObepHOTO
SIIUTEINS, TIPY KOTOPOM MOIJIOIIEHNE MOHOB CMEHSI-
eTCcsl 9KCKpeluei coar uiau HaooopoT (McCormick,
2012; Takei et al., 2014; Shaughnessy, McCormick,
2018).

OBpHUTATMHHBIC BUIBI PHIO YAaCTO MCITOJB3YIOTCS
NpU U3YyYeHUHN ocMoperyassiui. OcoOeHHO 3TO OT-
HOCHUTCSI K ABYM IpyMIiaM MUTPUPYIOIINX pbIO — aHa-
IPOMHBIM JIOCOCEBBIM M KaTaIpOMHBIM YTIPEBBIM.
[ maHHBIX PBIO XapaKTepHBI OOJIBITNE Pa3TnIrs B
MeXaHM3MaX MOHHOTO OOMeHa M, 0OCOOEHHO, B Top-
MoHaJpHOI ero peryissuun (Takei et al., 2014). Cpe-
A IPYTUX MOMETBbHBIX BUIOB B TAaHHOI 00JIACTH MC-
cJiefOBaHUM MOXHO Ha3BaTh TaKMX 3BPUTAJIMHHBIX
peI0 Kak Twisinumn (Oreochromis mossambicus, Oreo-
chromis niloticus), dyHanymrocsl (Fundulus heteroclitus),
napanuxtbl (Paralichthys olivaceus), naBpaku (Dicen-
trarchus labrax), opn3uu (Oryzias latipes) 1 XaHOCHI
(Chanos chanos).

B nanHoM 0630pe B OCHOBHOM 00OOILIEHBI CBEC-
HUSI 00 MIOHOLIMTAX Y UX TOPMOHAJIBHOM PeryJIsiuu y
MIPECHOBOAHOrO Buaa aaHuo-pepuo (Danio rerio);
KpOME TOro, IPUBEACHBI HEKOTOpble AaHHBLIE 00
OCMOPETYJISILIMN Y 9BPUTAJIMHHEIX PbIO — SITOHCKOM
opusuu (Oryzias latipes), pagyxHoii openun (Onco-
rhynchus mykiss) 1 HEeKOTOpPBIX Apyrux. benku-nepe-
HOCUMKM MOHOB M MEXaHU3MBI MOHHOI'O OOMEHa y
JIAaHO-PEPUO U3YUYCHBI IeTaJIbHEE, YEM Y APYTUX CTe-
HOTAJIMHHBIX MMPECHOBOAHBIX BUIOB. DTO CBSI3aHO, B
YaCTHOCTU, C TEM, UTO JAHUO-PEPUO — KiIaccude-
CKMiIi MOJEJbHBINA BUJ, Y KOTOPOIO IMPOCEKBEHUPO-
BaH reHOM U HanboJiee TTOJIHO U3yUYeHbl CUTHAJIbHBIE
nyTu npoaudepannu, muddepeHIMPOBKY U pa3BU-
tuss nmoHouutoB (Esaki et al., 2007, 2009; Gubh,
Hwang, 2017).

TUIIbI U ®YHKIWHW MOHOLIMTOB
JAHHWUO-PEPHNO U ATTOHCKOU OPU3NN

YV IIpeCHOBOIHBIX TaHUO-PEPUO U STIOHCKOI OpU-
31U OOHAPYKEHO HECKOJIBLKO TUIIOB MOHOIUTOB (Dy-
mowska et al., 2012; Guh, Hwang, 2017; Yan, Hwang,
2019).

B xabpax M KoOxXe JAaHUO-PEepPUO BLISIBICHO IO
MEHBbIIIEe Mepe 5 TUITOB MOHOLIUTOB: 1) KJIeTKu, 6ora-
teie H*-AT®aszoit (H"-ATPase rich, HR), 2) kietku,
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Ta6auna 1. XapakTepuCcTHUKa MOHOLIUTOB U IIEPEHOCUMKOB MOHOB Y IIPECHOBOIHOM PHIOLI JAHUO-PEPUO

Pacnonoxenue
HMoHouuTsl IlepeHoCUMKY MOHOB DyHKIIMY MOHOLIUTOB NcToyHuk
MepeHOCYMKa
HT-AT®asza (HA)
Nat/H"-06mennuk 3b (NHE3b)
AnuVKaibHO
IMepenocurk NHj; pesyc-rimko- Lin et al., 2006, 2008;
npoteuH (Rhegl) N | Horng et al., 2007;
HR Hornomenre Na” u HCOs, |Yanetal., 2007;
Cl~/ HUCO3 -0OMEHHUK, WJIN aHU- sxexpera HY u NH ggigle]i gl., 20018, 22(())3;,
BazonarepanbHo OHHBIT 00MeHHUK 1b (AE1b) ; Liaoetal., >
Lee et al., 2011
Nat/K*-AT®asza (atplala.5)
ATIMKaJIbHO Kap6oanruapaza CAl5a
B iuro3zone Kap6oanruagpaza CA2-nmogo6Has a
o2+
AMUKAIBHO BnurennanbHbIi Ca” " -KaHal
(ECaC)
NaR Ca?*-AT®asza 2 masmarudeckoit ot Pan et al., 2005;
a MemGpaisl (PMCA2) Tornomerue Ca Liao et al., 2009
BazomarepanbHO N -
Na'/Ca“"-oomenHuK 1b (NCXI1b)
NKA (atplala.l)
Na+-Cl_-KOTpaHCHOpTep 2b
AnuKanbHO (NCC2b), oH xe NCC-like 2 u
SLCI2A10.2
~ Liao et al., 2009;
NCCC CI™-kanan 2¢ (CLC2c) Mormomenne Nat u CI~ Wang et al., 2009, 2015;
_ Lee et al., 2011
BasonatepanbHo Na*-HCOj -korpatcnoprep 1b
(NBCelb)
NKA (atplala.2)
AMVKATHO TpaHCIIOpTEPHI PACTBOPEHHBIX B
SLC26C BewectB 26 SLC26A3 u SLC26A4 Akekpetns HCO3 unorso- | Bayaa et al., 2009;
cr- Perry et al., 2009
BazonaTtepaibHO NKA (atplala.l) HmeHne
KE ATKajgbHO K+—KaHa_)] (Kirl.1) BDKCKpenust I{Jr Abbas et al., 2011

oorateie Na*/K*-AT®azo0ii (Na*/K*"-ATPase rich,
NaR), 3) xierku, skcrnpeccupymolie Na*-Cl--ko-
tpancnioprepsbl (Nat-Cl--cotransporter cells, NCCC),
4) KJIETKU, 9KCIPECCUPYIOLIUE TPaHCIIOPTEPhl pac-
TBOPEHHBIX BemlecTB 26 (solute carrier 26 cells,
SLC26C) u 5) K"-skckperupyromue kietku (KE)
(Guh, Hwang, 2017; Yan, Hwang, 2019). ®yHkuuu
WOHOLIUTOB JAaHUO-PEPUO U JIOKAIU3alMs MOHHBIX
MEPEHOCUYNKOB B HUX MPEICTaBICHBI B Ta0I. 1.

Ponp Tpancmoprepa NBCel (mepeHocuuka
HCO;™) B perynsiiiuu KMCIOTHO-LIEJIOYHOTO PABHO-
Becuda HemsBecTHA. B xiretkax SLC26C He uneHTH-
(puLMpOBaHBI HUKaKKE APYTUe MEPEHOCUNKU, KPOME
SLC26 u NKA. Kpome Toro, oTcyTCTBYeT MH(MOpMa-
Oousl 0 KakKux-1mbo mepeHocuyukax, Kpome Kirl.l, B
kieTkax KE, a Tak:ke HeM3BeCTHO (DU3MOJIOTUYECKOE
sHayenue skckpeunu K* (Guh, Hwang, 2017).

YCITEXY COBPEMEHHOM BUOJIOTUH

Y 3BpUTaJIMHHON SIITOHCKOM OpU31K, OOUTarOIIEeH
B MIPECHOI BOJE, UMEIOTCS CIAEAYIOIINE UOHOLMTHI:
1) KJIeTKN-OOMEHHUKM WOHOB HAaTpHUs U BOAOpoja
(Na*/H™"-exchanger cells, NHEC), 2) KJIeTKH C 31u-
tenuanbHbiMu  Ca’*-xananamu (ECaC-expressing
cells, ECaCC), 3) NCCC u 4) knetku HR. Knetku

NHEC o6ecneunsatot s3kckpeuuio H, NH; u K*, a
takke nomtomenne Na*. Monouutst ECaCC orse-
yatot 3a nomtomeHune Ca?t, a NCCC — 3a mrormonie-
aue Na* u Cl-. ®yukuusa nonouutos HR y npecHo-
BOoIHOI opu3uu He yctaHoBieHa (Yan, Hwang, 2019).

YV opusuu, akKJIMMUPOBaHHOI K MOPCKOIi Bozie, 00-
HapyXeHbl MOHOLIMTHI TMa SW (OT aHIJI. sea water —
MOpCKas Bolia), a Takxke 100aBOYHBIE KJIETKHU (acces-
sory cells, AC). Takoit Ha6Op MOHOLIMTOB XapaKTEepeH
IUJIsI pbIO, OOUTAIOIINX B MOPCKOM Cpele, U Y OpU3Uun
OHUY (DYHKIIMOHUPYIOT TUTIMYHBIM 11 MOPCKUX PHIO
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obpasoMm. Tak, moHOIMTEI SW OCYIIIECTBIISTIOT 3KC-

kpeunio HY, NH;, K™, Na* u Cl~. Dkckpeuust Na*
MPOUCXOAUT TMapalleJUTIOJSIPHBIM ITyTEM, YEPE3 MEX-
KJIETOYHOE MPOCTPAHCTBO MEXY MOHOLIUTAMMU U J10-
6aBouyHbIMU KJeTKaMu. PyHK1Ms KiaeTok AC 1oJ-
HOCTHIO TToKa He packphiTa (Yan, Hwang, 2019).

CunraeTcs, YTO MOHOLUTHI XXKa0p y pbIO (a TakkKe
KOXKH PHIOBMX SMOPMOHOB) 1 KJIETKU ITOYEYHBIX Ka-
HaJIBLIEB y MIJIEKOIIMTAIOIIUX 00agaloT OOJIBIINM
CXOACTBOM B MeXaHM3MaX MOHHOTO TPaHCIOPTa U B
CTpyKType TpaHcnopTHbeIX OenkoB (Yan, Hwang,
2019). Hanpumep, kinetku HR maHuo-pepuo u kiert-
ku NHEC gmnoHckoii opu3um ITIOHOOHBI KJIETKaM
MIPOKCHUMAILHBIX OTIEJIOB IMOYEYHBIX KaHAIbIEB U
BCTAaBOYHBIM (O-KJIETKAM COOMpaTeIbHBIX TpyOOoUYeK
MOYeK MJICKOIIMTAIONINX, ITOCKOJBKY OHU TaK Ke
ocylecTBIsTIOT nortoieHue Nat u akckperuio H u

NH;. Kpome Toro, kietku NCCC paHMO-pepuo U
SITOHCKOI OpU3WM TOMOOHBI KJIEeTKaM AVCTaTbHBIX
U3BUTBHIX KaHaJIblIEB MJIEKOIUTAIOIINX, MOCKOJbKY
OHM aHAJIOTUYHBIM o6paszoM mnoromarT Na* u Cl-,
a xinetku NaR maamo-pepno n ECaC-xnetku opu-
31U TIPOSIBJISIIOT CXOACTBO € KJIETKAMU MOYEK MJIEKO-
MUTAIOLIMX B CHOCOOHOCTU OCYIIECTBIISITh MOTJIoIIe-
Hue (uau peabcopoumio) Ca’".

TakuMm o00pa3oM, HMOHOUMTHI HAHUO-PEPUO U
SIMOHCKOI OPU3UM M3YYEHBI JOBOJbHO NOAPOOHO, U
XOTsI He Bce MX (PyHKIMM B HACTOSIIEE BpeMs pac-
KPBIThI, MOXXHO YTBEP:KIaTh, YTO JaHHbIC BUAbI PbIO
YCIICLIIHO MCITOJB3YIOTCSI TPU WU3YYEHUU SMHUTEIU-
aJIbHOT'O TPAHCHOPTAa MOHOB 1 €TI0 PeryJISIINu.

XAPAKTEPUCTHUKA MOHOLIUTOB
JAHUNO-PEPHNO

Hornouyumut, 6ocambie H*-ATDaso1i

HMonouutsel HR comepkaT anmMKajibHO JOKAIU30-
BaHHylo H*-AT®asy. TlepBoHayaibHO OHM OBLIA
UACHTU(PUILIMPOBAHbLI B KOXXE 3MOPHMOHOB U Xabpax
B3POCHBIX PhIO KaK KJIeTKM, Hanboee aKTUBHO 9KC-
KPETUPYIOILIUE KUCTOTY (TOYHEEe, KUCIOTHBIC 9KBU-
BaJIEHTHI, TO ecTh MpoToHkI) (Lin et al., 2006; Horng
et al., 2007; Hwang, Chou, 2013). Ha anukanpHOI1
MeMOpaHe 3TUX MOHOLIMTOB KOJIOKAIU3YIOTCS TaKXKe

NHE3b u Rhcgl (nepenocuunx NHj). Basonare-
panpHO pacrionokeHbl AElb um ol-cyOobeamHUIIBI
NKA (atplala.5). B aTtux kietkax uaeHTU(DULIMPO-
BaHBI TaKXKe IBe KapOOaHTUAPA3kl — MEMOPaHOCBSI-
3aHHas almuKaabHas Kapooanruapasa CAl5a u nuro-
3oibHasi CA2-miono6Hast KapboaHruapasa a (Esaki
etal., 2007; Yan et al., 2007; Lin et al., 2008; Shih
et al., 2008; Liao et al., 2009; Lee et al., 2011; Hwang,
Chou, 2013).

HMonouutsl Tunna HR npaHuo-pepro aHaJaOru4HbI
10 MEXaHMU3MaM TPAHCIIOPTa M SKCIIPECCUM OEIIKOB-
MEePEeHOCYNKOB KJIETKAM MMPOKCUMAITBHBIX ITOUYEYHBIX

YCIIEXU COBPEMEHHOW BUOJIOTUU  Tom 141

Ne 2

KaHaJIblIeB ¥ BCTABOYHBIM KJIeTKaM IoYeK (Tura A)
(Hwang, Chou, 2013). YuuTsiBasi 3T0, KJI€TKM KOXU
SMOPHOHOB JAaHUO-PEPUO MOTYT OKa3aThCs IT0JIE3-
HOIf aJIbTEpHATUBHOM MOMENbI0 MNpU U3YYESHUU
TpaHCITOPTAa UOHOB B ITOYKAaX APYTMX ITO3BOHOYHBIX, B
ToM uucie u yenoeka (Hwang, Chou, 2013).

Dkckpeuuto H' depes anukaibHyI0 MeMOpaHy
kieToKk HR y naHno-pepuo obecrneunBaloT aBa nepe-
Hocunka — HA u NHE3b. DkcriepuMeHTHI TTI0Ka3a-
m, uto HA urpaet 6oJiee BasKHYIO POJIb B 9KCKpPELIUN
KMCJIOTHBIX 9kBuBajieHTOB, yeM NHE3b (Shih et al.,
2012; Hwang, Chou, 2013).

B oTnuume oT MyIEKONMTAOIINX, KOTOPBIE 3KC-
KPETUPYIOT MOYEBMHY KaK OCHOBHOM ITOOOYHBIN
MPOOYKT a30THOTO OOMEHA, KOCTUCThIC PBIOBI SIBJISI-
IOTCSI B OCHOBHOM aMMOHMOTE/IMKAaMU, TO €CTh OHU
9KCKPETUPYIOT a30T IJIaBHBIM 00Pa3oM B BUAE aMMO-
HUs. ITOCKOJIbKY KOCTUCTBIE PIObI MOTYT 9KCKPETU-

poBarhb NH4+ HEMOCPEACTBEHHO B OKPYKaIOIIYI0 BO-
1y, UM He TpeOyeTcsl 3aTpayrBaTh SHEPTUIO Ha Mpe-

spaumieHie NH, B MeHee TOKCUUHYIO MOYEBUHY.
Bo3MoxkHO, 9TO 3KaOphl pHIO SKCKPETUPYIOT HE MOHBI

.
NH,, a ra3 NH;, yro npeanoJsiaraercs B uccjienoBa-
HUSIX MO CBSI3BIBAHUIO KUCJIOTHBIX SKBUBAJIEHTOB B

N
coctabe NH,. Ilpu s3Tom 3akucieHue cios BOIBI,
MpUWIETralolIero K kabpam, o0JierdyaeT 3KCKPELUIO

NH4+ (Wright et al., 1989). [Toka3aHo TakKe, YTO CO-
npstkeHHas padota NHE3 u Rhcegl He ToibKo ormo-
CcpellyeT CBSI3bIBAaHWE KMCJIOTHBIX 3KBUBAJIEHTOB B

+
cocraBe 3kckpetupyemoro NH,, HO u Heobxoama

11 orsonenus nodomuramu Nat (Wu et al., 2010;
Hwang, Chou, 2013).

IMornomnienne Na* u HCO; nononuramu HR tpe-
OyeT Hanu4usl KapOoaHTWApa3 W APYyrux Oazoyare-
paJIbHBIX TEPEHOCYMKOB, YTO POTHUT UX C KJIETKAMU
MPOKCUMAJIbHBIX KaHAJIbLIEB U COOUPATEIbHBIX TPY-
6ouek B moukax muekomnurtaroumux (Hwang, Chou,
2013).

Honoyumest, 60oeamoie NKA

Orimune noHouutoB NaR ot mononutoB HR
MEPBOHAYAILHO OBIJIO MPOAEMOHCTPHUPOBAHO MyTEM
MeYeHUS KOXU SMOPUOHOB JAHUO-PEPUO MOHOKIIO-
HaJIbHBIMM aHTUTeIaMHU K O-cyobenuHuiie NKA (Li-
ao et al., 2007; Hwang, Chou, 2013). AnDukajbHO Ha
MeMOpaHe 3TUX MOHOLIMTOB PACIIOJIOXEHBI KAaHAJIBI
ECaC, o6azomarepanpHo — PMCA, NCX u NKA
(n3opopma atplala.l) (Hwang, Chou, 2013).

V naHuo-pepro naeHTU(GOUIUPOBAHEI IIECTh U30-
¢opm PMCA u cemb nzodpopm NCX, U3 KOTOPBIX
TonbkKo PMCA2 n NCX1b Kom0oKaaIu3yloTcst B KJIET-
kax NaR (Liao et al., 2007). Kpome Toro, u3 mecTtu
reHoB O/1-cyobenuHunbl NKA B kietkax NaR 3kc-
npeccupyercs Tojbko atplala.l (Liao et al., 2009).
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Ha6op nepeHocunkos Ca’" B xietkax NaR mpanuo-
pepuo nonobeH TakoBoMy B Ca'-Moraolamoimux
KJIeTKaX MOYeK M KUIIEYHUKA MIIEKOIMUTAIOIINX
(Hoenderop et al., 2005). ¥ miekonuTaomux morio-
IIeHWE KaJIbIIUS Yepe3 alMKaJlbHble MeMOpaHbI TeC-
Ho cBs3aHo ¢ TRPV5/6 (opronoru ECaC manwmo-pe-
puo), NCX1 u PMCAIlb. Tpaucnopr Ca®* yepes nepe-
Hocuuk TRPV6 gBisercs cKOpOCTb-IMMUTUPYIOLLIMM
3TarnoM B BuTaMnH D-3aBucumom nomiomennn Ca>*
(Hoenderop et al., 2005; Hwang, Chou, 2013).

AKKJIIMMalus JaHUO-PEPUO K Cpee C HU3KUM CO-
nepxanueM Ca?*, KoTopasi, KaK U3BECTHO, ITPUBOIUT
K crumMyssuuu nomtouenus Ca?t (Pan et al., 2005),
yBeanuuBaeT Takxke 1 akcrnpeccuio MPHK ecac (Liao
et al., 2007). Kpome Toro, a3kcmopeccusi ecac, HO He
pmca2 1 nex1b, 3aBUCUT OT BO3IEHCTBUSI TOPMOHOB,
Takux Kak craHHuokajabluH (Tseng et al., 2009),
koptuzoi (Lin et al., 2011) u Butamuu D (Lin et al.,
2012). B mie1oM, maHHBIE TUTEpPATyphl OKA3BIBAIOT,
YTO PETryJISilivs TPAHCAMUTEIUATBHOTO MOTJIOIEHUS
Ca?* nyrem Bosneiicteusg Ha ECaC nposBisieT KOH-
cepBaTUBHBIC CBOMCTBA B (PUIOTEHETUYECKOM PSITY
ot peI0 go miiekonuTamomux (Hwang, Chou, 2013).

Honoyumut, s5xcnpeccupyroujue
Na™*-Cl--kompancnopmepbi

ITokazano, yro korpaHcnoptep NCC2b (oH xke
NCC-like 2 mimn SLC12A10.2) nokanu3oBaH y Ja-
HUO-pepro Ha anuKaJabHONM MeMOpaHe B OTHCIBLHOM
IPYyIIIie MOHOLIUTOB, OTJIWYHON OT MASHTU(UIINPO-
BaHHBIX paHee KiaeToKk HR 1 NaR. JlaHHbIe MOHOLIATHI
OBLIM TIPpU3HAHBI AaHAJIOTUYHBIMU KJIETKAM IUCTajlb-
HBIX M3BUTHIX KaHAJbBIIEB MOYEK MJIEKONUTAIOIINX,
KOTOphIE Takxke 3Kkcnpeccupyior Nat-Cl -korpaHc-
rnmopTepbl ¥ yyacTByioT B mormomiennu Nat u Cl™
(Wang et al., 2009; Hwang, Chou, 2013).

IMornomenne Nat y gaHno-pepuo HpOUCXOIUT
[JIAaBHBIM 00pa3oM 3a cdeT paboThl MEepeHOCUMKA
NHE3b (8 nonouurax HR), a NCC, no-sugumomy,
WUIpaeT B 3TOM MIpPOLECCe MUHUMAIBLHYIO WA BCIIO-
MorarenbHyIo posb (Esaki et al., 2009; Hwang, Chou,
2013). dyHKUMOHAIbHAsI U30BITOYHOCTD, CBSI3aHHAS
¢ yyactueM B oOMeHe Na' IByX MEpeHOCUMKOB —
NHE3 u NCC, npencrapisieTcsi KOHCEpBaTUBHOI OT
JTaHUO-PEPUO IO MJIEKOMUTAIOIIMX. B mpokcruMab-
HBIX KaHAJIblIaX MOYeK MJIEKOITMTAIOLIMX MaccoBast
peabcopbumsa Nat ocyiecTsiasercs ¢ ITOMOLIBIO Te-
peHocunka NHE3, Torma Kak ToHKasi peTyasiius pe-
abcopbumu Na* mocturaercst ApyruMM, U30bITOUYHBI-
MM MeXaHU3MaMU, U B YaCTHOCTHU, ¢ moMolibio NCC
B OUCTaJIbHBIX M3BUTHIX KaHanbnax (Hwang, Chou,
2013).

BbazomarepanpHo B moHouurax NCCC ganmo-pe-
pUO pacIloJOXEeHBl IepeHOCYMKM HOHOB NKA
(atplala.2) u NBCelb (Liao et al., 2009; Lee et al.,
2011). AnukanpHbiii TpaHncmoptep NCC miepeHOCUT

YCITEXY COBPEMEHHOM BUOJIOTUH

Na™ u3 okpyxaroleil cpeibl B KJIETKH, a Ga3oyare-
pansHBle NBCelb 1 NKA (atplala.2) MmoryTt HarmpaB-
JISITH BHYTPUKJIETOUHEBIE MOHBI Na* 13 smurenano-
IIUTOB B KPOBOTOK, OTHAKO B JIUTEPATypPE UMEETCS
HEIOCTaTOYHO MOJIEKYJISIPHO-DU3UOTOTUIECKUX
MOKa3aTeIbCTB TaKoil pabOTHl ITEPEHOCYMKOB
(Hwang, Chou, 2013).

YV n1aHno-pepuo 3KCIpeccCUpyeTcs TakKe 12 reHoB
XJIOpUIHBIX KaHaoB ceMelicTBa clc (Cl~ channel). U3
HUX B XKa0pax 1 KOXe JaHNO-PePHro TOJILKO I'eH clc-2¢
KO3KCIIPECCUPOBAJICI C TeHOM ncc2b (3KCIIpeccus
nce2b saBisieTcs MapKepHBIM ITPU3HAKOM MOHOIIUTOB
NCCCQ). ITo-Bumumomy, kanan CLC-2c¢c Heobxonum
st nepemeteHust Cl~ 13 MIOHOLIMTOB B KpoBb (Wang
et al., 2015).

Hornouyumut, sxcnpeccupyroujue mpancnopmepbl
pacmeopennbvix seuwecme SLC26

B cobupatenbHBIX TpyOOUYKaX MIIEKOITMTAIOIINX
BCTaBOYHBIE KJIETKU TUIIa B KO3KCIIpecCUupyroT aru-
KanbHbIl neHapuH (SLC26A4) u 6GazonaTepallbHYIO

HA, urpas ocHoBHYy10 poJb B 9kckpeuun HCOj, yto
HEOOXOAMMO ISl TIOAepXKaHUSI KUCIOTHO-IIIEI0Y-
Horo romeoctasa (Wagner et al., 2011). ¥ nanuo-pe-
pHo OBUTM MIEeHTU(UIIMPOBAHBI TPU TTPEACTaBUTEIS
ceMeiictBa SLC26, a umeHHo SLC26A3, SLC26A4 u
SLC26A6C (Bayaa et al., 2009; Perry et al., 2009).
MPHK, xonmpytomas 3t 0eJIKH1, a TAaKKe caM OeJIOK
SLC26A3, 3KCIIpECCUPYIOTCS B OIPENEIEHHBIX THU-
Max KJIETOK B 3Xabpax SMOPHMOHOB U B3POCIBIX 0CO-
6eil, mpu 3ToM Heboublas yacth (MeHee 10%) Kie-
TOK, 3Kkcnpeccupyiomux SLC26A3, KosKcrpeccupy-
eT Takke 6azonarepaibHyto NKA (atplala. 1) (Bayaa
et al., 2009; Perry et al., 2009; Hwang, Chou, 2013).

Honoyumet, sxckpemupyiowue K+

B onHoIi U3 rpyIin MOHOLIMTOB AAHUO-PEPUO, OT-
mraHoi ot noHounToB HR, NaR u NCCC, 6p11a mo-
KazaHa akcnpeccus ol-cyobequaui; NKA noaruna
atplala.4 (Liao et al., 2009). Oxkazanoch, 4YTO BMeCTe
¢ atplala.4 B noHOIUTAaX KOXU 3MOPHOHOB TaHUO-
pepuo konokanusyercss MPHK nepeHocunka, opTo-
normyHoro kaHamy Kirl.l gyemoBeka (Abbas et al.,
2011). Kirl.l sasngerca K*-kaHamoMm, opTosorom
ROMK-kanana (renal outer medullary K* channel,
TO ecTh K*-KaHaa MO3roBoro BelleCTBa MOYEK) MIIe-
konmTaromux (Abbas et al., 2011). bruio mokasaHo,
yto nroTepst yHkumnn Kirl.l mpuBoaIuT K TpaH3UTOP-
HOI TaxukKapIuu ¢ MOCAeAayIolleil Opagukapaueit
(Abbas et al., 2011), To ecTb K 3ppekTaM, HabIIOmaAC-
MBIM TIpu runepkaiuemMuu y dejoBeka (Kahloon
et al., 2005).

XOTs HaJM4ue KajJueBbIX TOKOB B 3TUX KJIE€TKax
JI0Ka3aHO He ObIJI0, MOHOLIUTHI, IKCIPECCUPYIOIIIUE
Kirl.l, monyyunu HaszBaHue K*-cexpeTupyrommx
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Taoauua 2. TopMOHBI M Ipyrye CUTHAJIbHBIEC BEIECTBA, PETYJINPYIONINe OOMEH HEKOTOPBIX MOHOB Y JaHUO-PEPUO
VoHbL TopMOHBI, TOBBIIAIOIINE YPOBEHD T'opMOHBI, CHMXKAIOIIE YPOBEHD
HMOHOB B KPOBU MOHOB B KPOBU
Ca%t IMaparropmon (PTH1) Kanbuuronun (CT)
benok, ponctBeHHsblit maparropmoHy (PTHrP) CranHnuokanbiiuH (STC-1)
Koptuzon Burtamun D (24,25(0H),D5)
Buramun D (1,25(0OH),D5)
ITponakTuH
ComaroTponuH
CepoBoaopor
Na* Koprtuzon CepoBomopon
I1pomakTra
Penun-aarnorensunonas cucrema (PAC)
Karexonamunbl
Cl- IMponakTuH STC-1
IMentua, OTHOCSIIUICS K TeHY KaJbIIMTOHMHA
(CGRP)
H - Koptuszon
OHporteauH 1
Peuentop o, pOACTBEHHBIN 3CTPOT€HOBOMY
peuentopy (ERR)
STC-1

KkieTok (Abbas et al., 2011; Hwang, Chou, 2013). Ha
HalIl B3IJISIIT, YMECTHee ObLIO OBl HAa3bIBATh 3TU KJIET-
ki K*-3KCKpeTUpYIOIIMMHU, ITOCKOJIBKY ITOHSITHE
“cekpelirsi”’ accoLMHUpyeTcsl TJIaBHBIM 0O0Opa3oM C
XKejle3aMU BHYTPeHHe!l U BHelllHel cekpeluu. B 3a-
pyOeXXHBIX paboTax s 00O3HAUeHMWSI TpaHCIIOpTa
MOHOB M3 OpraHu3Ma 4YacTO WCITOJb3YIOT TePMUH
“cekpelusi”’, a 00 3KCKpery TOBOPST JIMIIb B CIIy-
yae BBIICICHUS KaKNX-JIMOO MPOIYKTOB OOMEHa Be-

1LIECTB, HATTPUMED, B CIIyyae BblaeaeHus 1oHoB NH
(Hwang, Chou, 2013).

POJIb TOPMOHOB B PEI'VJIIALIUN
MOHHOI'O OBMEHA PbIb

M3meHeHust okKpyxXarolieii cpeabl ObICTPO BO3-
JIEUCTBYIOT HA MIOHHBIM COCTaB U OCMOTUYECKOE 1aB-
JICHME XXUIKOCTe opraHru3Ma y pbl0, U 1JIsI KOMIICH-
calliy 3TUX BO3IEHCTBUI OHU JOJIKHBI OBICTPO 1 (-
(GEKTUBHO peryJaupoBaTh TpaHCIMNUTEINATbHBIN
nepeHoc HOHOB. IIoCKoOJIbKY HelpoaHIOKpUHHAsI
cucTeMa SIBIISIETCS IJIABHBIM ITOCPEOIHUKOM MEXIY
CUTHaJIaMHW BHEIITHEHN cpeabl M (PU3MOTOTMISCKUMH
peaxklusiMy, OHa SIBJIsSIETCs HauboJjiee BaKHOM 4Ya-
CTBIO OCMOPETyJISITOpHBIX MexaHu3dMoB (Guh et al.,
2015).

B ropmoHanpHON peryassmiuy MOHHOTO OOMeHa
MOXHO BBIIECIUTH ABE TPYMIbI MPOLIECCOB: 1) ObICT-
pasi HacTpoiika, mpoucxopsiasi B Te4yeHUe MUHYT
WJIM 4acoB, 3a CUET YK€ CYIIECTBYIOIINX UOHOLIUTOB
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1 OEJIKOB-TIIEPEHOCYMKOB M 2) IOJTOCPOIHAsI peTyIIsI-
1111, OCYIIECTBIISIONIAsICS B TECUSHUE YaCOB WIIU JHEM
3a CYeT U3MEHEHUI B KOJIMYECTBE MOHOLUTOB U B
skcnpeccun IepeHocunkoB (Hwang, Chou, 2013).
B nponeccax ObICTpOii peryasiiiui B OCHOBHOM Y4acT-
BYIOT TOPMOHBI, AEHCTBYIOIIME 4Yepe3 pelenTopbl
TUTa3MaTIECKUX MeMOpaH (HaIlpuMep, aapeHaIH),
a B IIOJITOCPOYHOM PETYJISIIMU OOJIBIIIE TTPOSIBIISICTCS
POJIb TOPMOHOB, BO3/I€HACTBYIOIIMX HA TPAHCKPUTILIUIO
B KJIETOYHOM siApe (HaIllpuMep, CTEPOMITHBIX TOPMO-
HOB).

JJ1s HEKOTOPBIX TOPMOHOB, KJIaCCUYECKU MeXa-
HUY3M JEMCTBUSI KOTOPBIX 3aKJII0YAETCsl B BO3IEMCTBUM
Ha reHeTUYEeCKUii anmnapar KJIeTK!, ObUIM MOKa3aHbl U
HeKJIaCCUYeCKue, He TeHOMHbIE MeXaHU3MBbI PEryJisi-
uuu. Tak, emie B cepeaurHe XX B. ObLJI0 OOHAPYXKEHO,
YTO CTEPOUbl MOTYT OKa3blBaTh ObICTPbIE HETEHOM-
Hble 3 dexktel (Duval et al., 1983), onHako ux ne-
TaJIbHOE M3yUyeHUE HAayajloCh JIMIIb B MOCIEIHUE Jie-
cATUJIeTUS, B TOM uncie u 'y pbio (Das et al., 2018).

B Tabnuue 2 npuBeneH CIIMCOK TOPMOHOB U IPY-
TMX CUTHAJBHBIX MOJIEKYJ, KOTOpbIE PETyJIUPYIOT
MOHHBIN OOMEH y JaHUO-PEePHUoO.

Topmonanvras pezynrayus no2aowenus Ca*

M3BecTHBI clieaylle TOPMOHBI, ITPUHUMAIO-
IIMe y4acTHe B PeryJisiiuy KaJablMEeBOro oOMeHa y
JaHUO-PEPUO: MPOJAKTUH, COMATOTPONUH (TOPMOH
pocTa), ITapaTropMoOH, OeJIOK, POICTBESHHBIN ITapar-
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TOPMOHY, KOPTH30JI, BUTaMUH D, KaabLIUTOHUH U
cranHuokanblH (Hoshijima, Hirose, 2007; Tseng et
al., 2009; Lafont et al., 2011; Lin et al., 2011, 2012).

HexoTopble 13 yKa3aHHBIX TOPMOHOB MOTYT OKa-
3bIBaTh MOJOXUTEIbHOE AeiicTBUE HA ypoBeHb Ca’’
(To ecThb TUNEpKaJblIMEMHUYECKOE, WIN KaJIbLIMO-
TPOMHOE), IPYyThe — OTPULATENIbHOE (TUTIOKAIbLIVIE-
MUYECKOE).

K rurepkaibleMIIecKM TOPMOHAM OTHOCSITCS:
npojakTuH, comatorponuH, PTHI1, PTHrP u xoptu-
30j1. Butamua D B 3aBUCMMOCTU OT MOJICKYJISIDHOM
(GOpMBI MOXET TIPOSIBIISATh Y PHIO KaK TUIIepKaIbIIAe-
MUYECKOE JIeMCTBUE, TaK U poTuBononoxHoe (Fraser,
2017).

XopoI1o U3BECTHBIM (PaKTOM SIBISIETCST TO, YTO Y
SBPUTAJIMHHBIX PHIO MPOJAKTUH HEOOXOIUM TSI aK-
KJIMMallU1 K TPECHOi BOAE, a COMATOTPONUH — K
Mopckoit (Manzon, 2002; Evans et al., 2005; Hwang,
Chou, 2013). B uccienoBaHum, cTaBlIeM Kjlaccude-
CKUM, OBbUIO MOKA3aHO, YTO THUITO(PU3ZKTOMUPOBAH-
Hble QyHaymockl (Fundulus heteroclitus) MoTiIv BBI-
KUTbH B IIPECHOIT BOE TOJILKO B TOM C/Iydae, €CJIM OHU
noaydanu 3K3oreHHbii mmponaktuH (Pickford, Phil-
lips, 1959). Ilocnenyiomine paGOThl BBHISIBUJIM, YTO
BBIXKMBaHUE PBIO B JAHHOM cilydae ObLIO CBSI3aHO CO
CHIXEHUEM MOTEepU MOHOB, a HE CO CTUMYJISILINEH NX
nornowmenust (Potts, Evans, 1966). Ilo3nHee ObLIO
II0Ka3aHO, YTO MHBEKIMU IIPOJIAaKTMHA BOCCTaHAaB-
JINBAIOT OCMOJISTIBHOCTD IIA3MBI KPOBH Y THUITO(MU3-
9KTOMUPOBAHHBIX KaHaJIbHBIX COMUKOB (Ictalurus
punctatus) B ripecHoii Bone (Evans et al., 2005).

TunepkanbieMuyeckoe neiicTBUE IPOJaKTHUHA
TECHO CBSI3aHO C €r0 OCMOPETYJIITOPHBIM JeiiCTBH-
eM. Y 3BpUTaJIUHHBIX KOCTUCTBIX PHIO IIepeHOC U3
MOPCKOI1 BOABI B IIPECHYIO IIPUBOAUT K 3HAYUTEb-
HOMY IIOBBIIICHUIO YPOBHSI MpPOJIAKTUHA B IIJIa3Me
KpPOBH, UYTO HEOOXOOMMO [IJIsI OTPAaHUYEHHUST TIOTEPU
Na™ (Arakawa et al., 1993). OmHOBpeMEHHO IIPOJIaK-
TUH yCWIMBAET nontonieHne noHos Ca>* u3 okpyxa-
IOLIEN MPECHOI BOAbI, B KOTOPOI COIEpXKaHUE ITUX
MOHOB HMXE, YeM B MOpcKoil Boae. OmHako, eciiu
coJjieBasl Harpy3Ka OTCYTCTBYET, TO UBMEHEHHE KOH-
ueHtpauuu Ca’t B okpyXatolleil cpene y pblo, agarn-
TUPOBAHHBIX MO0 TONLKO K IPECHOI Boae, JubO
TOJIBKO K MOPCKOIi, MO-BUANMOMY, SIBJISIETCSI MEHEe
3(pPeKTUBHBIM CTUMYJISITOPOM CEKPELIMH IIPOJIAKTH -
Ha (Arakawa et al., 1993; Wongdee, Charoenphandhu,
2013).

Ha yrpe (Anguilla rostrata), akkmuMUpOBaHHOM K
MpecHoOil Boje, OBLIO MPOIAEMOHCTPUPOBAHO, YTO
MHBEKIIMS OBEUBLEro IPOJIAKTHMHA, a TaKXKe TUIlep-
MpPOJIAKTUHEMUSI, BBI3BAHHAS TpaHCIUIAHTAIIUEHN TH-
nodusa, 3HAYUTEILHO TMOBBIIIAIOT KOHILICHTPALINIO
Ca’" B ruIa3mMe KpOBU 3a CYET MOBBILIEHUS aKTUBHO-
ctu PMCA B xxabepHbix anutenuonurax (Flik et al.,
1989a). ¥V camuoB tunsnuu (Oreochromis mossambi-
cus) 8-ITHeBHOE BBeJICHUE TMPOJaKTUHA YBEJIIMUNBAIO
noctyruieHue Ca?™ B xabpbl NPU OJHOBPEMEHHOM
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YMEHBIIEHUN OTTOKA 3TUX MOHOB, YTO MPUBOAWIO K
runepkagpuemMun  (Wongdee, Charoenphandhu,
2013).

INpu akkmuMauuy 3MOPUOHOB NAaHUO-PEPUO K
pasbasiieHHoii B 20 pa3 mpecHoii Bome (0.8 mMxM
Ca?") gabmonanach CTUMYJISILIMS TPAHCKPUITLIMY Te-
HOB, KOJIMPYIOIIUX IPOJAKTUH, COMATOTPOIUH U
PTH1. I1pn nob6asnennu K Bone 16 MkM CaCl, TpaH-
CKPUIIINS YKa3aHHBIX TeHOB BO3BpAaIlajiach K UCXO/I-
Homy ypoBHIO (Hoshijima, Hirose, 2007). OgHako
OoJiee geTajabHasi MH(pOpMALMs O POJIM IIPOJaKTUHA
1 COMATOTPOITMHA B MOHHOM TOMEOCTa3e Yy CTeHOra-
JIMHHOM PBIOKM JaHUO-pepuo otrcyTcTByeT (Hwang,
Chou, 2013).

PaGoTbl 0 BO31eliCTBUM COMATOTPOITHOTO TOPMO-
Ha Ha KAJILIINEBBIIT 0OMEH Y phI0 HEMHOTOYHMCJICHHBI.
IToka3zaHo, 4TO y ocoOeii MO3aMOUKCKOM TUISITUU
(Oreochromis mossambicus), KOTOPbBIM BBOIWIA CO-
MaTOTPOIMH, YPOBEHb KaJblIMsl B Yelllye U KOCTSX
OBLT HEMHOT'0, HO IOCTOBEPHO 00Jiee HU3KUM, YEM Y
koHTpoabHBIX pI6 (Flik et al., 1993). ¥V pamyxHoit
dopenu (Oncorhynchus mykiss), Ha KOTOPYIO BO31I€ii-
CTBOBaJIM TOPMOHOM pocTa, KoHueHTpauus: Ca’" B
IJjla3Me KpOBU Oblja BHIIIE, YeM B KOHTPOJBbHO
rpyrre (Zhu et al., 2013). Takum o6pa3omM, comaTo-
TPOMUWH MPEAIOJOXUTENbHO OKa3bIBaeT IMIEPKAIb-
nueMuyeckuii 3(deKT, XOoTs KOJMYECTBO BHUIOB
pBIO, Ha KOTOPBIX 3TOT 3 (HeKT uayyayucs, BecbMma
orpannyeHHo (Hwang, Chou, 2013).

IMapatupeounusiii TopmoH (parathyroid hor-
mone, PTH), niu mapaTropMoH, 3KCIIpecCupyeTcs B
MapalIMTOBUIHBIX KeJIe3aX BBICIIMX ITO3BOHOYHBIX.
V MJekonuTalolrx mapaTropMoH (QYHKIIMOHUPYET
KaK TunepKaablIMEeMUYECKII TOPMOH, KOTOPBIA MO-
KET CTUMYJIMpoBaTh peabcopouuio Ca?t mouxkamu,
BO3IEHCTBYS Ha SKCIpeccuio repeHocumka Ca?t
(Hoenderop et al., 2005; van Abel et al., 2005; Guh
et al., 2015).

IIpenmomaraercs, 9To MapalIMTOBUIHBIC XKeIe3bl
MJIEKOITUTAIOIIMX 3BOJIFOLIMOHHO MPOUCXOIST U3 3Ka-
6epHoii TkaHu pri6 (Okabe, Graham, 2004). DBomo-
LIMS1 TapalllUTOBUAHBIX XeJle3 u30aBuia Ha3eMHbIX T10-
3BOHOYHBIX OT HEOOXOIMMOCTH Moriomark Ca’* u3 Bo-
Ibl, TO3BOJIMB WM DETYIMpoBarh ypoBeHb Ca’" B
CBIBOPOTKE C MOMOIIIbI0 curHajbHoro mytu CaSR—PTH
(CaSR — calcium-sensing receptor, KajJbLUi-UyB-
CTBUTEIBHBIN periernTop). Takum o6pa3oM, Imapari-
TOBUIHBIE XeJIe3bl MOTYT ObITh OMHUM M3 MEXaHU3-
MOB, 00€CIeYMBIINX BO3MOXHOCTb CYIIECTBOBAHUS
IMO3BOHOYHBIX B HazeMHoi1 cpede (Okabe, Graham,
2004; Lin et al., 2014).

IMapaluToBUAHEIE Xele3bl Y PhIO, ITO-BUIMMO-
MY, OTCYTCTBYIOT, OJHAKO Y HUX ObLIN MASHTU(MULIN-
poBaHbI aBa mapanora Pth — Pthl n Pth2 (Gensure
et al., 2004). Dxcnpeccust reHoB Pth ObIIa 3aperv-
CTpUpOBaHA B HECKOJBKHUX TKaHSIX ITaHUO-PEPHUO,
cpear KOTOPBIX KaOpbhl, MBI M Mo3r (Okabe,
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Graham, 2004; Lin et al., 2014). YposeHb Ca’>" B cbI-
BOPOTKE KPOBU 30JI0TOM pbiOKU (Carassius auratus)
MTOBBIIIAJIICA TIOCJE WHBEKIIMU TeTePOJIOTUIHOTO
PTHI1 (Suzuki et al., 2011). Takoii xke 3¢ deKT Ha-
omronancsa y nanno-pepuo (Linetal., 2014; Guhetal.,
2015; Guh, Hwang, 2017).

Kpome PTH, y psina ps106 OblT 0OOHapy:KeH Ipyroi
npeacraBureb cemelictea PTH, a uMeHHO 6elok,
POICTBEHHKII MapaTropMoHy (parathyroid hormone-
related protein, PTHrP). Cuwnraercst, yuto PTHrP
ChITpaJI KJIFOYEBYIO POJIb B 3BOIIOLIMH XKUBOTHEBIX, UTO
00YyCJIOBJIEHO 3HAUYEHNEM 3TOTO OeJika B hopMupoBa-
HUU JIETOYHBIX aJbBeOJI, HEOOXOAUMBIX HA3€MHbBIM
IMO3BOHOYHBLIM UIsI OBIXaHUS B BO3IYIIHOI Cpefe
(Abbink, Flik, 2007; Torday, 2013). PTHrP Beipatba-
TBHIBAETCSI BO MHOTHUX TKAHSIX M OKa3bIBaeT IIUPOKUIA
CIIeKTp (PU3NOJIOTMUYECKUX ACUCTBUIA BHYTPUKIICTOU-
HO, MapakKpMHHO M 3HOOKpUHHO. KirodeBass pojib
PTHrP nns HopManabHOMN KU3HEASSITEIbHOCTH ObITa
MIPOAESMOHCTPHPOBAHA HAa MbIIIaX C HOKAYTOM IeHa
Pthrp (mnu ero penenTtopa), 4To IIPUBOINIO K CMEPTU
KMBOTHBIX TIPU POXKAECHUU B CBSI3U C OTCYTCTBUEM Y
Hux anbBeo (Guerreiro et al., 2007; Torday, 2013).

PTHrP — ropMoH ¢ maefAOTpOITHbIM IEICTBUEM,
KOTOPBI OKa3bIBaET CPEIU MIPOUYUX U TUTIEPKATbLIV-
emuyeckue 3 dekTrl. Tak, Bo3aeiicTtBue N-KOHIIE-
Boro nentuna (1—38)PTHrP npuBonuio K mo3o3a-
BUCUMOMY yCWJIeHUIO HakoruieHus Ca?* y 1TuumHOK
30JI0THCTOTO crapa (Sparus aurata) (Guerreiro et al.,
2007; Guh, Hwang, 2017). PTHrP Ob11 OTKpPBIT y Ue-
JioBeka B 1987 r. B CBSI3U C HEKOTOPbIMU (hopMaMu
paka, BBLI3LIBAIOIIMMHU IMOBbIIIEHUE ypoBHsa Ca’' B
KpoBU. JlaHHOE COCTOSIHHME TIOJy4YMJIO Ha3BaHUE Ty-
MOpPaJIbHOI pakKoBOii rumepkaiblimemMun (humoral
hypercalcemia of malignancy, HHM) (Abbink, Flik,
2007). I'mnepkanbueMusi, BOZHUKAIOIIASI IIPU HE-
KoHTpoymmpyeMoii cekpermn PTHrP, asinsteTcs cnen-
CTBUEM PE30POLIMU KOCTEeil U MOMaBICHUSI DKCKpe-
uuu Ca?t ¢ Mo4oii, 4To HabOAaeTCs TAKXKE PU TH-
nepnapartupeode (Guerreiro et al., 2007).

JpyruM TOpMOHOM, OKAa3BIBAIOIIUM BIUSHUE Ha
obmen Ca’", apnsercss KopTusoi. Beuio o6Hapyxe-
HO, YTO B OTJIMYME OT MJICKOMNUTAIOIINX, Y KOTOPBIX
KOPTHU30JI OKAa3bIBAE€T TUIIOKAJIbLIMEMUYECKOE Eii-
crBue (Patschan et al., 2001), y ppI0O 3TOT TOPMOH
IEeHCTBYeT Kak cTuMyssiTop noromenust Ca?t. Eme
B 1989 roay ObLIO ITOKA3aHO, YTO BOAA C HU3KUM CO-
nepxaHneM Ca’" MOXET BbI3bIBATH ITOBBILICHUE
YPOBHS KOPTH30JIa ¥ IIPECHOBOIHOMN pamxyXKHOM (o-
penu (Oncorhynchus mykiss gairdnerii) (Flik, Perry,
1989). ¥V sToro xe Buga pbld0 BO3ACHCTBUE 3K30TCH-
HOTO KOPTM30JIa NPUBOAUT K aKTUBALIMU DKCIIpeC-
cun MPHK u 6enka ECaC B xabpax (Shahsavarani,
Perry, 2006).

Y 5MOpPHOHOB TAHWO-PEPUO IK30TEHHBIN KOPTH-
3071 BbI3bIBaJ ycuiieHue rorouenus Ca%t, a takxke
BKCIIPECCUU ecac, HO HE BIWSAI Ha 3KCIIPECCUIO

YCIIEXU COBPEMEHHOW BUOJIOTUU  Tom 141

Ne 2

MPHK Takux nepenocuukos Ca’* kak pmca2 v nex 1b
(Lin et al., 2011; Hwang, Chou, 2013). Ilpu 3ToM mo-
Ka3aHo, YTO yBEJIUUYEHUE IKCIPECCUU ecac U MOTrJo-
meHus Ca2t MoxeT 6bITh 3a0JJ0KUPOBAHO MOP(DOIU-
HOBBIM HOKayToM pelienTopoB GR (TJTI0KOKOPTUKO-
UIHBIX), HO He MR (MUHEpaJIOKOPTUKOMAHEKIX), YTO
CITy>KUT yOenuTEebHbIM JOKA3aTebCTBOM TOTO, UTO
BO3IEUCTBUE KOPTU30J1a HA pabOTY MOHOILIMTOB OCY-
ILIECTBJISIETCSI B OCHOBHOM 4epe3 CUTHAJIbHBIN MyTh
peuentopoB GR (Lin et al., 2011; Hwang, Chou,
2013).

B cBsI31 ¢ OTCYTCTBHMEM Yy KOCTUCTBIX PHIO aJTbI0-
CTepPOHCUHTAa3bl, HEOOXOAUMOM [IJIsI CUHTE3a aJlblo-
CTepOHa, KOPTU30JI Y HUX SIBJISIETCSI OCHOBHBIM KOp-
tukoctepounoM (Nelson, 2003). KopTuzon MoxeT
cBs3bIBaThes Kak ¢ GR, tak u ¢ MR, xots1 1 ¢ paznud-
HBIM CPOJICTBOM, TTPU 3TOM KaXXJblii U3 CUTHAJIBbHBIX
MyTei OKa3bIBaeT pa3IMuYHOE BO3JEeHCTBME HA TpaH-
CKPMITLIMIO TE€HOB, KOIMPYIOIIUX TEePEHOCYNKU
noHoB B xkabpax (Kiilerich et al., 2007). Paznuuue B
BO3/IEHCTBUU KOPTU30a Ha 06MeH Ca?t y Ha3eMHBIX
MJICKOTIUTAIOLIMX U Y PHIO MOXET OBbITh CBSI3aHO C
pasiauuKreM B IyTsx norsomeHus Ca?" y aTux rpynr
*kuBoTHBIX (Hwang, Chou, 2013).

Kpowme Toro, ycTaHOBJIEHO, UTO CUTHAJIbHBI ITyTh
koptu3oi—GR perynupyeT akcripeccuio peluenTopa
u ¢pepmeHTa cuHTe3a ButamuHa D (Lin et al., 2011),
YTO MpearoJiaraeT, YTo BO3AeliCTBUE KOPTU30Ja Ha
nomtomienre Ca>" MoXeT GbITbH ONOCPENOBAHO APY-
rumu pakropamu (Guh, Hwang, 2017).

KuzHeHHO HEOOXOAMMbBIM TOPMOHOM, PETYJIUPY-
oM nornoueHne Ca?* y MIEKOMUTAIOIINX, SBJISI-
ercsd ButamuH D. Komruiekcsl BuTamuHa D; u pe-
nenTopa BuTamMmuHa D (vitamin D receptor, VDR) Mo-
IYT ycuinBaTth aKcrpeccuio 6enkoB TRPV5 u TRPV6
(oprosioroB ECaC) mileKonuTaloIIux IOCPEaCTBOM
CBSI3BIBAHUSI ¢ BUTAMUH D-4yBCTBUTEIBbHBIMU 3Jie-
MeHTamMu (vitamin D response elements, VDRE) B
MMPOMOTOPHBIX O0JIACTSIX T€HOB KaJIbIIMEBBIX MeEpe-
HOCYMKOB. UMEeHHO TaKUM 00pa30M KOMILJIEKC BUTa-
MUH D;—VDR MOXeT akTuBUpPOBaTh TPAHCKPHUITLIAIO
reHa ecac (OH 3Ke frpv5) U, TaAKUM 00pa3oM, YCKOPSITh
nornowmenune Ca?t (Hoenderop et al., 2005; Hwang,
Chou, 2013). Ilo »T0i1 TIpUYMHE TAHHBIA CHUTHAJb-
HBIH ITyTh SIBJISIETCS] BAXKHBIM PETYJIITOPOM KaJlblLive-
BOTO TOMeOCTa3a y MileKonuTaomux. ['umnepkaibiiy-
eMHrUecKoe JeiicTBrue BUTaMuHa D siBjsieTcs KOHcep-
BaTUBHBIM M COXpaHsIETCSl OT pbIO A0 Ha3eMHBIX
no3BoHouHBIX (Hwang, Chou, 2013). OnHako, B OT-
JInurMe OT Ha3eMHbIX MO3BOHOYHBIX, (popMOii BUTa-
MuHa D, comepxalueiicsi B MaKCMMaJIbHOI KOHIIECH-
Tpallui B KPOBM PaIy>KHOU bopesu, SBISIETCS He
25(0OH)D;, a 1,25(0OH),D; (Fraser, 2017).

V pBIO, MO-BUANMOMY, HET TAKOM CTPOTOM CITCIIU -
duyHOCTU pacrpenecHusT (pepMeHTOB TUAPOKCHU-
JIMpoBaHuUs BUTaMuHa D, 1o opranam, KoTopast UMe-
erca y yenoBeka (Graffet al., 1999). Tak, y panykHoii
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dopenu (Oncorhynchus mykiss gairdnerii) (Hayes
et al., 1986), ammantuyeckoii Tpecku (Gadus morhua)
(Sundell et al., 1992), kapna (Cyprinus carpio) 1 a3u-
arckoro mapanuxta (Paralichthys olivaceus) (Takeu-
chi, 1994) 1,25(OH),D; cuHTe3upyeTrcs B re4yeHHu, a
He B IMOYKax, Kak y Miiekonutamiux. [Ipu atom y
psaa pel6 aKTUBHOCTh 10-TUIPOKCUIA3BI, HEOOXO-
JIUMOM IJIsT CUHTE3a JaHHOM (POpMBI TOpMOHA, OOHAa-
pyXkeHa Takxe 1 B noukax (Graff et al., 1999; Fraser,
2018).

HMmeroTcss cBemeHMsI 0 TOM, YTO OMOJIOTUYECKOE
neiicteue ropmoHa 1,25(0OH),D; nposiBiisieTcs TOJIbKO
B MIPECHOI BOJIe, a MocJje MepeMelleHUsT SBPUTATNH-
HBIX pIO B MOPCKYIO Cpeny, Iie TpeOyeTcsl He IIOIIo-
menue Ca®*, a ero sKCKpeLys, HAYMHAET JeICTBOBATh
npyrast (popMa TOpMOHA C TIPOTUBOIIOIOKHOM aKTUB-
HocTblo — 24,25(0OH),D; (Fraser, 2017). Takoe uzme-
HeHUe B paboTe ABYX (pOopM TOpMOHa ONOCPEIOBAaHO
9KCIIPECCUEN UX PELIEIITOPOB, KOTOPAsI, IIPEIITOI0KM -
TeJIbHO, 3aBUCUT OT KoHUeHTpauuu Ca’t B okpyXaro-
mieit cpene (Fraser, 2017).

Bsenenue ButamuHa D BBI3BIBAIO YBEJIMYECHUE
ypoBHa Ca?' B mnasme kposu y Ttpecku (Gadus
morhua) (Sundell et al., 1993), a Takxe 10303aBUCH-
MyIo ruriepkaibuueMuto y kapma (Cyprinus carpio)
(Swarup et al., 1991). Dx3oreHHsblii BuTamuH D
(1,25(0OH),D;), Tak Xe, KaKk U 3K30T€HHbIA KOPTH-
30JI, IPUBOAWII K yBeJaudeHuIo romtomeHus Ca’t u
9KCIIPECCUU ecac Y SMOPUOHOB aHUO-PEpPUO, He
OKa3bIBas MpHU 3TOM BO3ACUCTBUS Ha 3KCIIPECCHUIO
pmca u nex (Lin et al., 2012; Hwang, Chou, 2013).

K runoxanblimeMnyecKuM ropMOHaM OTHOCSITCS
STC-1u CT.

CraHnHnoKaJabIMH (stanniocalcin) cekpeTupyeTcst
tenbiiaMu CTaHHUYcCa, HEOOIBIIMMH SHIOKPUHHBI-
MU Xejle3aMU, TPUKPEIJICHHBIMU K MTOYKaM KOCTH-
cThIX peIo (Wagner et al., 1986; Guh, Hwang, 2017).
ITokazano, uto STC-1 mposgBiIsieT TMIOKAJIBIIMEMU -
YyecKoe JIeiCTBUE, KOTOPOE 3aKI0UaeTCs B MoaaBJie-
Huu nornoweHusa Ca?t (Wagner et al., 1986; Yan,
Hwang, 2019). T'unokaiblimemMuuyeckoe neiicTBue
STC-1 xopoIlI0 yCTaHOBJIEHO Y MHOTHX BHIOB PHIO
(Yeung et al., 2012). ¥ sMOpuOHOB OaHUO-PEPUO
HOKIAyH TeHa stc I MOp(hOIMHOBEIMU OJTUTOHYKIIEO-
TUIAMU IPUBOIWII K YBEIMYEHUIO cogepxkanus Ca’*,
nomtowenusa Ca?* u skenpeccun ecac. DU TaHHbIE
MTO3BOJISIOT TIpenanoiarath, uro STC-1 maHmo-pepuro
TTOJABJISIET SKCIIPECCHIO Te€HA ecac, UYTO, B CBOIO OUe-
pelb, IPUBOAMT K MoaaBieHuto nornoienus Ca’ty
pui0 (Tseng et al., 2009; Yan, Hwang, 2019).

XpoHUUYECKUil cTpecc, MHIAYLIMPOBAHHBIN IeKca-
METa30HOM, BBI3bIBaJI CHMKeHME ypoBHs Na®, Cl- u
Ca’", a takxe nonmwxan cekpeumio STC u3 Tenen
CraHHuyca y panayxHoit ¢openu (Oncorhiynchus my-
kiss) (Pierson et al., 2004). 3To0 MOXeT CBUACTEIIb-
cTBOBaTh 0 ToM, uTo STC-1 yyacTByeT B roMeocTase
MOHOB, oTMYHbIX oT Ca?" (Yan, Hwang, 2019).

YCITEXY COBPEMEHHOM BUOJIOTUH

Kanpiuronun (calcitonin) — HeOOMBIION ITETITU
(32 aMMHOKMCIIOTHBIX OCTaTKa), BEIpaOaThIBaeMBbIil
MJIEKOTIUTAIIMNX TapadoukyasipibiMu  C-KJeT-
KaMM IIUTOBUIHOM 3kene3bl (Baldisserotto, 2019).
VY xoctuctbix psid6 CT cuHTE3UpyeTCs B OCHOBHOM B
yabTUMOOpaHxruanbHou xeneze (Guh et al., 2015).
VYabTuMoOpaHxualibHas kKejie3a MPOUCXOIUT U3 T10-
CJISIHEro TJI0TOYHOTo Melroyka. OHa roMoJIorTMYHa
C-kjeTKaM IIUTOBUIHOM Xeae3bl MIEKOMUTAIOIINX.
B samGpuoreHnese miiekonuTapmmx C-KJIETKH BXOISIT
B COCTaB IIMTOBUAHON Xeje3bl Kak napadoyIuKy-
JIIpHBIE KJIETKU. Y TaHUO-pepro causiHust C-KIIeToK
C IIIMTOBUIHOM XeJIe30i He TPOUCXOIUT, U OTU KJIeT-
KU OCTAlOTCSl B BUZE OTIAEIbHOM YIbTUMOOPaHXUAb-
Hoii xene3bl (Holden et al., 2013).

CT cuuraeTcs TUIIOKAJbLIMEMUYCCKIM TOPMO-
HoM pbi06 1 miekonuTatoiux (Evans et al., 2005; Guh
etal., 2015). bru1o moka3aHoO, YTO MHBEKIIMSI TOMOJIO-
rU4HOro uiau rereposornyHoro CT BbI3bIBaeT TUIIO-
KaJiblimeMuyeckue 3¢@eKThl y pa3HbIX BUIOB PHIO,
cpeny KOTOpBIX cKaT-XBOCToKod (Dasyatis akajei)
(Sasayamaetal., 1992), oobikHOBeHHBbI# Kapn (Cypri-
nus carpio) (Chakrabarti, Mukherjee, 1993) u 3o10T1as
peioKa (Carassius auratus) (Sasayama et al., 1993).
YV 5MOpHOHOB HAaHMO-PEpPUO, Ha KOTOPBIX BO3ACH-
CTBOBaIM BOJOM C BBICOKMM conepxaHuem Ca’’,
BKCIIPeCCUs] TeHa KaJbLIUTOHMHA U €ro pelenTopa
ObLIa ITOBBIIIIEHA, TOIAa KaK dKCIPECCHUsl ecac CHU-
xkanachk (Lafont et al., 2011). Hekotopsie pe3yibTaThl
npenaronaraoT Hannane npyxdaszHoro addekra CT.
VY sMOpnoHOB maHMo-pepno omnocpenoBaHHoe CT
cHmkeHue nornowmeHus Ca’t MpuBOAUT K KpaTKo-
CPOYHOI TUMOKAJIBIIMEMUHU. DTO, B CBOIO OYepellb,
MOXET aKTUBUPOBATh TUIIEPKAIbLIUEMUIYECKUE CUT-
HaJIbHbIE MyTU, YTO MIPUBOAUT K KOMIEHCALIUU JUC-
OajlaHca KaJbIIMEeBOTO OOMEHa TP ITOCPEACTBE TH-
MePKATbIUEMUIYECKIX TOPMOHOB M PAa3IWYHBIX IT€-
peHocunkoB Ca?t (Hwang, Chou, 2013). Taxkum
o0pa3oM, B paboTe KaJbLIMOTPOITHBIX U TUTIOKATbIIM -
€eMHUYECKUX TOPMOHOB MOTYT TIPOSIBISITbCS “TLIIOC-
MUHYC-B3auMOICHCTBUS .

Topmonanvhasn pecyaayus noeaowenus Na* u Ci-

VYV KOCTHCTBIX PBIO, OONTAIOIINX B MOPCKOIf Bog,
OCMOTHYECKas TTOTePs BOAbI YPaBHOBEIIMBAETCS T1O-
CPEeICTBOM 3arjlaTblBaHUs BOABI C MOCIEAYIOLIUM TTO-
rnoieHreM NaCl B kuineunuke (Hickman Jr., 1968).
BosHukaroas B pesyibTaTe 3TOro cojieBasi Harpyska
JI0GaBIsIETCs K TOM, KOTOpasi MPOMCXOIUT 3a cueT nud-
(y3MOHHOTO MPOHUKHOBEHMSI COJIM Yepe3 KaOphbl.
CyMMapHbIii coJieBoii 6ajaHC BOCCTaHABIMBAETCS 3a
cueT akTuBHOM aKkckpenu NaCl xxabepHbIM 3TTUTEe-
JIneM, MOCKOJbKY OTCyTcTBUE neTiu ['eHe B Hedpo-
Hax He IT03BOJIsIeT phl0oaM MpOoAyIMPOBaTh MOUy 00-
Jiee TUIIEPOCMOTUYHYIO, 4eM IutazMa KpoBu (Evans
et al., 2005).
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B mipecHoit Boae pbIOBI, HAIIPOTUB, HOKHBI aK-
tusHO nomtowarsk Na* 1 Cl~, TOCKOJIIBKY OCMOJISTb-
HOCTb MJIa3Mbl KPOBU B 3TUX YCJIOBUSX BBIILIIE OCMO-
JsmbHOCTH cpennl (Edwards, Marshall, 2012). OomeH
MOHOB HATPHsI 1 XJI0pa Y IIPECHOBOAHBIX PBIO peryiin-
pyeTcsl TaKUMU CUTHAJIbHBIMU MOJIEKyJIaMU KaK KOp-
TU30J1, TIPOJAKTUH, KaTeXOJaMHUHBI, CEPOBOIAOPOI,
STC-1, nentuasl CGRP, a Takke peHUH-aHTUOTEH-
3UHOBOM cucteMoit. 13 3Tux ¢pakTopoB rUImoHaTpU-
€MUYECKUM SIBJISIETCSI CEPOBOJOPOI, a TUITOXJIOpe-
mudeckumu — STC-1u CGRP.

KopTtuzon cuuraercss mepekirodyareneM BOIHO-
COJIEBOTO OOMEHA TIpU ITIEpEeMEIICHUN PBIO MEXKITY
Mopckoii u mpecHoii cpemoii (McCormick, 2001;
Evans et al., 2005; Takei et al., 2014; Guh et al., 2015;
Guh, Hwang, 2017). BmecTte ¢ TeM posib KOpTU30Jia B
OCMOPETYJISIINY ABOMCTBEHHA, TTOCKOJILKY Y DBpUTa-
JIMHHBIX BUIOB PHIO OH y9aCTBYET B afanTallul KaK K
COJIEHOI, TaK 1 K mmpecHoit Bone (McCormick, 2001).
st nuddepeHIMPOBKU MOHOIIMTOB Xabp Mo MOp-
CKOMY THUITY HEOOXOIMMO COBMECTHOE ACUCTBUE KOP-
TM30J1a 1 COMATOTPOIIMHA, MO IIPECHOMY — KOPTH30J1a
u npoaaktuHa (McCormick, 2001; Sakamoto, Mc-
Cormick, 2006).

Y naHno-pepro KOPTU30JI YI4aCTBYET B PEryJISIIIUN
mornmomenuss Na* (Kumai et al., 2012a). Takasa
¢GYHKIMST KOPTH30Ja OIIOCpeIoBaHa pelelTopaMu
GR, a He MR, 4T0 OBLIO TTOKa3aHO KaK B (papMaKo-
JIOTMYECKUX UCCICAOBAHUSIX, TAK M B OKCIIEPUMEHTaX
¢ HoknayHoM reHoB (Guh, Hwang, 2017).

C apyroii CTOPOHBI, UMEIOTCS J0KA3aTeIbCTBA TOTO,
YTO KOPTU30JI MOXKET IMTOAABIATE notepio Na*, usme-
HSIST TIPOHUIIAEMOCTD SIuTeust. Bo3neiicTBre aK30-
reHHOT'O KOPTHU30J1a Ha IMYMHOK JaHUO-PEePUO MpU-
BOJIUJIO K 3HAYUTEILHOMY YBEIUUEHUIO SKCITPECCUM
GEJIKOB IIJIOTHBIX KOHTAKTOB — OKKJTIOAMHA-a 1 KJla-
yIMHa-b, 4TO COIMPOBOXIAAIOCH CHUXXEHUEM Iapa-
LIEJUTIOJIIPHO TPOHUIIAEMOCTU TP  BO3IECUCTBUU
kucioii cpensl (Kwong, Perry, 2013). JlanHbIe 3¢ dex-
Thl KOPTHU30JIa TaKXKe OIOCPEIOBaHBI pelenTOpaMu
GR, mockonbKy HoKAayH peuentopoB GR ycrpansn
BO3JEMCTBYE KOPTHU30J1a Ha ITapaleLTIOJIS PHYIO TIPO-
HULIaeMocTbh. K ToMy Xe, y MOp(aHTOB C OTKJIIOYEH-
HeiMU GR BoszmeiicTBHEe KUCITON cpelbl BBI3LIBATIO
6oJice BBEIpaXKeHHOE YBEeJIMUEeHUE TapaleUTIONIpHOI
MPOHUIIAEMOCTU (M 0oJjiee 3HAYUTEIbHYIO ITOTEPIO
Na* nyrem muddysnun), 4eM y pbid B KOHTPOJBHOI
rpymine (Kwong, Perry, 2013).

T'opMoH runogusa MpoJakKTUH HEOOXOOUM MIJIst
aganTaluuy K IIPEeCHOil BoIE, OJHAKO MEXaHU3MBI
BO3MIEMCTBUS IIPOJAKTMHA Ha TPAHCIIOPT OTAEJIbHBIX
BUIOB HOHOB JOJro€ BpeMsI He OBLUIM PaCKpPbITHI
(Manzon, 2002; Sakamoto, McCormick, 2006;
Breves et al., 2014; Guh et al., 2015).

Ha osBpurammaHoii MO03aMOWKCKON TWIISIITHN
(Oreochromis mossambicus) 1 Ha JAaHUO-PEPUO OBLIO
MOKa3aHO, YTO B IIPECHOI BOJIE ITPOJIAKTUH CTUMYJIV-
pyer muddepeHipoBky NCC-3KcIpecCupyonmx
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WOHOILIMTOB M, COOTBETCTBEHHO, SKCIIPECCHIO TIepe-
HocuukoB NCC (Breves et al., 2014; Guh, Hwang,
2017). YuutsbiBasi, uto y nanuo-pepuo NCC sBrsieTcst
KJTIOYEBBIM (PaKTOPOM, HEOOXOMMMBIM IIJIsI ITOTJIOIIE-
HMA He ToJbKo Na®, Ho u Cl~, 5T1 TaHHBIE TTO3BOJISI-
10T TIpEeAIoiaraTh, YTo MPOJaKTUH BIUSIET Y PhIO 1 Ha
obmen CI.

3HaueHWe MPOJAaKTUHA IJIs MOTIJIOIICHUS NOHOB
ObLIIO TOMOJIHUTENBHO MOATBEPXKACHO B MCCIeN0Ba-
HUSX Ha JIMYMHKaX JAaHWO-PEpUO C HOKAyTOM TreHa
nmpojlakTuHa. B 3Tux paboTax moka3aHo, YTO IIpU
ajanTalyu K MPecHOl BoJe MPOJIaKTUH UTpaeT KIIto-
YEBYIO POJIb B PEryasdliMd MMEHHO TMOMIOIIEHUS
MOHOB, a HE TOJIbKO OCMOJISIpHOCTU. B xkabepHoi1 06-
JIaCTH TeJjla TUUMHOK C HOKAyTOM T'eHa MpoJIaKTUHA K
MSITOMY JTHIO TI0CJIE OTUIOJOTBOPEHMS CHMXKAJIaCh DKC-
npeccusi NCC2b u KonmyectBo noHouutoB NCCC,
YTO MPUBOAWIO K HApPYLIEHUIO Y 3TUX MYTaHTHBIX
pbi6 nomtomenus Na®™ u Cl~ Ha 11eCTOi JeHb Mociie
omwnonorBopenus (Guh, Hwang, 2017).

XOpoI10 M3BECTHO 3HAYEHHE CUCTEMbl PEHUH—
aHruoteH3uH Il B ycuyneHun peadbcopOLUM COJMU B
noykax miekormraiomux (Guh et al., 2015). Umeror-
Cs1 TOKa3aTeabCTBa TOro, YTO JaHHAS TOPMOHAaIbHAas
cucTeMa BIUSIET Ha 0OMEH MOHOB U y pbIO. Tak, 1mo-
Ka3aHO, YTO KOMIIEHCAaTOPHOE YCWJIEHHE IIOIJIOIIEe-
HuA Na' y IMYMHOK JaHUO-PEPUO TIPU OCTPOM BO3-
NEMCTBUM KUCIION WIN OeIHOIT MOHAMU BOABI MOXET
OBITh YACTMYHO 3a0JI0KMPOBAHO aHTAarOHUCTOM pe-
nenTopa anrnoteHsuHa II. Kpome Toro, HoKmayH re-
Ha peHWHa MPeloTBpaIlaeT CTUMYJISILIMIO TTOIJIoNIe-
Husa Na' 1ocjae ocTporo BO3IENCTBAA KHUCIIONA WIU
oemHoi nonamu Boasl (Kumai et al., 2014). [leiicTBue
PAC B jaHHBIX YCIOBUSIX, IO-BUAUMOMY, HE 3aBUCUT
OT KOPTU30J1a, TTOcKoAbKy HM RU486 (aHTaroHucr
GR), Hu HokmayH GR He BIMSIM Ha CTUMYISILIAIO
noromienust Nat B otux yenosuax (Kumai et al.,
2014; Guh, Hwang, 2017).

KarexonamMuHbl, BBICBOOOXIaeMble JMOO U3
HEPBHBIX OKOHYAHM, IN00 13 XxpoMahOUHHBIX KJIe-
Tok (Reid et al., 1998), urpaioT BaxkHy10 pojb B MOH-
HOM pETyISlMM IIPECHOBOMHBLIX PHIO, BO3IACHCTBYS
Ha O~ ¥ B-anpeHepruveckue perentops (Evans et al.,
2005; Guh et al., 2015). IToka3zaHo, 4YTO KaTeXOJIaMU-
HBI BHOCAT BKJIAJ B nomiomeHue Na* noHouuramMu
nanuo-pepuo (Evans et al., 2005; Hwang, Chou,
2013). B vactHOCTH, HOKAYT -aApeHEePruuecKmX pe-
LHEeNTOpPOB  cIieHupUIECKUMHU  MOP(POITUHOBEIMU
OJINTOHYKJICOTUIAMM TIPUBOAMI K HApYLUICHUIO I10-
rioleHus Na®™ B Kciioil wim 6e1HO MOHAMHU BOJE
(Kumai et al., 2012b).

XoTs OorbIIast 9acTh MCCIeTOBaHUI (POKYCHUPYET
BHUMaHMe Ha TOPMOHAJILHBIX MEXaHU3MaX, y4acTBY-
IOLIMX B cTUMYJIssmM rorstomenust Na*™ u Cl-, pa6o-
Thl Ha JTaHUO-PEPUO TTO3BOJIMIN OOHAPYXKUTH OTPU-
LIATEJBbHYIO PETYNISLUIO ITOIIOIMIEHUSI COJU Y PHIO.
boio nokasaHo, yto cepoonopon (H,S), ra3, urpa-

2021



182 PEHIAKOB

IOIIMI BaXXKHYIO POJIb B PETYJISIIMU KapAUOpECIIpa-
TOpPHOI (DYHKIIMM U CEHCUHIE KUCIOpOIa, MOXKET
ctumyauposaTth nornomeHne Ca?t (Kwong, Perry,
2015). Kpome Toro, 3Ta cCUrHajbHasi MOJIeKyJia sSIBJIsI-
€TCs OTPULATEJbHBIM PETYISITOPOM TOIJIOLICHUS
Na*. Tak, 1oGaBJIeHUE B MOAKUCIEHHYIO BOIY, B KO-
TOPOIi HAXOAWINCHh SMOPUOHBI JTAHUO-PEPUO, CYJIb-
duna HaTpus (TUAPOIUIYIOIIETOCS C 00pa3oBaHUEM
H,S) npuBoauiao K 3HaYUTETbHOMY CHUXXEHUIO MO-
rmomienust Nat. Takoit addekT He HabIOmaNCd y
Mop¢aHTOB JAaHUO-PEPUO, Y KOTOPHIX IO IIPUIYNHE
HOKayTa gcmZ2 OTCYyTCTBYIOT MoHomMTEH HR, m Na®
norioiaercs B ocHoBHOM noHonutamu NCCC. Oto
MO3BOJISIET Nipeanonarath, yTo H,S Bo3neiicTByeT Ha
nomtowenue Nat yepes nepenocunku NHE3b, a He
NCC2b (Guh, Hwang, 2017).

OTHOCUTENIBHO Majl0 M3BECTHO O TMITIOXJIOPEMMU-
yeckux a3 dexTax ropMOHOB y pbI0. Takue a3hdeKkTh
moryT oka3beiBath STC-1 n menrtmn, CGRP.

Boiire yxxe ymoMmHanioch O TOM, UYTO CTaHHMO-
KaJIBLIMH Togasisier nomtomenue Ca’’. JlanbHeii-
e ucciaenoBanms nokasanu, 4to STC-1 oka3biBaeT
OoJice IIMPOKOE AEHCTBME HA MOHHBLIM OOMEH, He
OrpaHUYeHHOE BO3AEICTBMEM TOJBKO Ha 00MeH Ca?’
(Chou et al., 2015). Tak, cBepxakcrnpeccust STC-1
npuBoauia K cHkeHuto skcnpeccuu ECaC, NCCu
HA c comyTrcTByOIIMM CHUKEHUEM COIEpPKaHUS
Ca?*, Na* u Cl~ B opraHM3Me, a Takxke K yMeHbLIe-
Huto cexkpeunu H*. HoknayH reHa stc- I BbI3bIBas 00-
patHbie 3¢hdexTel. KpoMe Toro, yBeJlmuyeHUE 3KC-
npeccun STC-1 BBI3bIBAJIO CHUKEHUE KOJIMYECTBA
KJIETOK-TIPEAIIECTBEHHUKOB MOHOIIMTOB M 3PEJIbIX
MOHOILIMTOB B KOXe 3MOPUOHOB AaHUO-pepuo. Ta-
KuM obOpaszoM, STC-1 saBasiercsd oTpulaTeIbHBIM
PEryJISITOPOM KOJMYECTBA MOHOIUTOB M COOTBECT-
BYIOILIUM 00pa3oM CHUXaeT UX (GYHKIMOHAIBHYIO
akTuBHOCTB (Chou et al., 2015).

Jpyrum peryiastopom noriromteHust Cl— gaBnsgercs
TEITU/T, OTHOCSIIIMICS K TeHY KaJIbLIMTOHMHA (calci-
tonin gene-related peptide, CGRP). CGRP -—
cIUiaiic-BapyMaHT KaJIbLIMTOHMHA, HO B OTJIMYHUE OT
nociaenHero CGRP obnagaeT He rurokaablimeMuye-
CKUM, a TUIOXJIOPEMUYECKUM JCUCTBUEM. YBeJIMUe-
ane skcrpeccun CGRP y amumHOK maHmo-pepno
MpUBOAWIO K cHUxKeHHuIo 3kcrnpeccun NCC2b u K
zamemieHuo TomnomeHuss Cl-, m Haobopor. HaH-
HBIN 2(DHEKT OCYIIECTBISIETCS Yepe3 U3MEHEHUE KO-
mmyecTBa KiteTok NCCC, IIOCKOJIbKY HOKIayH crirl
(peuentopa CGRP) nnpuBoaui K yBeJTMYEHUIO TIJIOT-
HOCTHM KJIETOK, 3kcipeccupywiux NCC2b (Guh,
Hwang, 2017).

Topmonanvras pecynayus sxckpeyuu H*

CBeneHUsI 0 TOPMOHAJILHOM PEryIsilur KUCIOT-
HO-II[EJIOYHOTO PaBHOBECUSI Y PBIO (hparMeHTAPHHEI.
B OoapIIMHCTBE MCCIeqOBaHU ITO 3TOIM TeMe BHU-

YCITEXY COBPEMEHHOM BUOJIOTUH

MaHue (OKycUpyeTcsl Ha Peryjsiydu TpaHCHopTa
MOHOB TIpU HU3KMX 3HadeHUssX pH (“KucaoTHBIN
cTpecc” B MPOTUBOIIOJOXHOCTh “IIEJIOUHOMY”).
HMmeroTcs cBeneHusi, 4To Mocje BO3AEUCTBUS TOM-
KUCJIEHHOI BOJABI MPOUCXOAUT MOBBIIIEHNE YPOBHS
TakKuMX TOPMOHOB, Kak KopTu3on (Kumai et al.,
2012a), nmpoaakrun (Flik et al., 1989b), comaTtonak-
tiH (Kakizawa et al., 1996), sunorenuH 1 (Guh et al.,
2014) v anrnoteH3uH I1 (Kumai et al., 2014).

M3BecTHO, 4TO Y pHIO KOPTU30J yIacTBYeT B pe-
rynauun skekpeunu HY. Tak, mpu XpoHUYECKOM
BBEASHUM KOPTU30JIa B OPIOIIHYIO MOJOCTh IIPECHO-
BOMHOI panyxHoil dopenu (Oncorhynchus mykiss)
HaO0I0aJI0Ch TOBBIIIEHWE aKTUBHOCTH HA, ocy-
HeCTBIAONEeN skckpennio H* B xabpax (Lin, Ran-
dall, 1993). BozgeiicTBue 3K30reHHOIO KOPTH30Ja
MPUBOIWIIO K YCWIEHUIO 3Kckpeumn H 1 ysenuye-
HUIO 9KCHPECCUM TTEPEHOCUYMKOB, CBSI3aHHBIX C 3KC-
kpeuueit H*, B 060J104Ke KEITOYHOTO MELIKA SMOPU-
oHoB gaHuo-pepuo (Lin et al., 2015). Kpome Toro, mo-
Ka3aHO, YTO 3TO YCHJICHHE OMNOCPEIOBAaHO IJIaBHBIM
obpaszom perentopamu GR, a He MR 1 nocturaercs
HE TOJIBKO 3a CYET Peryjsiiyuy oOIlero KoJiMuyecTBa
noHouutoB HR, HO u 3a cyeTt ycuiaeHust paboThl OT-
nenpHbIX moHoumToB HR (Lin et al., 2015; Gubh,
Hwang, 2017).

BoznaeiicTBue kopTu3ojia MPUBOAUT K YBeJIuve-
HUIO KOJMYECTBA MOHOLIUTOB (B TOM 4YUCJIiE, KIETOK
HR) uyepe3 GR-3aBucumoe yBeueHre 3KCIIPECCUm
daxkropa Foxi3a (Cruz et al., 2013). DTo npeamnoiara-
€T, 4YTO KOPTU30JI BIUsET Ha cekpeunio H, o kpaii-
Hell Mepe, YaCTUYHO, peryaupys npoiaudepanuio u
nuddepeHrpoBky uononutoB HR (Cruz et al.,
2013; Guh et al., 2015).

OHAOTEJIMHBI — 3TO CEMENMCTBO U3 TPEX NMENTU/IOB,
cocTosiux U3 21 amuHoKucJIoTHOrO ocrarka. K ce-
MelcTBY oTHocsATcs 3HAoTeauHbl 1, 2 u 3 (EDNI,
EDN2 u EDN3), KoTOphle Y4aCTBYIOT BO MHOXECTBE
¢dU3MoI0rnUecKux NpoleccoB, B YaCTHOCTHU, B PeTy-
JISILIMU TOHYCA COCYIOB U TpaHCIOPTa BOJABI U MOHOB
B noukax (Kohan et al., 2011). EDN1 saBnsieTcs pery-
IATOpOM cekpenuy H' B moukax MIIEKOITUTAIOIIX
(Wesson, 2011).

Csepxakcnpeccusi EDN1 npuBoauT K yCUISHUIO
sKckpeunu H U3 Koy SMOPUOHOB, TOTIA KaK HOK-
JlayH pelienTopa dHIOTeINHA ednraa BHI3BIBAaCT 3Ha-
YUTEJIbHOE CHIDKEHME 3KCKPELUM IIPOTOHOB, MHIY-
nuposanHoii EDN1 win 3akucnennem cpeasl (Guh
et al., 2014, 2015).

PenenTop ¢/, poACTBEHHEIII 3CTPOTE€HOBOMY pe-
nenTopy (estrogen-related receptor o), — opdhaHHbBIA
SIAEPHBIN pelienToP, KOTOPBI UTPaeT BaxKHYIO POJIb B
aJalTUBHBIX META00JIMYECKMX PeaKILUSIX B YCIOBU-
sIX, COITPOBOXAAIOIIMXCS YBEIIMUYCHUEM DHEPreTude-
CKMX 3aTpar, TaKUX KakK Bo3leiicTBue xoiona, hpusm-
yeckas Harpy3ka u rojoganue (Villena, Kralli, 2008).
BaxHo, 9To MeTaboM3M B 3THUX YCIOBUSIX OOBITHO
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COMPOBOXIAETCS YCUJIEHUEM MTPOAYKIIUU OpraHuyve-
CKUX KHUCJIOT, KOTOPbIE MOTYT yIrpoXaTh KUCJIOTHO-
IIeJIOUHOMY paBHOBecuio opraHusma (Guh et al.,
2016). HokmayH reHa esrra, IpoOIyKTOM KOTOPOTO SIB-
nssetcss ERRo, Hapyiaer skckpenuio H* kak B opra-
HU3ME B LIEJIOM, TaK U B OTAeNbHbIX HOHOLIMTax HR.
OTO COMPOBOXIAETCS CHUXKEHUEM KOJMYECTBa Kile-
Tok HR, a Takke CHUXXeHHUEM 3KCIPecCUu TeHOB, He-
0OXOOUMBIX [UIA SKCKpemmu H' u sHepretmyeckoro
Metabomama (Guh et al., 2016). Takum oopazom, ERRa
MOIyJIUpyeT 3KcKpernio H*, Bo3meicTBYsT Ha DKC-
MPECCUI0 TIEPEHOCUYMKOB, TUMdHEpeHIINPOBKY MOHO-
LIUTOB U BHepreTndyeckuii Meraboausm (Guh, Hwang,
2017).

Ellle omHUM peryasiTopoM akckpeunu H* saBiser-
cs1 craHHnoKanbIuH. CBepxakcrapeccust STC-1 mpu-
BOIMJIA K CHIDKEHUIO 9Kcnpeccu HA 1 K yMeHbIIIe-
Huto cexkpeunu H*. HoknayH reHa stc- I BbI3bIBas 00-
patHble addexThl (Chou et al., 2015).

+
FO])MOHa/leaﬂ pecyaiayusa IKCKpeyuu NH4 U MOUYEB6UHDbL

B ortnnume oT MJIEKONUTAIOMIMX, KOTOPHIC KC-
KPETUPYIOT B KAUYECTBE KOHEYHOTO ITPOIYKTA a30THO-
ro oOMeHa MOYEBUHY, KOCTUCTHIE PHIOLI B OCHOBHOM
SIBJISTFOTCSI aMMOHMOTEJIMKAMU, TO €CTh 9KCKPETUPY-
IOT a30T IJIaBHLIM 00pasoM B Buae aMMoHus. Ilo-
CKOJIbKY KOCTHUCTBIE PBIOBI MOTYT 3KCKpPETUPOBATh

NHI HEMOCPEACTBEHHO B OKPY>KAIOLIYIO BOAY, UM HE
TpeOyeTcsl 3aTpadyrdBaTh SHEPrUIO Ha IIpPeBpallleHue

NH} B MEHee TOKCHMYHYIO MOuYeBMHY. Bo3MOXHO
TaKKe, 4TO KaOphl PBHIO IKCKPETHUPYIOT HE HMOHBI

.
NH,, a ra3 NH;, yro npezarmnoJsiaraercs B uccjienoBa-
HUSIX MO CBSIBBIBAHUIO KUCJIOTHBIX 3KBUBAJIEHTOB B

cocTaBe NH4+. IIpu >ToM 3aKuUCIEHHE CJIOSI BOIBI,
MpUWIETralIlero K kabpam, o0Jer4yaeT 3KCKpPEIUIo

NH, (Wright et al., 1989).

O TOpMOHAJIBHON PETYISILIMHN SKCKPEIUN NHZ
u3zBecTHO KpaitHe maino (Wilkie, 2002). ITockojbKy
aMMMaK U aMMOHUI SIBJISIIOTCS Y PbIO €CTECTBEHHBI-
MU KOHEYHBIMHU IIPONYKTaMM KaTaOojim3Ma OeJIKOB
(Wright, Wood, 2012), ropMOHBI, CTUMYJIUPYIOIIHUE
Takoii KaTaboju3M (HaIlpuMep, KOPTU30), ITO-BU-
IVMMOMY, IOJDKHBI CIIOCOOCTBOBAaTh OOpPa3OBaHMIO
aMMOHUS M, BO3MOXHO, €TI0 9KCKPELIMN.

He Bce pwIOBI SBIISIIOTCS aMMOHMOTeTMKamMu. Ha-
npumep, xkabyH (Opsanus beta) ob1amaeT IIOJTHOCTBIO
(GYHKIUOHAIBHBIM LIMKJIOM OPHUTUH—MOYEBUHA U
SIBJISIETCSI OMHOM M3 HEMHOIMX KOCTUCTBIX PbIO, KO-
TOphIe, OyIy4r B3POCIBLIMM, MOIYT BBHIAEISITH CBOU
a30TUCTHIE OTXOObl B OCHOBHOM B BUJE MOYEBUHBI
(To ecth saABIsIeTcAa ypeoTeaukom) (Fulton et al., 2017).
B nipupone skaGyHbBI 3KCKPETUPYIOT a30T B Buue 50%
MoueBUHEI 1 50% amMuaka. BeiBeneHre MOUYEBUHBI
CIYKUT “XUMWYECKHUM TUIAIOM”, 9aCTUIHO MAaCKHU-
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PYIOIIMM 3arax aMMMaKa M 3allMINAIOIIMM OT XUIII-
HUKoB (Barimo, 2004). B m1abopaTopHbBIX yCIOBUSIX,
MpU CO3JaHUU CTpeccupymlleil cpenbl (repeHace-
JIECHHOCTbh WJIY OTPaHUYEeHUE IOABMKHOCTH ) Y ITIOBBI-
IIIEHUHW yYPOBHS KOPTU30Ja, y XKabyHa MOXET OBITh
nHAyuuposaHa oyt 100%-Hast ypeorenus (Hop-
kins et al., 1995; Wood et al., 1997, 2001), yTo cBsI3aHO
C akTuBauueil (epMEHTOB BBIPAOOTKM MOYEBUHEBI
(Hopkins, et al., 1995) u c yBeauuyeHueMm B kabpax
akcnpeccun Oenka-nepeHocunka tUT, HeoOxomum-
MOro pajs oOJierdeHHONH 1Iuddy3uu MOUYEBUHBI
(Walsh et al., 2000). MoueBuHa BbIIEIsIETCS TIPU
atoM uepe3 tUT oTmenbHBIMYU UMITYJIBCAMM, IJISIIII-
MUCSI OT OTHOTO JIO TPeX 4YacoB, OAWH WJIU JIBa pa3a B
neHb (Wood et al., 1995, 1997, 1998). Kpome Toro,
KOPTHU30JI Y9aCTBYET B PETYJISILIMU ITyJIbCUPYIOIIEH
9KCKpPELMM MOYEBUHBI, T.K. 3a ABa—YEeThIpPE Yyaca 10
UMIIYyJIbca BKCKPELIMU MOUYEBUHBI YPOBEHb KOPTHU30-
JIa B TUIa3M€ KPOBU IIOHIKAETCS, 3aTEM IIPOUCXOIUT
9KCKpeLYs, 1 YPOBEHb KOPTHU30Ja OBICTPO BOCCTa-
HaBiuBaeTcst (Wood et al., 1997, 2001). CHuxeHue
YPOBHSI KOPTHU30Jia HE MHAYLIMPYET IIyJIbCUPYIOLIYIO
ceKpelMio MoueBUHBI Harpsimyto (Wood et al., 1997,
2001, 2003). Cuuraetcs, 4TO 3TOT 3(ppeKT onocpeno-
BaH CEpOTOHMHOM U ero penentopom (Wood et al.,
2003; Fulton et al., 2017;).

VpeotrennkaMu SBASIOTCS PBIOBI, agalTUPOBaH-
HbIE K XKU3HU B ILLIEJOYHOM Cpe/ie C OUeHb BHICOKMMU
sHaueHuaMmu pH (Wilkie, Wood, 1996). BrionHe Bo3-
MOXHO, YTO Y Y HUX IPOAYKIIUS U CEKPELsI MOUCBU -
HbI PETYJIMPYIOTCS KOPTU30JIOM.

SAKJTIOYEHUE

Bo3MOXHOCTH CyIIeCTBOBaHMS PhIO KAKOTO-JTMO0
BUIA B OIIPEeACICHHOM IMaria3oHe 3HAYeHUil coJjie-
HOCTH CpeIbl 3aBUCHUT OT 3P(PEKTUBHOCTA OCMOPETY-
JISTOPHBIX MEXaHU3MOB U, B YACTHOCTH, OT BO3MOX-
HOCTEll TOPMOHAIBLHOM peryisanuu. CuuTaeTcs, 4To
COBPEMEHHbBIE KOCTHUCTBIE pPBIOBI IIPOM3OILIA OT
MopcKux mporono3BoHo4YHbIX (Evans et al., 2005),
KOTOpBIE 3aTeM MHOTI'OKPATHO 3aCe/IsUId IIPEeCHBIE U
coysioHoBaThie BomoeMmbl (Smith, 1932; Marshall,
2002; Ditrich, 2007; Dymowska et al., 2012). 3acene-
HUE IPECHBIX BOJIOEMOB OBL10 ObIl HEBO3MOXKHBIM 0€3
aJarTUBHBIX IIePECTPOEK SHIOKPUHHONM CUCTEMbI U
3(PEKTOPHBIX OPraHOB, OCYIIECTBSUISIIOLINX OCMO-
PETYISLINIO — Xa0p, KAIIeYHUKA 1 ITo4eK. Pa3Ho00-
pa3ue MOHOLIMTOB Xalp U PeTyJIMPYIOIINX UX TOPMO-
HOB Yy pa3HbIX BUAOB PHIO MOXET OBITh CJIEICTBHUEM
MMEHHO HEOTHOKPATHOI'O 3aCeICHUS IIPECHBIX BOJIO-
eMoB. TakoMy pa3sHOOOpa3nio, KOHEYHO, CITOCO0-
CTBOBaJIa U TIOJJHOT€HOMHas AYTUTMKALMS, TPOU30-
menias IIpu (QOpPMUPOBAHMM KOCTHUCTBIX PbIO U
o0ecrieynBIIasi HEOOXOIUMBIN IJIs1 9BOJIIOLIMU TeHe-
TUYECKUIA MaTepural.

Ha opranHoM ypoBHE CyllIeCTBEHHOI O0COOEHHO-
CTBIO DHIOKPUHHOI CUCTEMBI PHIO SIBISICTCSI OTCYT-
CTBME ITapallUTOBUIHBIX 3KeJIe3 MPpU HAJIMYMU IBYX
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JIOTIOJTHUTEJIbHBIX KeJie3, OTCYTCTBYIOLIUX Y MJIEKO-
MUTaIIMX, a UMeHHO Tejiel CtaHHUyca U ypodusa
(Bentley, 2002). Ypodus pacroyioxkeH B KayaaabHOMI
YacTy CIIMHHOTO MO3ra 1 BbIpabaThIBaeT Ba TOPMOHA,
HEOOXOIMMBIX JUISI KM3HM PbIO B MOPCKOM cpene, —
ypoteH3uH I u yporeH3uH II. Ha Heckonbkux Bumax
MOPCKHUX PbIO TTOKa3aHO, YTO YpOTeH3UH I cTumMynu-
pyeT akckpeuuto Cl-, a yporeHsuH Il — nomasnsier
(Marshall, 2019). [letanbHoe paccMoTpeHue (yHK-
LIUM YPOTEH3UHOB BBIXOIUT 32 PAMKU JAHHOTO 0030~
pa, MOCKOJIbKY €ro TEMOIi SIBJIsIeTCSI B OCHOBHOM pe-
TYJISIMsI MOHHOTO 0OMeHa B PECHOBOIHOM cpejie.

HecMmoTps Ha pa3zHooOpasme, MHOTHE CHUCTEMBI
WOHHOM pEeTyJsILMU TIPOSIBJISIIOT KOHCEepPBAaTU3M.
KoHcepBatuaM NposiBisieTCsl, BO-TIEPBBIX, B CXOM-
CTBE OEJIKOB-TIEPEHOCYMKOB, 0O0CCIEeUMBAIOIINX
TpaHCHOPT MOHOB U B 3Kabpax phIO, U B IIOYKAX MJIE-
KOMNUTAIOIIVX, BKIIOUasl yelioBeKa. Bo-BTOpBIX, IT0O-
BOJIbHO KOHCEPBATUBHBI HEKOTOPHBIC CUCTEMBI TOp-
MOHAJIbHOI peryJisiiiy, HalpuMmep, CTPYKTypa u
CUTHAJIbHbIE IIyTU IapaTrOpMOHA, KaJIbLIMTOHUHA,
BUTaMMUHa D 1 X peLienTopos.

MexaHn3MBI TOPMOHAJIBHOM PeryJISilini UIOHHOTO
oOMeHa y prId paccMaTpuBaIOTCSI BO MHOTUX 0030p-
HBIX cTaThsIX U MoHorpadusx (Bentley, 2002; Norris,
Lopez, 2011; Dymowska et al., 2012; McCormick,
2012; Norris, Carr, 2013; Takei et al., 2014; Guh,
Hwang, 2017; Baldisserotto, 2019; Yan, Hwang, 2019).
HecMmoTpst Ha cTOJIb aKTUBHOE U3Y4eHUE TUX MeXa-
HU3MOB, OCTalOTCsS HepelleHHble BOMpPOCHL. Tak,
UMEIOTCS BOIIPOCHI O TBOMCTBEHHOM POJIU KOPTU30-
Jla, TIPOSIBJISIIONICIACST B aganTallii PhIO KaK K MOp-
CKOI, TaK M K TpecHoi Boae. KopTuzonm — ropMoH
ctpecca. O3HavaeT JIU 3TO, YTO CTPECC MOXKET CITO-
cOOCTBOBaTh aJalTallMd K M3MEHEHUIO COJICHOCTHU
cpenpl? [1posiBasieTCsI 11 3TO y BCEX PhIO, B TOM UMCIe
y T€X, KOTOpbI€E IIpeTepIIeBaloT MeTaMopd 03, CBSI3aH-
HBII C HEPEeCTOBOII MHUTpallueil (JIOCOCEBBIE, yrpe-
Bbie)? Kak 3T0 CBsI3aHO CO CTpecc-peakTUBHOCTHIO Y
pa3HBIX BUIOB PHIO?

M3BecTHO TakKe, YTO KOPTH30J OCYIIECTBIISCT
KaK TJIOKOKOPTUKOMAHBIE, TaK M1 MUHEPaTOKOPTHU-
KouaHbIe 3P GEKThI, IPUIEM U T€, U Apyrue 3ddek-
Thl OCYLICCTBIISIIOTCSI 4epe3 INTIIOKOKOPTUKOUIHBIC
peuenTtopsl (GR). lo cux mmop HesICHO, KaKOB (pyHK-
LMOHAJIbHBINA JUraHa (JIUraHabl) MUHEPATOKOPTHU-
KougHbIX penentopoB (MR). KakoBa poib 3THX pe-
nentopoB? OOMHAKOBA JIX OHA Y PBIO pa3HBIX IPYIIIT?

MexaHu3M neiictBud ButaMuHa D Takke sBiseT-
CSl aKTyaJIbHOI TeMOIl B MCCJIEIOBAHUIX 110 OMOXM-
Mun pui6. OTHOCUTEILHO 3TOr0 TOPMOHA-BUTAMUHA
OBLIO MHOTO BOITPOCOB, YaCTh U3 KOTOPHIX IOJIyUHrIIa
OTBETHI JIMIIb B OocJieAHMEe Toabl. OTKyaa phIObI ITO-
nyvaror ButaMuH D? Ecnu mist aToro Heo0xoammMo
BO3IeHCTBIE COTHEUHOI'O CBETa, TO KaK PhIOBI MOTYT
MOJIYyYUTh 3TO BO3AeiicTBUE, OoOMUTasi Ha OOJIBILION
DIyOMHe II01 BOmoii? 3ayeM y HEKOTOPBIX pbIO Ha-
KaIIMBaIOTCS OOJbllINe KOoJau4vecTBa BUTaMHUHa D?

YCITEXY COBPEMEHHOM BUOJIOTUH

PEHIAKOB

Kaxk mposiBisgeTcs y ppld0 HEIOCTATOYHOCTH BUTAMMU-
Ha D?

Cpenu nmapakpUHHBIX ¥ ayTOKPUHHbBIX PETYISITOPOB
B IOCJICIHKE TOAbl OOIBIIOC BHUMAHUE YICIISIETCST TaK
Ha3bIBAEMbIM I'a30BbIM MeIMaTOPaM, WJIY Ta30TpaHC-
MUTTepaM (gasotransmitters), K KOTOPbIM OTHOCSITCS,
B YyacTHOCTU, MOHOoKcuz a3zora (NO), MOHOOKCHI
yriepona (CO) u cepoomopon (H,S). Bo3Hukator
BOIIPOCHI: II€peaaeTcsl JIM BO3OEUCTBUE TaKMX CUT-
HaJIBHBIX MOJIEKYJ OT OCOOM K OCOOM, OCOOCHHO ¥y
craiiHbIX pe10? Kak 3T MOIeKy/Ibl B3aMMOACHCTBY-
JOT C TPOMBINIVIEHHBIMY 3arpsi3HuTensIsMu? Hackoirs-
KO KOHCEpBAaTUBHBI 2D EKTHI 3TUX MEAUATOPOB?

Hanuune OOJIBIIOro KOJIMUYECTBA PEryJIsITOPOB
npearojaracT BO3MOXHOCTh MEPECEYCHUST UX CUT-
HaJbHBIX ImyTeit (cross-talk). Ilpumepom mepeceue-
HUSI CUTHAJIBHBIX ITyTE B MEXaHM3MaX OCMOPETyJIsi-
UM SIBJISIETCS CUHEPTU3M 3((eKToB KOpTU30ja U
comaTtoTponuHa. MI3BecTHO, UYTO COMaTOTPONMH yBe-
JIMYMBAET SKCIPECCHUIO PELENTOPOB KOPTU30Ja B
Xabpax HaHMO-PEpHO, a TaKXKe YBEIMYMBAECT YYB-
CTBUTEJIBHOCTh MHTEPPEHAIOBOM TKAaHM IIOYEK K
AKTT. OngHako B3auMoneiicTBUS BO3MOXKHBI I MEXK-
Iy pa3HbIMU cUCTeMaMHu opraHu3Ma. MI3BeCcTHO, 4TO
Y MJIEKOITMTAIOIIMX TITIOKOKOPTUKOUIBI OKa3bIBAIOT
MMMYHOCYIIpeCCUBHOE AeiicTBUE. B Kakoii cTeneHu
3TU 3P PEKTHI IPOSIBIISIOTCS Y PHIO pa3HBIX 9KOJI0T -
YeCKMX 1 cucTeMaTndeckux rpymin? Kak aTo orpaxka-
€TCsI Ha Ipoleccax OCMOPETYISIU ?

HMtak, MexaHU3Mbl PETYJSIIMM MOHHOTO oOMeHa
pBIO peau3yroTcsl CJIOXHOM CUCTEMOUM HMOHOLIMTOB,
MOHHBIX KAHAJIOB M TOPMOHOB, HEOOXOMUMBIX IIJIST X
corjacoBaHHOI paboThl. HecMOTpst Ha 3HaYMTEIbHbBIE
JMOCTVKEHUSI OWOJIOTMM TMOCJHENHUX OeCSITUJICTUN,
OCTalOTCSI MHOTHE BOIIPOCHI, OTBETHI Ha KOTOpPBIE
CMOTYT OBITh TIOJYYEHBI B HAIBHEUITNX MCCea0Ba-
HUSIX.
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KOH®JIMUKT MHTEPECOB

ABTOp 3as1BJISIET 00 OTCYTCTBUU KOHCIJJ'[I/IKTa HNHTECPEC-
COB.

COBJIIIOAEHWUE 9TUYECKNX CTAHIAPTOB
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Hormonal Regulation of Ion Exchange in Fish
N. L. Rendakov*

Institute of Biology, Karelian Research Center, Russian Academy of Sciences, Petrozavodsk, Russia
*e-mail: nlrend@mail.ru

Data on gill ionocyte functions and on effects of hormones on ion exchange in fish are summarized. Iono-
cytes HR (H*-ATPase-rich), NaR (Na*/K"-ATPase-rich), NCCC (Na*-Cl -cotransporters expressing
cells), SLC26C (solute carrier 26 expressing cells) and KE (K" -excreting cells) found in freshwater zebrafish
are described. Information on the functions of each type of ionocytes, as well as on the ion transporters char-
acteristic of them, is given. The current data on hormones that have positive and negative effects on Ca?*,
Na*, ClI-, H* and NH4+ transport through the gills are presented. Unresolved issues in the field of hormonal
regulation of ion exchange in fish are listed, and further research directions are outlined.

Keywords: hormones, ionocytes, ion exchange, osmoregulation
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BBEAJEHUWE

B mepBoii yactu crareu (Yepnaun, 2021) npoBo-
IWICS aHAIM3 DBOJIOIMOHHOTO TTPOMCXOKICHMS
SHIOTEPMUMU, TOKA3bIBAJIaCh OOBbEKTUBHOCTb MPUH-
IIUITa CTAOMIM3AlIMA BBICOKOI TeMIlepaTyphl Tejla B
SBOJTIOLINY TTO3BOHOYHBIX.

Bo BTOpOIT yacTM MBI PACCMOTPUM HEKOTOpPHIE
MEXaHU3MBbI 3BOJIIOLIMOHHOTO ITPOLiecca y TO3BOHOY-
HBIX XKMBOTHBIX.

HEKOTOPBIE OBIITME MEXAHU3MbI
OBOJIIOLIMOHHOI'O IMTPOLUECCA

051/4148 3ame"uarnus U YypoeHU opeanu3auuu HCU3Hu

2Kn3Hp — 1y1obanbHOE IBICHUE, eMHAasl CIOXKHAas
GYHKIMOHAIbHASI CUCTEMA C JUCKPETHBIMU COCTaB-
ngomuMiu. M1 MeHseTcs, 5BOJIOLIMOHUPYET OHA KC-
KJIIOYUTEJIbHO KaK e€IUHBIM opraHu3M. M3MeHeHUs
3aTparvBaioT BCE€ YPOBHU €€ OpraHu3alui OT CaMOTO
HIKHETO 10 BEPXHETro, YTO HEOOXOAMMO YYUTHIBAT,
MU3ydasi Npolecc U3MEeHEHUI CUCTEMBI, TO €CThb HYX-
HO YYUTBIBaTh M3MEHEHMsI Ha BCEX YPOBHSIX, CHU3Y
JOBEPXY, MOHUMATh IIPUHLIUITLI KX CBSI3U. A IS 3TO-
ro BaXKHO ITOHMMAaTh, O KAKMX YPOBHSIX BOOOIIE UIET

peuyb, KaKOil YypOBEHb MOXHO CUMTATh HUXXHUM, U
T.I1.

B 37011 CBsI3M, fyMaeTcsl, HEKOPPEKTHO HAYMHATh
paccMoTpeHMe TTPOoOIeMbl SBOTIOLNY C OPTaHU3MEH -
HOTO WJIM TMOIYJSIUOHHOrO ypoBHei. HaumHaTh
HY>KHO C CaMOT0 3JIEMEHTapHOTO (PYHKIIMOHATBHOTO
YPOBHSI, C 3JEMEHTAPHOI eOWHMILI XU3HU KakK
(GYHKIIMOHAILHOTO IMHAMWYECKOTO IIpoiecca — ¢

spromos! (sensu A.M. Yrosnes, 1983, 1985). bes aToro
MOJTy4YaeTCcsl, YTO MbI BOOOIIE HE paccMaTpUBaeM 1ie-
JIBIH TJIACT BaXKHEUIINX 3aKOHOMEPHOCTEM, KOTOPBIi
HEMUHYEMO U O€3YyCJIIOBHO CUJIBHO BJIMSIET Ha BECh
npouecc. CrenoBaTebHO, TOJBKO YIIIyOUB Hadasio
paccMOTpeHUs IIpoliecca IO YPOBHS 3ProMoOB, BO3-
MOXHO OYyJeT HECKOJIbKO II0-HOBOMY YBUAETh U BECh
MPOLIECC B LIEJIOM.

MMeHHO 11I03TOMY TTpo0OJieMa YpOBHEM opraHu3a-
M XW3HU TaK BaXKHa IIPU paCCMOTPEHNN MEXaHM3-
MOB 3BOJTIIOLIMOHHOTO TIpoliecca (Yepyun, 2012).

JIio6as kimaccudukamnmus 0a3upyeTcs Ha KakKou-
JIMOO ompeaesIeHHO OCHOBE — 10 LIBETY, MO (DYHK-

! Dprom — mpocTeiiiiasi, CTaHIapTHasE OMoXuMuIecKast “marim-
Ha”, UCHOJHSIONIAs OOHY 3JIeMEHTapHYI0 (PU3MOJIOTNYECKYIO
dynkuuio (Yrones, 1983, 1985).
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U, TI0 pa3Mepy 1 T.10. JIJIg Kaxknoit COBOKYITHOCTH
TaKMX OCHOB MOXKET ObITh MHOTO. 3HAUYUT U BapUaH-
TOB KJIaCCU(pUKALIMU OTHOU 1 TOH K€ COBOKYITHOCTH
TOXX€E MHOTO.

YTo Xe MPOUCXOMUT IIPU MOMBITKE KIacCUPUII-
pOBaTh YPOBHU OPraHU3AaLMU MPOSBICHUS TaKOIO
CJIOKHeIIIero (peHoMeHa, KaK XK1U3Hb?

Bo-mepBbiXx, Kak cCHpaBeIIuBO  YyKa3biBaj
B.I'. Adanacees (1986), Henb3d MyTaTh YPOBHU Opra-
HU3alUKU XWU3HU U YPOBHU ee uccienoBanusi. K co-
JKaJeHUI0, 3Ta MyTaHWIla 4Ype3BbIYaiHO pacrpo-
cTpaHeHa. Tak, B KHUre “buojormyeckuii SHIUK-
Joneandeckuit cinoBapsb” (1986) B cTaThe “YpoBHU
OpraHu3alnu XuBoii Mmatepun” (c. 659—660) Kak pa3
1 TIPUBOASTCS HEe “YpOBHM OpraHuszanuu’, a “ypoB-
HU UCCJIENOBAHUS’ XXMUBOU MaTepu — OMOChEPHBIA,
OUOTEeOLIEHOTUYECKUIT WM OMOLIEHOTUYECKUH, TTO-
MYJIILUMOHHO-BUJIOBOM, OPTaHMW3MEHHBIN, OpPraHo-
TKaHEBBI, KJIETOUHBINA, CYOKJIETOYHBIN MIA HaaMO-
JIEKYJSIPHBII, MOJIEKYJISIPHBIINA.

Bo-BTOpBIX, OOJILIIMHCTBO aBTOPOB, 3aHUMaB-
LIUXCSI 9TUMU BOIMPOCAMU, TIBITAJIMCH CBECTU BOEIM -
HO, B OOHY ITOCJIEAOBAaTEJILHOCTb, B OIWH PsII BCe
(111 moYTH BCe) BapuaHThl nuddepeHunanyu. Tax,
K.M. 3aBaackwii (1961) BeIIEASIET IISITh YPOBHE: Op-
raHu3M, MONyJsLus, OUolLieHO3, Ouoreorpaduye-
ckas cpena, 6uochepa. B.I'. Adanacees (1986) pas-
JInYaeT 1IEeCTh YPOBHEH: XXuBas MoJieKyna (IpoTo-
IUiasma), KjeTka, opranusM  (ocoOb), BUI
(momynsaus), ououeHo3, brnoreocdepa. EcTh 1 MHO-
JKECTBO APYTMX, HO B MPUHIIMIIE CXOAHBIX BADUAHTOB
KJlacCUpUKALIUU.

JymaeTcs, 4To IIpU IOAXOAE K 3TOMY BOIIPOCY
cJIeAyeT 4eTKO MpOoaHaJIM3UPOBaTh, YTO TaKOe ypo-
BE€Hb OpraHu3aliii KaK TaKoBoii. BeposiTHO, ypoB-
HEM OpPTraHW3allUy XXKW3H MOXHO CYUTATh TAKYIO CO-
BOKVITHOCTb SIBJICHUIi, KOTopasl o0jagaeT CTONKNUM
cBocoOpa3yeM Mo Ipr3HAKAM, Ha OCHOBE KOTOPBIX
IIPOVICXOIUT Pa3NieIeHUE; SIBJISIETCSI CTAaOMILHBIM Ca-
MOCTOSITeIbHBIM 3B€HOM B HepapX1UK U3y4aeMBbIX SIB-
JICHMIA; B HETO BXOOST CTPYKTYPHBIMUA OOHOTUITHBIMU
Noapa3AeJeHUIMA Pa3HOKAYECTBEHHBIE 3JIEMEHTHI
OoJiee PJEeMEHTApHOI'O YPOBHSI, a caM OH BXOIUT
CTPYKTYPHBIM MHOApa3desiIeHUEM B COCTaB 00Jiee BbI-
COKOTIO ypOBHSI opranu3anuu. Ficxomst n3 Takoro Imo-
HUMAaHMUS CYyTHU Jejia, HEOOXOAUMO CAeIaTh psil 3aMe-
YaHUI K HEKOTOPBIM CXeMaM KJlacCU(pUKaluu, B KO-
TOPBIX, K COXAaJICHWIO, YEeTKO HE€ BbIICPXKUBACTCS
OCHOBAa, MO KOTOPOU MPOUCXOMUT KJlacCU(UKALIUS
YPOBHEM.

MpI curTaeM, 4TO, paccyxkaasi 00 3BOJIIOLIUU, He-
00XOOUMO HM3HAYaJbHO YYMTHIBATH PSII AacCIEeKTOB,
“ImapannelbHBIX JIMHUK, “IIacToB” SBICHUN U
MPOLIECCOB, CBSI3aHHBIX C pa3HbIMM CTOPOHAMM €€
JIUHAMWYECKOTO CYIIECTBOBAHMSI.

Bo-nepBbIX, XM3Hb — TJ0O0ANbHBIN, MIaHETap-
HBII (110 MeHblIelt Mepe) deHomeH. M moaTomy pac-
CMaTpUBaTh XU3Hb HYXHO KaK €IWUHYIO, CIIOXHYIO

YCITEXY COBPEMEHHOM BUOJIOTUH

GYHKIMOHAIBHYIO CUCTEMY, KAKOBOI OHAa Ha caMOM
Jiesie v IBJIsieTcsl. A pa3 Tak, TO 9BOJIIOLIMSI — OOJIUTaT-
Hasl (popMa ee CYILeCTBOBAHUS, TMHAMUKHU, ABUKE-
Husa (Yepaun, 2012).

Bo-BTOphIX, BaxHeiieii ¢popMoii cyllecTBOBa-
HUS XU3HU KaK (PyHKIITMOHAJIBHOM CUCTEMBI SIBJISIET-
cs1 3Bosirouust pyHkuuit (Yroiues, 1985).

B-Tperbnx, Hy:XHO XOTd OBI B OOIIMX dYepTax
MpeaCcCTaBUTh cebe OCHOBHBIE HaIlpaBJIEHUS MOpPQO-
du3noIOTNIEeCKO 3BOMIOIMU: 1) yCIOXHEHUE
MOp¢hOoDU3MOTOTUIECKOM CTPYKTYPhl OPTaHM3MOB,
yTto euie B 1939 r. choopmynuponan A.H. Ceseplios.
A.A. 3aBap3uH (1986) mmokasaj, 4To B IIpoIecce 3BO-
JIIOLMHY IIPOUCXOIUT YCIIOXHEHNE MOP(hODYHKIINO-
HaJILHBIX KOMITIJIEKCOB B OCHOBHOM 3a CUET yBeJInJe-
HUSI YUCIa “BCTAaBOYHEIX 3BEHBLEB”, Nejalollee XKi-
BYIO CICTEMY OoJiee HalIesKHOM 1 0oJiee YCTOMINBOIA.
DTO IMOJOXEeHUE IPEKPACHO IPOMJUIIOCTPUPOBA
CBOMMU KOHKPETHBIMU HUCCJICIOBAHUSIMHU, B YaCTHO-
CTU mporeccoB nuineBapeHusi, A.M. Yroaen (1983,
1985, u ap.); onHY U3 MPUYMUH YCJIIOXHEHUST YPOBHSI
opranmzanuu npowmoctpupoBan B.A. Yepnun
(2012); 2) yBenmueHne yCTOMIMBOCTHU XUBOI CHUCTE-
MBI B 2BOJIIOLIMU. DTO YaCTUYHO CBSI3aHO C T€M, UTO
pa3BUTHE BCEX HaIpaBJIEHHBIX IIPOLIECCOB (TpaHC-
¢opMmaliusi, CTaHOBJICHHE, IBIDKECHHE, TeYCHHE) B
MIPUPOE OCYIIECTBIISIETCS OT MEHEE YCTOMUMBBIX CO-
cTosiHUi1 K 6oJiee ycroiuuBbiM (IIumkuH, 1988), a

YAaCTUYHO — C 3aKOHOM opToreHesa’ [aake—Diimepa
(Taake, 1900; Haake, 1893; Eimer, 1897), yrBepxkna-
IOILMM TTOJIOXEHNE 00 MHEPIIMOHHOM YCTONYMBOCTU
TPEHIIOB OMHAXILI N30PAHHOTO HAIPABICHU (DUI0-
reHerndeckoro pazsutus (Lull, 1936). Ho ipu aTom
caM MpoLIECC IBOJIIOLIMU ITPOUCXOAUT He TI0 TPUIMHE
HeIOoCTaTOYHOU ycToiiumBocTu (“mpeiida” CTpyKTy-
pBI OPTAaHW3MOB BO BpeMeHM — Marypana, Baperna,

2 Oprorenes (ot rpeu. 0pB6G — MpsIMOil U YEVEGLG — BOBHUKHO-
BEHUE), OPTOABOJIOLIMSI — KOHUEILIUS B 9BOJIIOIIMOHHOM yye-
HUM, YTBEpXOalollasi, 4YTO pa3BUTUE XKWBOH MPUPOILI
OOYCJIOBJIGHO BHYTPEHHUMM (paKTOpaMu, HampapiIsoIIUMU
XOJI DBOJIIOLIMY T10 OTpeesieHHOMY IyTU. B ocHOBe npencras-
JieHuii 00 oproreHese JiexaT B3msiAbl T. DiiMepa (paboTbl
1888—1897 rr.). CyTh opTOreHe3a 3akiitoyaeTcsi B MPU3HAHUU
TOrO, YTO HAIPABJIEHHOCTb SBOJIIOIIMY OIpenessieTcs U3Ha-
YaJIbHOM HAIPaBJIEHHOCThIO CAMOI U3MEHYMBOCTH U HE SIBJISIET-
Csl CIIEICTBUEM €CTECTBEHHOTo oTOopa. Bee u3MeHeHUsT KUBbIX
¢dopM — pe3ynbTaT HEMOCPEIACTBEHHOTO BO3NCHCTBMSI BHEII-
Hell cpenbl U MPOUCXOAST 10 HEMHOTUM, CTPOTO OINpeesieH-
HBIM IPUPOOI OpraHM3Ma HalpaBJICHUSIM U 3aTeM IepeaaloT-
cs1 o HacsenctBy. B XX B. CTOpOHHMKM OpTOreHe3a pellao-
1ee 3HaUYCHUE B OIPENeJICHUM HAIPaBJICHHOCTH 3BOJIOLIMU
BCce yallle MpUIaloT BHYTPEHHUM (hakTopaM opraHu3Ma — JIMoo
HeMaTepHualbHbIM, TUOO0 MaTeprUalbHbIM, HO 3aJI0KEHHBIM 13-
HayaJIbHO B TEHETMYECKOM KOJZIe WU B O0LINX (DU3UKO-XUMU-
YyecKUX 0cobeHHOCTsIX. OpToreHe3 clieayeT OTJAU4YaTh OT OPTO-
CeJIEKIIUM, TIPU KOTOPO UTUTEIbHASI HATIPABIEHHOCTb BOJIIO-
LIMY OTpe/esisieTCsl HalpaBJIeHHOCTbIO €CTECTBEHHOIO 0TOOpa,
CBSI3aHHOI C U3MEHEHUEM YCJIOBUI Cpelibl B ONTHOM HarpaBJe-
Huu. KoHlienuusi oproreHesa B IPUHIIMIIE TPOTUBOPEUUT Jap-
BUHOBCKOMY YY€HUIO, TIBITAsICb OOBSICHUTH SBOJIIOLIMOHHBIE
npoliecchl OOJbIISH YacThlO aBTOTeHETUYECKMMU TTPUYMHAMU
(Buonornueckuii..., 1986, c. 37).
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2001; Kampa, 2003), KaK 3TO IIpeAcTaBisiI cebe, Ha-
npumep, JI.II. Jasutamsuiu (1948), a Bonpeku ux
ycroitunBoctr (Payrtman, 1993, 2006, c. 27). Ilpu
5TOM, MPOILECC ITOCTEIEHHOTO YCIOXHEHUSI MOP(dO-
GU3NOIOTNMYECKOM CTPYKTYPhl OPTAaHU3MOB B 3BOJIIO-
LIMU, TI0 HAaIlleMy MHEHWIO, MOXET UMETh U JIpYyrue
obocHoBanus (Yepaun, 2012 u op.).

B-deTBepThIX, TpHM pPaCCMOTPEHUM 3SBOIIOLIUN
I00aTbHON  (PYHKIIMOHAIBHON CUCTEMBI KU3HU
HY>XHO paccMaTpuBaThb JUHAMMKY Ha pa3HbIX YPOB-
HsIX (PYHKIIMOHAJILHOM OpraHM3alu €€ JUCKPEeTHBIX
(GYHKUMOHANBHBIX €IWHUIL, KaK 3TO OTMETUJ ellle
C.B. Meiien (1975).

ITo moBony crpykrypsl npuponsl C.C. IlIBapi
(1980) mucan: “CrpyKTypa IIpHUpPOIbl OKa3bIBaeTCs B
KOHEYHOM HUTOTe TpeneibHO MPOCTOM: OHa ompene-
JISIETCSI ABYMsI CUCTEMaMU MHTETpallui — BUIOBOI U
ouoreoneHotnyeckoin” (c. 8). Tem He mMeHee, OMO-
reolieHo3, Ouoreocdepa win Ouoreorpaduyeckas
cpena Tak 3Ke, Ha Halll B3IJISIO, He MOTYT SIBJISITHCS
YPOBHSIMM OpTaHM3allMU XW3HU, IIOCKOJIbKY B 3TU
TOHSITUIHBIE KOHIJIOMEpallMd KaK paBHOMpPaBHbIC
KOMIIOHEHTBI BXOMISIT 1 KOMIIOHEHTHI HEXKMUBOI IIPH-
poxnsl (C.C. IIBapil B IpeabIayIeit IuTaTe, TOBOPS O
OUOTCOIIEHOTUUECKOM CUCTeMEe UHTErpalluii, COBEP-
IIEHHO CIIPaBeIJIMBO TOBOPWII O “CTPYKTYpE IIPUPO-
Ibl”, a HE O CTPYKTYpe KM3HU, KOTOPYIO pacCMaTpu-
BaeM MbI).

M BOT 31ech BhICBETUJIACH €llie OAHA Ype3Bbluaii-
HO BaxKHasi CTOpPOHa IpoO0JIeMbl: YPOBHU OpraHM3a-
oA 49ero MbI cobOupaeMcs KiracCM(pUIIMPOBaTh?
B pa3HbIX 1UTEpaTypHBIX UICTOYHUKAX TO, UTO aBTOPHI
XOTST pa3o0paTh Ha YPOBHU, Ha3bIBaeTCS II0-pPa3HO-
MY: 3TO YPOBHM OpTaHU3alNU “MaTepuu’, “KMUBOM
Marepuun”’, “nipuponbl”’, “>KUBOK MPUPOAbI”, “KU3HU
U T.10. MBI 30ech He OepeMcs 1aBaTh TOYHbIC HAYYHEIS
onpeaelIeHNST KaXI0Io U3 3TUX OMOJIOTMIECKUX SB-
nenwmii. Ho...

ITpupona — COBOKYNMHOCTb €CTECTBEHHBIX YCJIO-
BUit Ha 3emJe (IIOBEPXHOCTh, PACTUTEIILHOCTD, KJIM-
MaT), OpTAaHWYECKMI W HEOpPraHWYeCKUidi MHUp, BCE
CyllleCTBYyIOIIlee Ha 3eMJle, HE CO3AaHHOE esITeIbHO-
cThio uenoBeka (Ymakos, 2013).

OmnpenencHuii XKNM3HU — HECMETHOE KOJIMYECTBO.
Pazouparscst B HUX MbI ceifgac He oynem. Ho obmiee
IMOHUMAaHME 3TOTO SIBJICHUS, BaXKHOE B JaHHOM KOH-
TeKCTe (3TO HE CTPOTroe HaydHOE OIIpelesicHUE),
MOXKHO IIPEAI0KUTh. 2K3Hb — CJIOXKHAsI, OpTaHUuYe-
cKasl, (PyHKIMOHaJIbHAasl, OTKphITAasl CUCTeMa, I10-
CTpOCHHAsI M3 OMOJOTMYECKUX (PYHKIIMOHAIBLHBIX
eIVHUII, HaIllpaBJIC€HHas Ha NPOTUBOACMCTBUE DH-
TPOIIMH, COCTOSIIIASI U3 OTHOCUTEIBHO JTUCKPETHBIX
2JIEMEHTOB, B OCHOBE KOTOPOI JIexXaT IPUHIINIIEL 00-
MEHA BEIIECTBAa U PHEPIruy C OKPYKaIIIE Cpenoi,
caMOMOAepKaHUsI, CaMO3allUThl, CaMOBOCIIPOU3-
BeAeHUsI, Iepeaayy 110 HacJeACTBY MH(POpPMaLIIN O
cebe 1 0 CBOEM Pa3BUTHUM U T.I1.

YCIIEXU COBPEMEHHOW BUOJIOTUU  Tom 141

Ne 2

TaxkuMm oOpa3oMm, ecian MBI cOOMpaeMcs TPON3Be-
CTH paszejieHre HEKOETO CJI0XKHOTO OMOIOTMIECKOTO
¢eHoMeHa Ha YPOBHU OpTraHU3alMK, HEOOXOOUMO
YETKO OMPEAEIUThCI C TeM, 1) KaKOi KOHKPETHO
ounoJiornyeckuii ¢eHOMEeH MBI coOMpaeMcsl pa3ou-
parthb, 2) MO0 KaKOMY IMPUHIIAITY MbI COOMpPaeMCsI TIPo-
W3BOAUTH pa3leieHUE.

Ho Heob6xoauMo 4eTKO MOHMMAaTh, YTO KaxKa0€e 13
9TUX SBJIEHUN — OTIMYHBII OT APYrux OMOJIOrnde-
cKMii peHOMEH, KOTOPHIN TOJKEH OBITH OITpeIe/cH,
MOAX0Md K U3YUYEHUIO KOTOPOTO TaKXKe JOJIKEH OBITh
crieunUYHEIM, a, CJIeIOBaTeIbHO, U PE3yabTaT — TO
€CTh CaMHM CXEMBI YPOBHEH — MOTYT OKa3aThCsI pa3-
JUYHBIMU.

Ho rnaBHBINM, CMBICIOBOM TE3MC YTBEPKICHUS
C.C. lIBapua MBI TpUHMMAaeM OITHO3HAYHO: IIPU
paccMOTPEHUM TIPOOJIEMBI IEJIEHUS SIBJICHUS XKU3HU
HU YPOBHHU OpraHM3alluM CYIIECTBYIOT 1BE OCHOBHEIC
CHUCTEMbl MHTETpAlLlMM: BUOOBas, IJIs KOTOPOii, Ha
Halll B3IJISI, MOXHO IPEJIOXKUTD O0Jiee yIadHOe Ha-
3BaHNE — “TaKCOHOMMYECKas”’, 1 OMoTreoneHOThIe-
cKasl ¢ 0ojiee yoauyHbIM, 110 HallleMy MHEHMIO, Bapu-
aHTOM Ha3BaHUS “(DyHKIIMOHabHAas .

EcTb ellie ¥ CMBICTIOBOIi, CEMAHTUYECKUIA aCIIEKT
po0JIeMBI, KOTOPHIN CIeIyeT OOCYIUTD, TPEXIAE YeM
HCITIOJIBb30BaTh TCPMUHBI U MTOHATHUA IJId KaKOTO-JIN-
60 aHa/JM3a YpOBHEN opraHu3auuu ku3Hu. Tak mo-
JIY9UJIOCh, UTO B OMOJIOTMU B HEKOTOPBIX CJIydastX Ol -
HU U T€ Xe& TEPMUHBI IIPUMEHSIOTCS 111 0003HaUe-
HUS pa3HbIX OMOJIOTMYeCKUX (peHOMeHOB. B naHHOM
clIydae TaKMMU TepMUHAMMU SIBISIOTCS “BUI” U “T10-
MyJIsIuus”.

TepMmuH “Bua” MOXET pacCMaTpUBAThCS B IBYX
3HAYCHUSIX.

Bo-niepBbIX, BUA — COBOKYITHOCTb O0co0eit, ob1a-
JaIOIINX CIeHU(PUIECKUM KOMILUIEKCOM OOIIUX
MopdotornuecKknx, GU3NoJIOTMIECKNX U TIp. XapaK-
TEPUCTUK. DTOT KOMILIEKC (hopMUPYETCs Y TIpeacTa-
BUTEJICH OIIpeAeIeHHOMN I'PYIITLI B IPOLIECCE DBOJIIO-
muu. B maHHOM ciiydyae OH SIBJISIETCS BBIPaXKEHUEM,
MPOSIBJIEHUEM €€ BMAOBOM CHELU(PUYHOCTH, IIOJI-
JIep>XK1BaeMOIi TeHETUYECKMH MEXaHU3MaMU 1 €CTe-
CTBEHHBIM OTOOPOM, I MOXKET CUUTATHCS JIEMEHTOM
TaKCOHOMMWYECKOW CUCTEMBI JIeJICHUSI (TAKCOHOMMIYE-
CKOi1 KilacCU(PUKALIMKA YPOBHEI OpraHM3aluy XKK3-
HU). Bo-BTOpHBIX, BUA — (DyHKIIMOHAIbHAS €AMHULIA,
¢yHKIIMOHAJIbHAsI COCTaBJISIIONIAsI B CTPYKTYpe OMO-
neHo3za. B 3ToM 3HaYeHUM MOHSATUS BUO OOBIYHO
ONMCHIBAETCS KoMIUIeKcoM monynsuuii. C omgHOM
CTOPOHBI, Kaxnasi MOIMYJISIIUS IIPEACTaBIISIET CO0OIA
CaMOCTOSITeNIbHYIO (PYHKUIMOHANIbHYIO eauHuiy. C
JIPYroii CTOPOHBI, OHAa — YacTh KOMILJIEKCa MOITyJIs-
Ui, OObeIMHEHHBIX OOLIUMM XapaKTepUCTUKAMU
BXOMSIIMX B HETO ocobeil. I peub, B JaHHOM ciIyvae,
UAeT He 0 MOPMOIOTHYECCKUX U (PU3MOTOTHUCCKIX
XapaKTepUCTUKAX, KOTOPbIE OTJINYAIOT O0co0eit maH-
HOTO BUZIa OT 0CO0Eil Ipyroro, a 0 TeX, KOTOPhIE OT-
paxaioT BugocrenuduIHble (QYHKIMOHAILHBIC
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Tab6uauua 1. YpoBHU opraHU3aluU KU3HU

VYpoBHUEY opraHu3aluu BapuaHThl AeaeHus
dopMabHO (yHKILIMOHAIbHOE NIeJICHUE TaKCOHOMMYECKOE
CTPYKTYpHOE nejaeHue
neseHue
HanopranusmeH- TUIT BUOC®DEPA TUIT
HBIii YPOBEHb KITACC BMOILIEHO3 KITACC
OTPAI BUJ OTPAL
CEMEMCTBO YposeHb MOVYJIALINA CEMEMCTBO
POJT COOOI11IECTB POLL
BI/IH BU ﬂ’}
MonyJjaianuunAd NONYJISILIUS’
0 Vposens oprannsma | OPTAHU3M OPIrAHHU3M _
% (OTHOKJIETOYHOTO (Y OTHOKJIETOYHOTO MHOTOKJIETOUHBII
= WJIM MHOTOKJIETOY- | OpraHn3Ma — opra- (TKaHM, OpTaHBbI,
X HOTIO) HEJUIBI U TIp., Y MHO- CHCTEMBI OPTaHOB)
TOKJIETOYHOTO —
TKaHU, OPTaHbl, VYpoBeHb
CUCTEMBI OPTaHOB) OpraHu3MOoB
YpoBeHb KIeTKUN KIETKA (xak OPIrAHHU3M
cocTaBHasl 4acTh OTHOKJIETOYHBIM
TKaHU, OpraHa, (opraHeJuIbl)
CHCTEMBI OpPTraHOB —
OpraHeJuIbl)
bruoxumuyeckuii YpoBeHb 5proMoB SPIOMBI _
YPOBEHB N

CBOICTBA, (DOPMUPYIOIINE U OIpeaesTIonine (pyHK-
LIAIO TIOMYJISIUMI JaHHOTO BUJa B (DYHKIIMOHAIBHOM
CTpYyKType OuoineHo3a. TakuM o6pa3om, BUI, B TaH-
HOM CJIy4dae, MOXKET pacCMaTpHBaThCs KaK 3JIEMEHT
DYHKIIMOHAJIBHOW CHUCTEMBI AejieHus (pyHKIIMo-
HaJlbHOM KJaccudUKalMM YpPOBHeil opraHu3aluu
XKU3HU).

HWTak, oorH 1 TOT ke TepMUH “BrA”’ O3HA4JaeT ABa
COBEpIICHHO PAa3HBIX IO CMBICTY IIOHSTUS W TIPU
YIOOMMWHAHUU €ro B TabJI. 1 He06X0aMMO YEeTKO ITOHU -
MaTh, O YeM UIET pedb. Takasi Xe CUTyalus 1 ¢ TEpMU-
HoM “nonysinus” . TTomyssiius ¢ TO3ULMU TAKCOHO-
MUYECKOM paccMaTpHMBaeTCs KaK IpyIa ocobeit co
3HAYUTEJIbHOM T€ HETUIECKOI OTHOPOTHOCTHIO BHYT-
p¥ ce0s U CYILIECTBEHHOM CTEIEHBIO ITAHMUKCUM, HO
U C OIIPEACICHHON TeHETUYECKOM OUCKPETHOCTHLIO
IO OTHOIIEHUIO K COCETHUM ITOIYJISIIMSIM, a Jallle
BCETO CO CXOXECThIO psiia MOphoDU3NOTOTUYECKIX

MMPU3HAKOB, OOIIIMM apeajoM U T.II.
B nonynsuuu, paccMarpuBaeMoil ¢ ITO3ULIMU

(GYHKIMOHAILHOI, Ha IIepBBIA IUJIaH BBHICTYIAIOT
Ipyrue XapakKTepucTUK. brnoneHos3sr 1 6nmocdepa B

3 Anoctpodnl Hang TepmuHamMu BUJ’ u ITOITYJIALINUSA’ B naH-
HOM cCJIydae TOBOPSIT O TOM, UTO, KaK yKa3bIBAJIOCh BBIIIIE, 3TH
TepMUHBI B paznenax “@yHKUMoHalIbHOe AeneHue” u “Takco-
HOMMYECKOE JIeJieHe” MMEIOT pa3HbI CMBICII.
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LEeJIOM SIBIIIIOTCSI KMBBIMM CUCTEMaMU W, 3HAYMT,
OpraHM30BaHbI 110 MPUHLIMNAM (PYHKIMOHUPOBAHUS
KUBOM cucTeMbl. Kak 3To yxKe T0CTaTOUYHO 0GOCHO-
BaHHO JOKAa3aHO, BCI CTPYKTypa OMOLEHO30B 0Ga3u-
pyeTcss Ha DHEpPreTUYEeCKUX 3aKOHOMEPHOCTSIX, Ha
nortokax sHeprun (Hukomaes, 1971; ITaasep, 1980;
Pamanm, 1981; Onym, 1986, u np.). Takum oGpaszom,
5KOJIOTUYECKASI CTPYKTYpPa XXKM3HU CTPOro (DYHKIINO-
HajmbHa. CTPYKTYpHBIMU €IMHULIAMU OUOLIEHO30B
SIBJISTIOTCSI COCTABIISIIOIINE UX ITOMYJISILIMK, KOTOPHBIE
BCTYNAIOT MEXIYy co00ii B (PyHKIIMOHAIBLHBIE OTHO-
1eHus. B TaKoM KOHTEKCTe TTOMYJISLIS TOHUMAETCS
Kak TpyIna ocobeil OMHOro BUAA, BHITIOIHSIONIAS B
paMKax 1LIeHO30B omnpeAceHHbIe eauHble (PYHKIIUU.
Terepb MOXHO MpPEACTABUTL CXEMY YPOBHeil opra-
HM3aUM Ku3Hu (Tab. 1).

Ilpumam ¢hynxyuonasuzma 6 npouyecce 360404UU
u 6:104HA51 CMPYKMYPA HCUHU

Bce pesynbraThl HAllMX KOHKPETHBIX HAYYHBIX
WCCIIeTOBaHUIA U HAIl aHAJIN3 JINTePATyPHBIX UCTOY-
nukoB (Yepmun, 1988, 1990, 2012, 2014, 2015, 2016, u
JIp.) SIBCTBEHHO “pE30HUPYIOT” C 3BOJIOLMOHHBIMHA
UIeSIMU, BBICKa3aHHBIMU 3aMevaTeIbHbIM COBETCKUM
¢dusnoniorom A.M. YrosnesbiM (1985). 11 npexne Bce-
ro 3TO KacaeTcsl OBYX B3aMMOCBSI3aHHBIX aCIIEKTOB
ToM 141
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Ipolecca 3BOIOUMK: 1) OOHO3HAYHOro (hyHKIIMO-
HaJIM3Ma KakK BaKHEMIIero MpuHIMIA 3BOJIOLIMOH-
HOTO mpolecca U 2) OJIOUHOI CTPYKTYyphl OpraHn3a-
onu sBeHns kusHu. Ilo maeHmio A.M. VYroiesa,
JIIOOYIO CUCTEMY, CTPYKTYPY WU UX UBMEHEHUS BO3-
MOXHO OLICHUBATh TOJIBKO MCXOIs U3 X (PYHKIIMO-
HaJIbHOI 3HAYMMOCTHU, YTO COIJIACYETCS U JOITOIHSI-
eTCs TIPUHIIAIIOM ONITUMAaJIbHOCTU B ouonoruu (Po-
3eH, 1969, u ap.). [Ipu 3TOM, CyIIEeCTBYET BIIOJIHE
KOHEYHBI W CTaHHAPTHBIN I BCel OMOTHI HAbOp
3JIEMEHTAPHBIX (PU3MOJOTUYECKMX (PYHKIIUIA, a BCe
CJIOXHBIe (PYHKIMU, pa3BUBAIOIIMECS B IpOIEcce
9BOJIIOLNH, CKIIAABIBAIOTCS U3 3TUX DJIEMEHTAPHBIX,
Kak OOJIBIIIOE, CITOXKHOE 3IaHUe CTPOUTCS U3 Habopa
OTrpaHMYEHHOI0 KOJMYECTBA CTAHOAPTHBLIX CTPOU-
TEeIBHBIX 3JIeMeHTOB. CTaHOApTHBIE 3JIEMEHTAapHBIE
(GYHKIIMU BBINOJHSAIOTCS CTAaHIAPTHBIMU Ke “3Je-
MEHTapHBIMU (PYHKIIMOHAJILHEIMI MallliHAMM, KO-
TOPBIE MIPEICTABISIIOT CO00I HEKME KOMILUIEKCHI OO~
XUMMYECKUX COCIUHEHUI (B YaCTHOCTU — (hepMEeH-
TOB) U KOoTopble A.M. YrojeB Ha3Bajl “apromamu”.
W3 sToro ciemyer, 4TO 3JIeMEHTapHBIMU (DYHKIINO-
HaJIbHBIMU eIMHUIIaMU (heHOMEeHA XKU3HU SIBJISIIOTCS
SProMbl, a ONTUMU3ALMUS UX ASSITCIILHOCTU — BaXK-
HEWUILWN NPUHLUI, JeXallliii B OCHOBE BCETO MpPO-
1iecca, OJlHO 13 IVIaBHBIX TPEOOBAHUM K MU3MEHEHUSIM
opraHusanuu (3BOJIIOLIMU) OUOTHI. SpKUM MpUMe-
pOM TaKoii oNTUMM3aLINHU (1, CIEA0BAaTEIILHO, OTHOM
W3 CUJI, HalpaBJISIOLIMX SBOJIIOIIMOHHBIN Mpolecc)
SIBJISICTCSI CTAOMIM3aliusI BBICOKOM TeMIlepaTyphl Te-
JIa B 3BOJIIOLIMM ITO3BOHOYHBIX XXKMBOTHEIX (ProMuH,
1940; Yepnun, 1990, 2012, 2017, 2021).

Ckopee Bcero, €ciad BHUMAaTEJIbHO MpOoaHaIU3U-
poBaTh TO, YTO HAM M3BECTHO OO0 3BOJIOLIMOHHOM
IIPOLIECCE C HECKOIBKO HEeTPaaUIIMOHHON CTOPOHHI,
TO MOXHO OYAET yBUIETh U IPYryMe 3BOJIOLIMOHHBIE
MPUHLMUIIBI, HAIIpaBJIeHHbIC Ha ONTUMU3ALMIO JIesI-
TEIbHOCTY Pa3HBIX 2JEMEHTOB €IMHOIl TMTaHTCKOM
CJIOKHeMHIIel (GYHKIMOHAIBHON CHUCTEMBI MOJ Ha-
3BaHUEM “XXU3Hb”.

\980/1}01411}1, CBA3AHHAA C HEKOMOPbIMU 6HYMPEHHUMU
ceolicmeamu 61eHUsL HCUSHU

HanmoMHUM IIpyuMephI TOrO, KaK CBOMCTBA U 3aKO-
HOMEPHOCTH CYIIECTBOBAHUS “CTPOUTEIHBHOIO Ma-
Tepuaia” deHoMeHa XW3HU (YPOBEHb 3ProMOB)
OMpENENSIIOT, HAIpPaBIsSIOT U KaHAJIU3UPYIOT IIPO-
necc MopdodN3NOTOTNYECKOM 3BOJIIOIIMKU Pa3HBIX
IPYIII TTO3BOHOYHBIX (KMBOTHBIX. MBI YK€ yITOMUHA-
JI1 0 HUX B niepBoii yactu ctathu (Yepnun, 2021), B
OOHOM W3 pas3lejoB KOTOPOIl Mbl OMUCHIBAIM, KaK
SHepreTuyecKasl ONTUMU3aLUS CBOMCTB (pepMEHTOB
(BO3MOXKHO, U APYTUX BAXKHBIX COEIMHEHU HA YPOB-
HE 3PTrOMOB) MHULMHUPYET peaiM3allyio MPUHLMIIA
CTaOMIU3alMM BBICOKOM TeMMepaTyphbl B 3BOJIOLIUU
nmo3BoHOUHbIX (Yepaun, 1990, 2012, 2017; YepauH
u ap., 2016).
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Msr yxxe otmevanu (Yepmun, 2017), kak pe3koe
YCUJICHUE MHTEHCUBHOCTU COMPSIKEHHOTO U HECO-
MPSDKEHHOTO OKUCICHUS B MUTOXOHIPUSX CIIOCO0-
CTBYET BaXKHEMIIIMM 3BOJIOLIMOHHBIM, apOMOPMOHBIM
N3MEHEHUSIM MOP(HODU3NOTOTUISCKOI CTPYKTYPHI Y
IMO3BOHOYHBIX, OCBOCHUIO IIpeIKaMU PENTHINI Cy-
LI ¥ BO3MYIIHOM Cpeabl, M CO3MIAaeT MPEATOChIIKHU, C
OJTHOM CTOPOHBI, K PENTUJIN3AIUY, K PA3BUTUIO IO Te-
HepaJlbHOMY HAaIIpaBJICHUIO SKTOTEPMUU, C IPYTroil —
K Pa3sBUTHUIO TI0 TeHEepaJIbHOMY HAIIPaBICHUIO SHIIO-
TEPMMH, K TTOSIBJICHUIO NITULL M K MaMMasm3amu (Yep-
JuH, 2017, 2021). JIpyrumu cjioBamMu, BHYTpEHHUE
CBOICTBa D3JIEMEHTOB “CTpPOMTENILHOTO MaTrepuaina’”
oIpeneIeHHBIM 00pa3oM OPraHU3YIOT TO, YTO U3 He-
'O MOXET OBITh IOCTPOEHO.

Takum 06pa3oM, MeXaHU3MbI 3BOJIFOLIIN, CBI3aH-
Hble C BHYTPEHHUMM XapaKTePUCTUKAMM SIBJICHUS
KU3HM, HalpaBJeHbl HA SHEPTreTUYECKYIO ONTUMMU-
3alIMI0 JIESITEIbHOCTA CTPYKTYp, MpeXae BCEro Ha
YPOBHSIX OpraHM3aliy, OJU3KUX K 3JIeMEHTapHBIM
(GYHKIMOHAIBHBIM €IMHULIAM XKWU3HU — 3ProMam.
OHU SIBIIIOTCS KITIOUEBBIMHY, HATIPABJISIOIIMU, OHU
KaHAJIM3UPYIOT MOP(HODUNOTOTUYECKYIO 3BOJIO-
LIAIO TI0O3BOHOYHBIX KMBOTHBIX Ha BceX 0oJjiee BHICO-
KHX YPOBHSIX OpraHU3aluu.

Deoaroyus, CA3aHHAS C 83aumodelicmeuem peHomeHa
HCUBHU U OKPYAHCALOUeLl Cpeobl

CymiecTByeT, HalIpuMep, BUI, COCTaBJICHHbII psi-
JIOM TIOIYJISILMIA, OOUTAIOIIMX B HECKOJIBKO pa3jinya-
IOIIUXCS YCJOBUSIX cpenbl. B pesynbrate Hamuuus
M3HAYaJIbHBIX TCHOTUIIMYECKUX Pa3IAINil B ITOMYJISI-
LIMSIX ¥ pa3HOHAMpaBJIeHHOro 0TOOpa B CBSI3U C pa3-
HUIIEl BO BHEIITHUX YCJIIOBUSIX, C TCYCHUEM BpEeMEHU
B IMONYJISIIMSAX HAKAIUIMBAIOTCS Te€HETUYECKUE pas-
JIMuust. DTU pas3inuMs B OIPeNeICHHBIX YCIOBUSIX
HAauyMHAIOT 3aTparuBaTh BCE OOJIbIIIEE KOJIMYECTBO
MPU3HAKOB, CUCTEM, I MOTYT IPUBECTU K CEPbE3HBIM
OMOXMMUYECKMM, T€HETMYECKUM, MOpQOIoTnde-
CKUM, (PU3MOJIOTMYECKUM U IIp. TIepecTpoiikaMm, a B
KOHEYHOM UTOTE — K PEIIPOAYKTUBHOI N3OSN U K
BBIXOY Ha HOBBIMI BUIOBOI ypoBeHb. Ecimm Takoit
Mpolecc AeHCTBUTEIbHO TPOUCXOIUT B pealbHOM
Mupe (a 3TO MOMAEPKMBAETCS ceitdyac OOJIbIIMH-
CTBOM MCCJIeqOBaTeNeid U MOJ0KEHUSIMU COBPEMEH-
HOM Teopuu 3BojoLuu — Maiip, 1974; BopoHIIOB,
1980; Eropos, 1983; Cesepuosn, 2005, u MH. Ap.), TO
CBSI3aH OH C MOCTENEeHHBIM HAKOIUIEHUEM alalTUB-
HBIX U3MCHEHWU B TOIMYJSLUSIX, & OCHOBHAS TIPEI-
MOCBhUIKA — Pa3IM4Us TeHETUYECKUX (POHOB TTOMYJIsI-
nuii. TakuM o0pa3zom, MOryT 0Opa30BBIBATHCS, BEPO-
SITHO, ¥ KaTeTOp1H TUTIA “KOMIIJIEKca BUIOB” U OoJiee
BbICOKME — ponkbl. Tak, Ha octpoBe MuHaaHao Ha Ou-
JmrIHax mpuMepHo 10 ThIc. 1eT Ha3am Iociie u3Bep-
KeHUs ByJiIKaHa Ao copMHUpoBaIoch 03epo JIaHao.
B pe3ynbTaTe M3 0mMHOro NCXOMHOTO BUaa peio — Bar-
bus binofutus — obpazoBanoch 18 aHIEMUYHBIX BUIOB,
npuHamiexamux K 5 pomam (XinedoconoB, 2004).
Ere omHoit mimrocTpaliieit MOXET CIIYKWATH TpyIIa
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curoBeix pui0d (Coregonus), Ha IIpUMEpPe KOTOPOM
MPOJEMOHCTPHUPOBAHO, KaK MOJIOA0I KOMILJIEKC MO-
XKET pa3neanuThbes Ha psia HOBBIX BUIoOB (Ky3Helos,
1973). Toro xe mopsiaka, 1Mo Bceil BEPOSITHOCTU, U
SIBJIEHUE, TaK XOPOIIO U3BECTHOE MaJleOHTOIoraM, —
9TO CM€Ha BO BpeMeHM OTHOIO BUIA APYTUM Oe3 3a-
(UKCUPOBAHHON U MPOUJLIIOCTPUPOBAHHON AUBEP-
reHuuu (CrapoboratoB, 1985). MmeroTca Takke
onucaHus 3HaMeHUTbIX onbIiToB . X. [lanoiHuko-
Ba (1961) c oT60pOM TJIEii TTO TUITY MATAHUS, TIPUBEI -
X K cepbe3Hoit Mopdodn3nosornueckoin mudode-
peHLUMALIMA UCXOAHO €AMHOOOPA3HON MNOMYJsINU
TJICH, ¥ JaXKe B OTAEIbHBIX CTy4asix — K peIPOIyKTUB-
HOI M3oJsIUMM chopMmupoBaBLIuxcs rpyrm. Cyie-
CTBYIOT U IPYTU€ ITOJOOHbBIEC IIPUMEPHI.

OgHaKO HEOOXOAMMO YETKO IMOHMMATh, YTO Ha
caMOM JieJie TOKa3blBalOT MpPUBEASCHHBIC BBHILIE U
Ipyrue nogo6Hbie MaTepraabl. CoBpeMeHHbIE MOJIe-
KyJISIpHBIE, TEHEeTUYECKME U MpP. METOAbI BBISIBIISIIOT
POACTBO MEXKIY MOMYJISIIIASIMU 1 TIMHUSIMU ITOCIIEI0-
BaTEJIbHBIX BUIOB, POJIOB U T.I1., TO €CTh OHU ITOKA3bI-
BalOT, YTO BO BPEMEHU OJHU BUIbI MOTYT U peaJlbHO
npeobpasyroTced B apyrue. Ho HaM He U3BeCTHBI JaH-
HbIe, KOTOPbIE MOIJIM OBl ITPOJIMTH CBET HA MEXaHW3-
MBI 3TOTO TIpeBpallleH’s], Ha pOJib B HEM aIallTUBHO
HaIpaBJIEHHOTO 0TOOpa MU APYTHUX MPOIIECCOB.

Ecte mpuMepsl BugooOpa3oBaHUSI Y TTO3BOHOY-
HBIX C TIOMOIBIO CIEN(PUYECKUX TEHETUYECKUX Me-
XaHU3MOB. DTO XOPOIIIO U3YYEeHO, HAIIPUMEP, Ha JIsI-
rylkKax Komruiekca Pelophylax ridibundus. Penxoe
HUCKJIIOUEHNE B 3TOM CBSI3U CPeAU IMPECMBIKAIOIITUXCS
COCTaBJISIIOT, B YACTHOCTU, KOMIUIEKCHI TTapTeHOTe-
HETUYECKUX SIIepUll, Hampumep pona Darevskia
(dapeBckwii, 1967; AHanbeBa u 1p., 2004), mpupona
BUI000Pa30BaHMsI KOTOPBIX YMCTO FeHETUUEeCKasl.

Kpome Toro, cymiecTByeT ompenenieHHasT KOJUIM-
3151, BhIpaXkamolasicsl B IPOTUBOPEYNY MEXTY amari-
TUBHO HallpaBJICHHBIM €CTECTBEHHLIM OTOOPOM U I'O-
MeocTa3zoM. CII0XHOCTh M HEOTHO3HAYHOCTh 3THX
B3aIMOOTHOIIICHUN MPOAEMOHCTPUPOBAaHA MaTepu-
ajJlaMi HaIllMX MCCIASOOBAaHMU IO TEPMOOMOJIOTUM
pentunnii (Yepaun, 2015). C omHOM CTOPOHBI, B OJI-
HUX U TeX K€ MPUPOIHBIX YCIOBUSIX MOXHO BCTpe-
TUTh PENTWINA C CUJIBHO Pa3IMYaOIIIMUCS TEPMO-
OUOJIOTUYECKUMHM XapaKTepPUCTUKAMU, a B Pa3HBIX,
IIOPOIO CHMJILHO Pa3IMYAIOIINXCS IT0 KIIMMaTUIeCKIM
YCJIOBUSIM PErMOHaX MOXHO BCTPETUTh PEOTWIUI C
OYCHb CXOIHBIMM KOMIUIEKCAMU 3TUX ITOKAa3aTeIeit.
C npyroii CTOPOHBI, Y PENTUIINI MMEETCSI OYeHb XO-
pOIIIO Pa3BUTHIM KOMIUIEKC BUIOCIICUMUMPUUHBIX U
HEM3MEHHBIX IT0Ka3aTejeil TepMaJIbHOTO TOMEOCTa-
3a, a UX MOBEACHYECKHUE TePMOPETYISIIMOHHbBIE pe-
aKIIMKM OKAa3bIBAIOTCSI HAIIPaBJICHHLIMUA B OCHOBHOM
Ha COXpaHEHHE B HEM3MEHHOCTU 3TUX KOMILIEKCOB
TEPMOOMOJIOTMYECKNX TOMEOCTaTUYSCKUX XapaKTe-
PUCTUK B pa3IMYHBIX YCJIOBUSX BHEIIHEH CpeIbl
(Yepnun, 2015). Ipyrumu ciioBaMu, B BBICIIIEH CTe-
neHu 3(¢p¢GeKTUBHBIE MOBEACHYECKNE TEPMOPETYIISI-
LIMOHHbIE U CTAOMIN3UPYIOIINE PEaKIIMU CITyXKaT JJIsI
TOTO, YTOOBI BHEIITHUE YCIOBUS KaK MOXHO MEHbIIIE
BIMSUIM HAa DHIOT€HHBIE TEPMOOMOJIOIMYECKME Xa-
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pPaKTEPUCTUKH, TO €CTh YTOOBI U3MEHEHUS CPEIbl He
MEHSUIM 3TUX XapaKTepUCTUK, a, CJIeAOBaTEJIbHO,
yTOOBl aJalTUBHO HAMNpPAaBJIEHHBI OTOOP HE MOT
BJIMSITh HA KOMILJIEKC BUIOCIIEIM(PUUHBIX TOMEOCTa~
TUYECKMX MoKa3aTejieil. XOTs CyIIeCTBYIOT TaHHbIC,
WLTIOCTPUPYIOIINE HEKOTOPBIE BO3MOXKXHBIE HECTaH-
JapTHBIE (XMMHUYECKME) BapUaHThI BIUSTHUS BHEIII-
HUX YCJIOBUI Ha 3JEMEHTbI TePMOPETYISLIMOHHOI
cucteMbl opranu3ma (Skandalis et al., 2020).

Takum 06pa3zoM, MBI BUIUM JIBE MOIIIHbIC TTIPOTH -
BOOOPCTBYIOIIME CUJBL: 1) KOMIUIEKC TepMOOUOJIO-
TMYECKUX TToKa3aTeseii, 0e3yCIOBHO CTPEMSIIIUIACS K
agantauuu (MoaudUKanu) XapaKTepUCTUK oOpra-
HU3Ma K TepMaJibHBIM YCJIOBUSIM BHEIIIHE! cpenbl, 1
2) BecbMa pa3BUTHINA HAOOP B OCHOBHOM IOBEICHYE-
CKUX TEPMOPETYISIIMOHHBIX PEAKLIUi, CTPEeMSIIIN-
Ccd COXpaHUTh TePMOMU3UOIOTUIYECKHNE XapaKTepH-
CTUKM B MOJIHON Hem3MeHHocTu. IIpu 3ToMm cyle-
CTBYIOT IIpUMeEPhI TOTO, YTO JaXXe BHYTPU OHTHOTO
pona (HanpuMmep, siepull Eremias, Podarcis u 1p.) B
YCJIOBHSIX XKapKOT'0 KJIMMAaTa UMEIOTCSI BUIBI, Y KOTO-

PBIX TEMIIEPATYPHI MOJHOM aKTUBHOCTU* U TeMIIepa-

TYpBl TEPMOCTAOMIM3ALMKU> OKA3BIBAIOTCH CYILE-
CTBEHHO BBIIIIE, YEM Y SIILIEPULL U3 O0Jiee MPOXIaTHbIX
30H. OTO TOBOPUT O TOM, 4YTO, IT0 KpaliHEell Mepe, Ja-
CTUYHO afanTaluy K TeMIlepaTypHOMY (haKTopy pe-
aJlbHO TIpoucxonsar. Ho, U3y4nB MCKITIOUUTEIHLHYIO
3¢ PEKTUBHOCTDH TOBEIECHYESCKON TEPMOPETYIISIIINN Y
9THUX XWBOTHBIX, Mbl OCTAaHOBWJIWCH TI€pel CTpaH-
HOI1, BHYTpEHHE MMPOTUBOPEUYNBOI CUTyallMeii: 00b-
SICHUTb, KaK U C TIOMOIIbIO KAKOTO MEXaHU3Ma ajam-
TUBHOI'O OTOOpa MOTYT Ha caMOM JIeJie IIPOUCXOIUTh
TaK/e 3BOJIOLIMOHHBIE M3MEHEHMs, TOKa He IIpeld-
CTaBJISIETCS BOBMOXHEIM. JIpyruMu ciioBaMu, Goee
JleTaJbHOE N3YYeHMe IPOoOJIEMbI IT0KA3aJIO0 JIUIIH eIIe
06JIbIIYIO TIYOMHY HAalllero He3HAHUs M HETIOHMMAa-
HUSI ee BHYTPEHHUX MexaHu3MoB. Ho 3To He moBox
OTKa3aThCs OT IyOJMKALlUU NIAHHOW CTaTbU. DTO

4 [onHas aKTMBHOCTb — XMUBOTHbIE HAXOIATCS B (usuonoruue-
CKOM COCTOSIHUM, B TOJTHOU Mepe 06e3 CYIIECTBEHHBIX (hru3no-
JIOTMYECKUX OrpaHMuYeHuil obecrieurBatonieM 3GhGheKTUBHOE
MPOTEeKaHWE BCEX OCHOBHBIX MOBEICHYECKUX aKTOB (JIOKOMO-
LIMY, TEPMOPETYJISILSI, TUTaHUE, CEKCYyaIbHOCTb, TEPPUTOPU-
aJbHOCTbD, 3allluTa, KOMMYHUKAIIMU U T.11.). B 3TOM cocTosiHuu
JBVDKEHUSI PENTWINI aKTUBHBI, OBICTPHI (aleKBaTHO BUAOBBIM
ocobeHHocTsIM) 1 TouHbI (Uepnun, 2014).

3 TemrmepaTypbl TEpMOCTAOMIU3ALIMU — JOBOJILHO Y3KUM IMana-
30H BBICOKUX TEMIIEpaTyp TeJia, KOTOPBI PENTUINH, HaAXOISICh
B COCTOSIHUM MOJIHOM aKTUBHOCTH, HAIIPaBJIEHHO U OMepaTUB-
HO TIOAIEPXKUBAIOT y ce0s1 B TeueHue 6oJiee WM MeHee MpoIoI-
JKUTEJbHOTO BpeMeHU. B 11 poBOM BbIpakeHUU OH IMOYTH CO-
OTBETCTBYET TOMY, YTO paHee Ha3BaJIM B JIUTEPAType OIITH-
MaJIbHBIMU WJIM  TIPEANOYUTAEMBIMU TeMIlepaTypamu, HO
onpeneleHHBIMIA METOIMYECKU KOppPeKTHOM criocoboMm (Yep-
juH, 2013). ITo cyTu 3TOT nMama3oH 4allle BCero He SIBJISIETCS
HU ONTUMAaIBHBIM IIJIsI (DU3MOJOTMIECKUX TTPOLIECCOB B Opra-
HU3ME, HU TPEANOYNTAEMbIM, TTOCKOJBbKY B OCHOBHOM 3TO —
KOMITPOMMCC MEXIy >XeJaeMbIM W BO3MOXHBIM YPOBHSIMU
Temrnepatyp. I[Ipocto penTwiuu no psiny NpUYMH (MIOKa HE 0
KOHIIAa TIOHMMAaeMBbIX) CTaOWIM3UPYIOT B HEM TeMIlepaTypy
cBoero Tena. [1o3ToMy Mbl HAllUIM pa3yMHBIM U aJeKBaTHBIM
W3MEHUTH €r0 Ha3BaHUE Ha “IMana3oH TepMocTadbwim3anuu”,
yOpaB U3 HEro OLIEHKY IIPUYMH 3Toi ctadunusanuu (YepauH,
2014).
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JIVIIb MOBOJ JIYYIlIe OCO3HATh CBOE HEIIOHMMAaHMUE,
HEOOXOAUMOCTb MO-IPYroMy IMOCMOTPETh Ha MpPO-
6j1eMy, Ha ee OCMBICJIEHUE, I TPONOJIKUTH UCCIIEI0-
BaHus. TakuM o0pa3oM, KOJUIM3US MEXKITY U3MEHYU -
BOCTbBIO, YCTOMYMBOCTHIO 1 OTOOPOM B JAHHOM CJIy-
yae, KaK 1 BO MHOTHX JIPYTUX, TPeOYyeT Cepbe3HOrO,
JIOTIOJTHUTEJILHOTO U3YyYEeHUSI.

Baxcneiiwue npoyeccuot, cocmaesasoujue 360404UH0

A.A. JliobuiieB cyuTajg, 4TO 3aKOHOMEPHOCTU
GOPMBEI SIBJISIIOTCSI HE TOJIBKO pe3yJabTaTOM IPUCIO-
COOJIeHNSI, HO UMEIOT U COOCTBEHHYIO JIOTUKY (JI1o-
ouies, 1968, 1971a,6, u ap.).

H.I1. Haymos (1972) u B.B. Uepabix (1986) oT™me-
TWIM OBa IpoLEecca B 3BOJIOLUN XXWBOMA MPUPOIBI:
9KOreHe3 M TaKCOHOMMYECKyIo 3Bojonuio. “IIpo-
LeCC UBMEHEHMUSI KUBOTHBIX U PaCTCHMIA, IIPOUCXO-
OSLIMI oA BJIMSIHUEM TaKCOHOMMUYECKOM OpraHu-
3allid, CJIeJOoBaJio ObI Ha3BaTh TaAKCOHOMWYECKOM
COCTaBJISIONIEN 3BOJIOLUU, UJIM KOpPOYE, TAKCOHO-
MUUYecKoli »sBomouueit... TakcoHoMuyeckasi co-
CTaBIISIOIIASl SBOJIIOLIMM MNOMACPXMBACTCSI U Ha-
OpaBisieTCs B pe3yjbTaTe B3aMMOAEHCTBUSI PO -
CTBEHHBIX TPYNIMPOBOK, IIPUHAMICXKAIINX TOMY
WIW JIPYTOMY YPOBHIO OpraHM3ali. AHaIOTMYHBIM
o0Opa3oM TIporecc M3MEHEHUST OpraHndeckKnx opm,
COBEPIIAIOIINIACS B paMKax OMOCUCTEM 3KOJIOTMYe-
CKOTI'O psiia, MOXXHO Ha3BaTh 9KOIeHE30M. DKOreHe3
MPOUCXOAUT IO BJIIUSIHUEM B3aUMOJAECUCTBUS TIOIY-
JISILUI caMbIX pa3HOOOPAa3HBIX OPraHU3MOB, COCTaB-
JITIOIIMX OMOILIEHO3, TTOTOMY OCHOBHBIM YPOBHEM,
Ha KOTOPOM OCYIIECTBISIETCSI 3KOIeHe3, SIBISeTCS
MOIYJISIIOHHO-O0MOIIEHOTUYE CKHIA.

DBOJIONYS, TMPOUCXOAAIIAT Ha TOMYJISIIHOHHO-
GMOLICHOTUYECKOM YpPOBHE, HE CIIOCOOHA BBIBECTH
OpraHu3Mbl Ha 0oJjiee BBICOKMI TaKCOHOMWUYECKUIt
YPOBEHBb, YeM BUIOBOI. TakcoHOMHYECKas K€ dBO-
JIIOIIMST OPTaHM3MOB BO3MOXHA TOJIBKO HauyMHAs C
BUIOBOTO YpOBHA. TakKM 06pa3oM, HECMOTPS Ha TO,
YTO 3KOTeHEe3 M TaKCOHOMWYECKas COCTaBJISIONIasT
9BOJIIOLIMN OKa3bIBAIOTCSI B HEKOTOPOM CMBICJIE CO-
MPSKEHHBIMU TIPOIIecCaMi, OHU B TO K€ caMoe Bpe-

M$ ITpoTeKaroT napasuiesbHo®. 1o cymiecTBy, pa3pos-
HEHHbIE TTOMYJISILMM OTHOTO BUAA, BKIIOYEHHBIE B
pa3Hble OMOLICHO3bI, HE YYACTBYIOT B TAKCOHOMMUYE -
CKOI1 BBOJIIOLIMU, U TOJILKO B CJIy4ae BOCCTAHOBJICHUS

6 “DTy 0COOEHHOCTh OMOCHCTEM HAIOPTaHU3MEHHOTO YpPOBHS
riepeie otMeTws H.IT. Haymos (1972), yka3aB Ha cyliecTBO-
BaHUE “TapajuleIbHOTO M B M3BECTHOII Mepe He3aBUCHMMOTO
Pa3BUTHUSL BUIOB U OOBEAMHSIOLIUX UX TAKCOHOB POJOB, Ce-
MEWCTB U T.1., C OOHON CTOPOHBI, U OMOT€OLIEHOTUYECKUX CU-
creM — ¢ npyroit” (c. 329). OnHako B cTaTbe, U3 KOTOPOi1 B3siTa
3Ta BBIIEPXKKA, TeMa “IBYX 9BOJIOLIMII” OCTajlach COBEPIIEHHO
Hepa3paboTaHHOI M, TyMaeTcsl, 110 3TO MpHUYMHE He BhI3Bajia
HUKAKOTO pe3oHaHca B OMOJIOTMYECKOIl M MaJleOHTOJIOTnYe-
ckoii utepatype”. CHOCKa TakxKe B3sTa U3 paboThl YepHBIX,
1986, c. 136.

YCIIEXU COBPEMEHHOW BUOJIOTUU  Tom 141

Ne 2

IIEJIOCTHOCTY BHIA HAYMHAET OEMCTBOBAaTh COO-
CTBEHHO TAKCOHOMMWYECKMI1, B JaHHOM CJTyJae ITOITy-
JIIHIMOHHO-BUIOBOM, ypPOBEHb WHTETrpallii, KOTO-
PBIii, KaK IpaBUJIO, U 3aBepllIaeT Mpoliecc 00pa3oBa-
HUs1 HoBoro Buaa. CoBepIIIEeHHO TaK Xe NeCTBYIOT 1
BCE MOCJIEAYIOIIEe TAKCOHOMUYECKIE YPOBHY MHTE-
rpayuy, IPpUBOIAIINE B IBMXKEHUE CaMU BUIBI, POIBI
M TaKCOHBI OoJyiee BBICOKOro paHra. HoBblii Bun
BHOBb B (popMe pa3pOo3HEHHBIX MOMNYJISIHNA pa3Me-
1IaeTCcsl B pa3jIMUHbIX OMoleHo3aX. TaM MomyIsiuuu
BHOBbB IIPETEPIIECBAIOT T€ UBMEHEHMUSI, KOTOPHIE JISITYT
B OCHOBY OyIyIIeil TaKCOHOMMWYECKOW 3BOJIOINN”
(YepHnix, 1986, c. 135—136).

A1oT TeKeT M3 KHuru B.B. YepHBIX miIg Hammx
paccyxkneHuii o4eHb BaxeH. Te Ipoliecchl, KOTOpbIe
YBUIEJIN MBI, TI0 CYyTH, HECKOJIBKO OTJIMYAIOTCS OT TO-
ro, 4TO INpuBeAecHO B 3Toil nuTtate. Ho BaxHO, 4TO 1
3TOT aBTOP, ¥ Mbl OTMETHJIM HAJIMYKE IBYX ITPOLIECCOB:
OIWH, CBSI3bIBAIOIINI 11 BIUCHIBAIOIIMIA OITYJISILIUY B
o01IyI0 (PYHKIIMOHAIBHYIO CTPYKTYPY OMOTBI, 1 BTO-
poii, — (bopMupyIOIINIT MHOTOYPOBHEBYIO TAKCOHO-
MUYeCKylo cuctemy. MicTopust aToro momxona 3HaeT
MHOI'O YY€HBIX, BBICKA3bIBABIINX CXOOHBIE MBIC/IU
paHee, HO 3/1eCh MbI HE Oy/IeM YXOIUTh BIJTyOb JIET —
Hallla cTaThsl He 00 3ToM. Paznuuus B HaIllIMX MOAXO-
JTax 3aKJII0YaroTcs B TOM, YTo MBI 1 B.B. UepHpBIX He-
CKOJIBKO ITO-pa3HOMY BUIMM MEXaHM3MbI HaOJIrogae-
MBIX SIBJICHUI. DTO HE O3HayaeT, 4To IIpaB JIMOO
ToJibKo B.B. YUepHbix, 1160 ToJabKO MbI. CKOpee Bce-
rO, peaJIbHO CYLLECTBYIOT U T€, U IPYT1Ue MeXaHU3MBI.
Ho mBI Tomonuim K TaHHBIM OOOOIIIEHUSIM, MCXOIs
M3 CBOETrO ONbITa KOHKPETHOM HCCIEO0BATEILCKOMN
paboOTHI 10 TEPMOOKMOIOTUN PETITUINIA.

MHorue 61OJIOTH, ClIemys 3a ITOJIOXESHUSIMU CUH-
TETAYECKON TEOPUU 3BOJIOLAUN, MTPOTOJIKAIOT CUU-
TaTh, YTO 3BOIIOLIMS — IIPOliecC, Oa3UPYIOIIUIiCSI Ha
MOCTETNIEHHOM HAaKOIJICHUU B T€HOTUIIC MOy
Mof, IeMCcTBUEM OTOOpa MEJIKMX aJallTUBHO LIEHHBIX
N3MeHeHU (PeHOoTUIIa. DTO MPUBOIMUT K ITOCTEIICH-
HBIM IIpe0o0pa3oBaHUSIM TeHOTHUIIA OCOOEi B ITOITYIISI-
LM, K TIEPEBOIY €€ Ha HOBBII, 00JIee BBICOKUIA, BUIO-
BOII ypOBeHb U B JajibHEiIIeM — K (hOPMUPOBAHUIO
TaKCOHOB 00Jiee BBICOKOTO paHTa. DTO KJIAaCCUYECKMIA
“MmapBUHOBCKMIA” Mpoliecc, KOTOPbIi pa3BUBaeTCs B
HarpaBJIEHMH “OT 9aCTHOTO K o0ImemMy”.

Jas ynoOCcTBa M3JI0XKEHUSI MaTepuajia U ero aHa-
JI3a 3TOT IIPOoIecC HeOOXOTMMO KaK-To Ha3BaThk. 1o
CMBICITY JJISI HETO TIOOXOIST IBAa TEPMUHA: “amarTo-
reHe3” MM “3KoreHes”.

AmanrToreHe3 — “¢GopMHUpOBaHNE HOBBIX ITPUCITO-
COOUTETBHBIX (DYHKIIMA, CIIOCOOCTBYIOIINX aaanTa-
UM XKMBBIX CYIIECTB K OIpEIeICHHLIM YCIIOBUSIM
BHe1THe cpenbl” (TepMUHBL..., 1996); “BO3HUKHOBE-
HUe, pa3BUTHE U TIpeoOpa3oBaHue TIPUCITIOCOOICHUI
(amanTalMy) B IIPOIIECCE BBOJIONUM OPraHM3MOB”
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(Qdynka u np., 1984). Ectb u npyrue onpeneiacHus, HO
OHU, TTPAKTUYECKN, UICHTUYHEIL.

Bo3MoxkHO OBIITO OB TPUMEHUTDL U TEPMUH “3IKO-
reHe3”. OH 661 BBeneH B 1904 r. HeMeLIKM yYeHbIM
Kapaowm JIeTTo, KOTOPEI IIOHMMAJI IO 9KOTeHE30M
npoliecc aganTauuu (IIPUCIOCOOJIEHUsI) BOOOIIE
(Detto, 1904). Bot e1ie HeCKOJIbKO OoJjiee MO3THUX
oTipeeJIeHUA.

DKoreHe3 — “pa3sBUTHE B IIPOIECCE DBOJIIOLINH
SKOJIOTUIECKUX OTHOIIIEHUM MEXIy OpraHu3MaMu 1
cpenoit... MHoTHa 3KOTreHe3 OMpenesIsIioT KaK Mpo-
IIeCC BO3HUKHOBEHUSI HOBBIX ()OpPM IO BIUSTHUEM
cpenbl. DKOTeHEe30M, MW 3KOTCHETUYECKUMU CMe-
HaMM, Ha3bIBAIOTCSI TaKXKe CMEHbI paCTUTEIbHOCTH,
OCHOBHOI MPUYMHOMI KOTOPHIX SIBIASIETCSI UBMEHEHUE
SKOJIOTUIECKUX YCIOBUM TMOO CaMUMU PaCTEHUSIMH
(PHIOTeHETUYECKIME CMEHBI), U000 BHEIIHUMU (DaK-
Topamu (rojoreHetndyeckue cMmeHbl)” (boibras...,
1969—1978); “1) sBoonust (pa3BUTHE) SKOCUCTEM B
pa3IUYHbIC TEOJIOTUUECKHUE TTIEPUOIbI, CITTOCOOCTBYIO-
masi GOPMUPOBAHUIO MEKBHUIAOBBIX OTHOIICHUN |
€OWHCTBA XW3HU; 2) UCTOPUIECKUI MPOIECC BHYT-
peHHell nuddepeHumanyu 6uoceprl, CTAaHOBIIEHUE
MEXBUIOBBIX CBA3€il 1 eMMHCTBA XKU3HU M OKPY>Kalo-
meit ee cpeapl (daButamBuiu, 1948); 3) mpolecc
CTaHOBJIEHUST 3Koyioruu, yciosuii” (Hemio, 1989);
“IIpolecc M3MEeHEHMsI opraHNYeCcKuX (opM, COBep-
MIAOIIHUICSI B paMKaX OMOCHCTEM 3KOJOTHYECKOTO
psama” (YepHsrx, 1986, c. 136).

Takum 06pa3om, o HallleMy MHEHUIO, B IBIICHUU
SBOJIOUNHY XU3HU peallbHO IIPUCYTCTBYIOT KaK MU-
HUMYM JIBa OCHOBHEIX ITpoliecca. K ogHOMY, KOTO-
PbIii TI0 CMBICIIY M 11O TIpaBUJjIaM OJIMIKE BCETO CTOUT K
KJlacCU4eCcKoOMYy “IapBUHOBCKOMY”, 0oJiee BCEro
MOIXOOUT TEPMHUH “3IKOTreHe3”, MOHMMAaeMBbI Kak
MPOIIeCC BO3HMKHOBEHMS HOBBIX (hOPM MO BIUSTHU-
eM Cpebl.

OnmHako OYEeBUIHO, YTO IIPOIIECC PKOIeHe3a caMm
o cebe He ONMMCHIBAET M HE MOXKET OIMCATh BCETO
MHOI'000pa3us KOMILIeKca SIBJICHUI, HaOII0IaeMbIX
B sBomoLMu. Tak, B pe3yiabTaTe (pyHKIMOHUPOBA-
HUSI XKMBOM CHCTeMbl Ha 0Oa3e OMOXMMHWYECKMX U
MIPOYMX SHIOTEHHBIX €€ CBOMCTB CO BPEMEHEM ITPO-
SIBJISIIOTCSI  HEKOTOphle HOBBIE 3aKOHOMEPHOCTH,
(GYHKUMOHAJIbHbBIE CBSI3U U IMOTPEOHOCTU, HEOOJIb-
11asl YacTh U3 KOTOPBIX ObLIa omucaHa Bbille. B pe-
3yJbTaTe BO3HMKaeT HeKasi HOBasl cUcCTeMa, OoJjiee
YCTOYMBAY B IJIaHE SHIOT€HHBIX CBOMCTB, HO HEJIO-
CTAaTOYHO amanTHpOBaHHAs K YCJIOBHUSM BHEIIHEN
Ccpenbl, MOCKOJIbKY BO3HMKIIA OHA BHE CBSI3U C IIPO-
LIECCOM afanTallry K YCIOBUSIM BHEIITHE cpeasbl (To
€CTh BHE DKOoreHe3a). B aTom cityyae majnee moyoKeH
MPOUCXOAUTh TIpolecc (YHKIMOHAIBHONM TMepe-
CTPOMKM MOJIyUMBIIEMCS HOBOM CUCTEMBI B HAITpaB-
JIECHUM OITMMMU3AlIMM CBSI3eil cO cpemoil (amarra-

YCITEXY COBPEMEHHOM BUOJIOTUH

LK), YTO JIeJIaeT CUCTEeMY ellle 0oJjiee SHEPreTUISCKU
a(ppexkTUBHOI 1 ycTOMYNBOI1. B KauecTBe omHOTO 13
BO3MOXHBIX TPUMEPOB YMECTHO BCITIOMHUTD XOTSI ObI
¢aKT BOBHUKHOBEHMS U PA3BUTUSI XUMUYECKOI Tep-
MOPpEeryJisinuu y Miekonutamiux. CyTb 3TOro sIBJie-
HUSI COCTOUT B MOBBIIIEHUM TEILUIOIIPOMAYKIIMU B OT-
BET Ha CHIDKEHUE TeMIIEPATYPhl CPeIbl XUMNYIECKUM
myTeM 0e3 COBepIICHMS MeXaHNYeCKUIA pabOTEL. DTO
SIBJIEHUE BO3HUKJIO, U, BEPOSITHO, B HACTOsIIIee Bpe-
Ms1 HanboJjiee TOJTHO TIPOSIBASIETCS Y TPUMUTHUBHBIX
HaceKOMOSIHbBIX MilekonuTawux (CioHum, 1952).
V Gosee mpoABUHYTHIX TPYIII 3TOT S9HEPTeTUIECKY He-
BBITOIHBIM MEXaHU3M TEPMOPETYIISIIUN OCIabeBaeT,
yCTyIiasi MECTO MEHee SHEProeMKOMY XOJIOHOBOMY
TPEeMOPY MBILII U IPYTUM MpolieccaM, CBSI3aHHBIM C
WX COKPATUTEJBHOM NESITEILHOCTHIO, B TIEPBYIO OUYe-
penns apoxatenbHoMy TepMoreHe3y (MBanos, 1965,
1972). lllupokoe pacrpocTpaHeHHEe IIPOLIECCOB OII-
TUMHU3ALMKU B IPUPOIE CaMo I10 ceOe TOBOPUT O TOM,
YTO pa3BUTHE “OT YACTHOIO K 0o0IIeMy”’ (3KOreHe3),
KOTOpPOE JIEXXHUT B OCHOBE MUKPOBBOIIOLNY — AAJEKO
HE eIMHCTBEHHbII BapuaHT pa3BuTUs. OOpaTHO Ha-
MpaBJICHHBII Mpoilecc — “OT OOIIero K yacTHomy”
(onTUMM3a1IKsi) MOXET ObITh OCHOBHBIM ITPU pa3BU-
THUM TAKCOHOB HAJIBUAOBOIO paHTIa, TO €CTh B MaKpo-
SBOJIIOLUU.

M sToT mpolecc Toxke HEOOXOIUMMO KakK-TO Ha-
3BaTh. B HEKOTOPOM poze MO CMBICITY €EMY ITOIXOIUT
Ha3BaHME “IHIOTeHHBIN TAKCOHOTeHe3”. DTO Ha3Ba-
HUE CIUIIKOM IJIMHHOE U HEeydoOHOe B yIoTpeOJie-
Huu. TepMUH Xe “TaKCOHOTreHe3” I10 CYTH OTpaxKkaeT
JIMIIIb OTHY CTOPOHY Tpoliecca. M, Kpome Toro, oH
yXe MPEeOKKYNUPOBaH, XOTsS HaM HE yAajoCh HalTU
eMy B JIMTepaType CTpOroro omnpeaeiaeHus. Ero mpu-
MEHSIIOT CIIEUAIUCTBI BO MHOTUX HAYYHBIX ITyOIM-
KallsIX B CMBICTIE IIpoliecca, IPUBOISIIEro K (hopMu-
poBaHUIO HOBBIX TakcoHOB. Harnpumep: “U.C. BuHo-
IpagoB IIPUMEHWI TIOHSATHE '"TaKCOHOreHe3” ISt
ONMCaHM 3Tara TaKCOHOMMUYecKoit nuddepeHIima-
LI B TUIOTE3€ ABYXATAITHOCTU (PUJIOTeHEe3a IOKPhI-
toceMeHHBIX (BunHorpamos, Bunorpamosa-2KykoBa,

19787). TakCOHBI — CUCTEMATUYECKUE ENUHULIBI pa3-
HBIX paHToB. TakKCOHOreHe3 — eCTeCTBEHHBIN Mpo-
1Iecc, ero TeYeHue OTpaXkaeTcs B TAKCOHOOOpa3oBa-
HUA HAa MHUKPO-, MaKpO- ¥ METa3BOJIIOIMOHHOM
YpOBHSX. B mpupomHoii cpeme KaxXmblii TAKCOH CY-
MIECTBYET B (DOPME CUCTEM COMOTYMHEHHBIX SIMHMUIT
(cucrema MOMYJISLMIA CBOEro Buaa, CUCTeMa BUIOB
CBOEro poja, CUCTeMa POJOB CBOEro ceMeicTBa u
T.1.). Kak 6uonornyeckue CUCTeMbl, TAKCOHBI B ITPO-
1IeCCe PBOJIIOLUY TTPOXOST STAIbl 3apOXKAEHUS, CTa-
HOBJICHUSI ¥ TIoC/Iemyrolero 6bitus. [IpemcraBieHme
0 TaKCOHOTEHe3e KakK 00 acriekTe (puyoreHe3a no3Bo-
JISIET XapaKTepu30BaThb €ro KakK TpeX3TamHbIiA Mpo-

7 B manHOM CJIy4yae€ CChblJIKa Ha HHTepaTyprIﬁ MCTOYHMK — Halla.
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uecc (Edumona, 1996). Iepsoiii aTam — npororeHess.
BTOT 3Tall — NOATOTOBUTEJIbHbIN, BTOPOIi 3Tal — apo-

reHe3’ — KJIIOYEBOI, TpeTUil aTan — ayutoreHe3? —
9Tall CyIIECTBOBAHUS TAKCOHA B OCBOCHHOM HMUIIIE
cBoero neHo3a” (Edumona, 2008, c. 99).

ITpoaHanmu3upoBaB BO3MOXKHBIE BapUaHTHI, MBI
BBIOpaIM IS Ha3BaHMSI apOr€HETUYECKOro IIporecca
MOP(HODU3NOIOTUIECKO ONTUMMU3ALMU (IBOJIIOLININ)
BHYTPEHHEI OpraHu3anyy NO3BOHOYHBIX SKMBOTHBIX
XOThb 1 HE OYEHb yIOOHBIN, HO, C HAIlIE TOYKU 3pe-
HHUsI, HamboJiee aJeKBaTHBI W TIPUEMIIEMBIA —
“3HIIOTEHHBIN TAKCOHOTEeHE3” .

B s3TOM cityyae mpoliecc 3BOJTIOLN MOXKET IIPOUC-
XOIUTH B OOJBIIE NI MEHbIIIEH CTEIIEHN OPTOIOK-
cajJibHO, B HaIlpaBJIeHUU “OT OOILEro K YaCTHOMY .

Obuwue paccycoenus 00 360A10UUU NO3BOHOUHBIX

Hrak, npoliecc aBoO1LMM, O KpaliHell Mepe 1o-
3BOHOYHBIX, COCTOMT M3 IBYX CaMOCTOSITEIbHBIX
IUIACTOB — BHAOTEHHBIM TaAKCOHOTEHE3 U DKOTeHe3.
HarmpaBieHHOCTD TeUeHUST SHIOTEHHOTO TaKCOHOTe-
He3a — OT OOIIIETo K YaCTHOMY, 9KOTeHe3a — OT YacT-
Horo K obmieMy. Hanuuue enmHCcTBa ABYX TPOTUBO-
TTOJIOKHO HampaBlIeHHBIX CHJI — BakKHeliIlee 1 He-
MPEJIOKHOE YCIOBHE TEUYeHUS JII0OO0ro Irpoliecca.
M sKoreHe3, U S3HIOTEHHBIN TAKCOHOTEeHE3, TpoTeKast
OMHOBPEMEHHO, SIBIITIOTCS OBYMS Hepa3pbIBHBIMU
CTOpPOHAMU TIpoIiecca OMOJIOTUIECKOM MTPOTPECCUB-
HOIi BOJIIOIIMM, KOTOPHI BeleT OpraHU3MBbI K AU~
depeHIMALIMN U YCIOXHEHNIO MOP(OohU3NO0I0r-
yeckux cuctem (Cesepuos, 1939; Beer, 1958, u np.),
K ux coBepiueHcTBoBaHMUIO (CeBepuos, 1939) u yBe-
JIMYeHUIO aTalTUPOBAaHHOCTH K BHEITHE cpere.

Jpyrumu ciioBamMu, o KpaliHeil Mepe 4acTh IIpH-
3HAKOB U CBOMCTB HOBBIX TAKCOHOB BBICOKOT'O paHTa
MOSIBIISIIOTCSI BCJIEACTBHUE IIPOLIECCOB, CBSI3aHHBIX C
MIPOSIBJICHUSIMHU CBOICTB X 3aKOHOMEPHOCTEI TUHA-
MUYECKOTO CYIIeCTBOBaHUS (pa3BUTHUS) “CTPOUTEb-
HOro Matepuaja” >KM3HU. DTU IIPOLIECCHI MOTYT
MMETh BIOJHE OIIPENCICHHYIO JIOTMKY pPa3BUTHUSI
(OMOXMMUYECKYIO U AP.), HAIIPABJISIOIILYIO DBOJIIOL M-

8 IMpororeHes — pa3aMHOXeHNE PACTEHU I TOYKOBAaHUEM.

9 Aporenes — “HarpabiIeHMe 3BONIOLMH, TPUBOSIIEE K BOG-
HUKHOBEeHHUI0O apomMopd030B. B xone aporeHesa 3BOIOLIMOH-
HOe pa3BUTHUE TPYIIIbI OPTaHU3MOB MPUBOIUT K BO3HUKHOBE-
HUIO TAKUX MPUCIIOCOOUTENBHBIX CBOMCTB, KOTOPBIE MTO3BOJISI-
10T 3HAYUTEJIbHO PACIIMPUTH CYILLIECTBYIOLLYIO 30HY UJIA BHIATU
B ApYrylo anantuBHylo 3oHy” (Kaprens u np., 2011, c. 93).
AJLIOoreHe3 — “HaripaBjieHUe 9BOJIIOLIMU TPYIIbI OPraHU3MOB,
MpU KOTOPOM y OJIM3KUX BUIOB TPOMCXOAUT CMEHA OJHUX
YaCTHBIX MTPUCITOCOOJIEHUI IPYITMMU, a OOIIUii ypOBEHb Opra-
HU3ALMM OCTACTCsI TIPEXKHUM. AJUIOTeHE3 BbIPAXKaeTCsl B aiar-
TUBHBIX MpeoOpa3oBaHusX (IIpU CMeHE cpel OOMTaHMSsI, Ha-
npuMep, Ha3eMHOI Ha BOAHYIO) — aJuioMopd03ax, WU UIUO0-
aganraumsix. [Ipu amioreHe3e ogHU OpraHbl MPOrPECCUBHO
pas3BuBalOTCA U AU dEPeHLIUPYIOTCS, APYTHUE — TePSIIOT (hyHK-
LIMOHAJIbHOE 3HAUYE€HUE U PENyLIMPYIOTCS; IIPU 9TOM ITPOUCXO-
JIUT TApMOHUYHOE MpeoOdpa3oBaHUE BCEX CTaAuil OHTOreHesa”
(Buonornueckuii..., 1986, c. 18).
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OHHOE pa3BUTHEe MOP(POGHU3NOTOrNIECKO CUCTEMBI
KMBBIX OPTaHM3MOB. DTU IPOLECChl NPUBOIAT K
GOpMUPOBAHUIO TPYNIl KMBOTHBIX, OO0JIATAIOIINX
NpU3HAKaMH1 BBICOKMX TAKCOHOB M MAYT “OT OOIIETO
K yacTHOMY”. A yKe IIocJie 3TOr0 HauMHAaeTCs TIpo-
IIeCC, KOTOPBIM MpHM3BaH amaIllTUPOBaTh IIOIYyYMB-
IIMecsl BapuaHThI 6ojiee MM MeHee o0InX Mopgho-
(GUBNOJIOTNUECKUX CTPYKTYp C MPU3HAKAMM HOBBIX
BBICOKHMX TAKCOHOB K YCJIOBUSIM BHellIHe cpeabl. OH
naeT “OT YaCTHOTO K o0meMy” W IIPUBOOUT K op-
MUPOBAaHUIO BUIOB U POIOB.

3AKOHOMEPHOCTHU HA YPOBHE 5PI'OMOB

B sTOM pasnese MBI paCCMOTPUM 3aKOHOMEPHOCTH,
CBSI3aHHBIE C IMHAMUKOM BHYTPEHHE OpraHn3aiun
Ha YpOBHSX, OJMU3KMX BDJIEMEHTApPHBIM (QYHKIINO-
HaJIbHBIM €IMHUILIAM XU3HU — 3PTrOMaM.

OOBEKT BOJIOLMU — 3JIEMEHTapHbIe (DU3MOJI0-
rudeckue (pyHKIMKY Ha YPOBHE, OJIM3KOM K 3pTOMaM.

OcHOBHasl JUHUS pa3BUTUS HAa 3TOM YpPOBHE —
SHEpreTUYeCcKasi ONTUMM3ALUS AEITEIbHOCTU 3Pro-
MOB; CO3IaHHE ‘“HampaBJISIOIIEr0 HaIIpsoKeHUs
“HarpaBJistionei cuiibl” I npoiecca Mopdodu-
3MO0JIOTMYECKOIl 3BOIIOLIMM Ha YpPOBHE OpraHuU3Ma,
CHOCOOCTBYIOIIE pealn3allud NPUHIUAIIA DHepre-
TUYECKON ONTUMM3ALIMU B DBOJIOLIMN. DTAa TEHAECH-
LUSI — ONWH M3 BaXXHEUIIIMX OPUECHTUPOB B 3BOJIIO-
LIMH, TI0 KpaifHell Mepe MMO3BOHOYHBIX.

JBmxKylasi cuja 3BOJIOLMOHHOIO TIpoliecca Ha
5TOM YPOBHE — TIPUHIIUIT SHEPTeTUIECKOI ONTHMI3a-
LMK IeSITeJIbHOCTH BHYTPEHHUX CTPYKTYp OpraHM3Ma
Ha ypOBHE OpraHM3aliuu, OJM3KOM K 3promam. st
IMO3BOHOYHBIX “pacKpBITUEM” 3TOTO IIPUHIIUIIA, O~
HOW M3 BaxKHEUIIMX ero (PYHKIIMMN SIBIISIETCS TTPUH-
LIMI CcTaOUIM3allMy BBICOKOI TemIlepaTyphbl Tejia B
SBOJTIOLINU 3TUX XKUBOTHBIX.

B ocHoBe aBUXKYyIIeil CUIbI JAHHOTO YPOBHS Jie-
XKUT KITI0YeBOE IIPOTUBOPEYNE MEXKIY, C OMHOI CTO-
POHBI, YCIIOBUSIMH, B KOTOPBIX “3JIeMEHTapHBIE OMO-
XUMHUYECKUE MAIUHBI” MOTYT OBITb MaKCHUMAaJbHO
MIPOAYKTUBHBEIMU, 3(P(EKTUBHEIMA M SHEpreTude-
CKM 5KOHOMUYHBIMHU, a C IPYroil — yCaoBUAMHU (Xa-
pakTepuCTUKaMM BHYTPEHHEI cpedbl OopraH1u3ma), B
KOTOPBIX JaHHBIE “OMOXMMMUYECKUE MAIIWHBI" BbI-
HYXIIEHBbI peaibHO paboTaTh B €CTECTBEHHBIX YCJIO-
Busix. [1yTeii paspelieHus: 3TOro mpoTUBOPEY U IBa:
1) u3aMeHeHNe CBOMCTB CJIOXHBIX “OMOXMMUYECKUX
MalinH”, COCTABJICHHBIX N3 3JIEMEHTapHBIX CBOMCTB,
TO €CTh U3MEHEHUEe Habopa 3ProMOB, UX B3aUMHOTIO
pacriofioxxenust u T.11. (Yrones, 1983, 1985); 2) uzme-
HeHMe BHEITHUX YCJIOBUM (B OpraHM3aiui BO3MOX-
HOCTHU BbIOOpA BHEIIHUX YCJIOBUIT), YTOOBI C UX IO~
MOIIIbIO COOTBETCTBYIOIIMM 00pa3oM BJIUSTh Ha TO-
KasaTeau BHYTpPEHHENW cpelbl Ijsl dHEPTeTUYECKOM
ONTUMU3ALUY PAOOTHI 3PrOMOB, TO €CTh [TOBEICHYC-
cKasl peryysuus, MoauduKaus IpoCTPaHCTBEHHO-
BPEMEHHOM CTPYKTYpPhl aKTUBHOCTH.
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DBOMOLUOHHBIMIA MEXaHU3MaMU TTPOABUKECHUS
OTUX ITPUHIMUIIOB ABJIAIOTCH, TIO-BUAUMOMY, KJIaCCH-
YyeCcKHe HAapBUHOBCKME HAaCJIEACTBEHHOCTb, U3MECH-
YUBOCTb, €CTECTBEHHBI OTOOP M BCE, YTO C ITUM
cBs3aHo. Ilpu aTOM, BaxkKHOI OCOOEHHOCTBIO MeXxa-
HU3Ma 3BOJIIOLIMY Ha YPOBHE 3PTOMOB SIBJISICTCS TO,
YTO peaau3alusi UX MPOUCXOAUT C MpPUBJICYCHUEM
CTPYKTYp M MEXaHM3MOB 0o0Jiee BBICOKOTO YPOBHS
GYHKIMOHANIBHON opraHu3auuu (opranu3MosB). Op-
TaHU3Mbl HYXHBI JJISI OCYIIECTBICHUSI SHEpPreTude-
CKOIl onTUMM3ALUMKU PabOTHl 3PIrOMOB, TOCKOJIbKY
MMEHHO M3MEHEHUSI B MOP(PO(PU3NOIOTUYESCKUX U
MOBEICHYECKMNX CHUCTeMaxX OpraHU3Ma II03BOJISTIOT
COBMECTHBIMU ACUCTBUSAMU PEaiM30BaTh OTMEUECH-
HOE BHIIIIE 3BOJIIOLIMOHHOE HaIIpaBJICHHE.

OCHOBHBIE ceIeKTUBHBIE (DaKTOPHI 151 OTOOpa Ha
9TOM YPOBHE OpraHu3aluu CBSI3aHbl C KOMIIJIEKCOM
YCJIOBUMA, YJIy4dllIalOIIUX SHEPreTUYECKyl0 ONTUMU-
3alMI0 pabOTHl 3PTOMOB U APYTUX “OMOXMMUYECKUX
MAalllWH”, UCTIOJHSIOIIMX 3J€MEHTapHble, eNUHUY-
Hble PYHKIUNU. DTO MOTYT OBIThb, C OMHOU CTOPOHHI,
OMOXMMUYECKUE aNallTalluu, C IPYTroi — CO3IaHUE
YCJIOBHIA, TIPY KOTOPHIX 3TU “OMOXMMHYECKHUE Ma-
IDUHBI” TIOIagaoT B 0ojiee DHEPreTUUYECKU ONTH-
MaJibHble yCJIOBUSI (DYHKLIMOHUpoOBaHUs. Tak, 3TO
MOXET ObITh pa3BUTHE (PUZMOTOTMUYECKUX PEaKIIMIA,
YBEJIMYMBAIOIIUX PHAOTE€HHBIM MYyTEM TeMIlepaTypy
TeJla (HeapoXKaTeJbHbI WU ApOXKaTeJbHbIN 3HIO-
Te€HHBbII TepMOTeHe3 U T.M.), /Wi pa3BUTHUE KOM-
IUIEKCa MOBENEHYECKUX PeaKInii, CIOCOOCTBYIOIIMNX
TOMY, YTOObI OpraHMW3Mbl TOMNafgaid BO BHEIIHUE
YCJIOBUSI, TTOBBILIAIOINIME TEMIIEpATypy Tejla 1 MO3BO-
JISIIOLIME €€ Ha 3TUX BBICOKUX YPOBHSIX YIEPXKUBATh.

DBOJIIOLIMOHHBIM MOCJIEACTBEM OIMMCAHHBIX BbI-
1lIe TIPOLIECCOB Ha YPOBHE 3PrOMOB SIBJISICTCSI Mepe-
CTpoiika MOP(PODU3NOIOTUIECKON CTPYKTYPhI Opra-
HM3MOB, KOTOpBIE ITPUOOPETAIOT HOBBLIN Oojiee MM
MeHee o011t m1aH MopPodU3N0JIOrnYecKoit opra-
HU3aU, o0IIre (PU3NOJOrnYecKrue U MoBeaeHYe-
ckue peakuuu. KpoMe toro, Ha 6a3e sHepreTuue-
CKOM ONTUMHU3ALIMU PabOThl 3PrOMOB ITPOUCXOIUT
yCIoXXHeHYe (DYHKIINI 3a cCYeT MOSIBJICHUS JOTIOJTHU -
TeJIbHBIX BCTABOYHBIX (PYHKIIMOHAJIBHBIX 3BEHBEB, a
KaK CJeICTBUE 3TOro — MopdodUu3noJoruieckoe
YCIIOXKHEHVE CUCTEM B 3BOIIOLUY TO3BOHOYHBIX KM -
BoTHbIX (Yepnun, 2012). ApyrumMu clioBaMu, ITOSIB-
JISIIOTCSI TPYIIIbI OPTaHM3MOB C XapaKTepPHBLIMU 0O0-
UMM IIPU3HAKAMU BBICOKUX TAKCOHOB. TakuM 00-
pasoM, 10 HalleMy MHEHUIO, Ha YpOBHE 3PTrOMOB
BEAYLIUM SIBJISICTCSI 3BOJIIOLIMOHHBII MpoLecc, Uay-
LU IO TPUHIIUITY SHIOTEHHOTO TAKCOHOTeHe3a.

3AKOHOMEPHOCTHU HA YPOBHE
OPI'AHU3MA

MmenHO Ha ypoBHE OpraHM3Ma MBI MOXKEM KOH-
CTaTUPOBaTh, PETUCTPUPOBATH U HAOIIOAATD PE3YJib-
TaTHI IIpoliecca, KOTOPBIA MBI Ha3biBaeM Mopdodu-
3MOJIOTUYECKOI DBOJIOLMEN. DTO M3MEHEHUS BO

YCITEXY COBPEMEHHOM BUOJIOTUH

BpeMeHU MOPMOIOTUYECKOTO CTPOCHUS U (PYHKIIO-
HUPOBAaHUS OpraHu3Ma XXUBOTHBIX.

3akonomeprocmu, ces3anHbvle ¢ OUHAMUKOU
B6HYmMpeHHell opeanu3ayuy U PYHKYUOHUPOBAHUS
Ha YpoGHe 0peaHu3ma

OOBEKTHI 3BOIIOLIMN — CIOXHEIE (DU3MOJIOTUYE-
cKue (pyHKIIMM Ha yPOBHE OpraHu3Ma, OpraHmu3M Kak
HeJiast pyHKIMOHAaIbHAasl CUCTEeMA.

HampaBsieHHOCTH 3BOJIIOLIMKU Ha 3TOM YPOBHE: Q)
o0ecIieyeHHe peaau3aldyi SHEProoNTUMU3UPYIO-
IIMX IIPOLIECCOB YPOBHS 3proOMOB 3a CYeT (pyHIaMeH-
TallbHBIX IIEPECTPOEK B MOPHODU3NOTOTUYECKUX
cucteMax — apoMopdo30B pa3HBIX ypOBHE# (IIpo-
JIOJDKEHUE, pa3BUTUE MPOLIECCOB SHAOTCeHHOIO TaK-
COHOreHe3a); 0) onTUMU3AL AeITEILHOCTA U pa3-
BUTHE CIOKHBIX (PYHKIINMA.

JABUXKylllasi cujla 3BOJIIOLIMOHHOIO ITIpoliecca Ha
5TOM YPOBHE — MPUHLIUI SHEPreTUYECKON ONTUMU-
3allMM AeATEIbHOCTU BHYTPEHHUX CTPYKTYp Ha 000-
VX YPOBHSIX — PrOMOB U LI€JIOTO OpraHu3Ma.

BaxHeiiliee mpoTuBopeYne, Jiexaiiee B OCHOBE
JIBVIKYIIMX CUJI HA YPOBHE OpraHU3Ma, — IIPOTUBOPE-
yrie, C OQHOM CTOPOHBI, MEXIY TEMU YCIOBUSIMU, B
KOTOPHKIX DJIEMEHTAPHBIEC U CJIOXKHBIE (PYHKIIMK OpTa-
HHM3Ma MOTYT OBITh MAaKCUMAaIbHO 3(P(PEKTUBHBIMHA U
SHEPreTUYECK 9KOHOMUYHBIMMU, a C IPYroii — yCJIO-
BUSIMHM, B KOTOPBIX OHM peajibHO paboraior. IlyTh
pa3pelleH’s 3TOro IPOTUBOPEUYUS TAKOM K€, UTO U B
cllyyae ¢ YpOBHEM 3PrOMOB, TOJBKO SHepreTuyeckast
3((EeKTUBHOCTL M BKOHOMHUYHOCTH IIEPECTPOEK
MOpGHOGU3NOIOTUUECKUX U TIOBEIEHYSCKUX CHUCTEM
OLICHUBAIOTCSI OTOOPOM Ha YPOBHE 11€JI0T0 OpraHU3Ma.

DBOJIOIMOHHBIE MEXaHU3MBI TaKue Xe, KakK U B
ciyJae ¢ ypOBHEM 3PTOMOB.

OCHOBHBIE CEJICKTUBHBIE (DAKTOPHI HA 3TOM YPOB-
He opraHu3alluy CBSI3aHbl, C OTHOM CTOPOHBI, C KOM-
IUIEKCOM YCJIOBUIA, YIy4IIAIOIIUX SHEPTreTUYECKYIO
ONTUMM3AIIMI0 pabOThl OopraHu3Ma (XoTs, IO O0OJIb-
IIOMY CYETY, pa3aeuTb (QYHKIMOHAIbHBIE TTpoliec-
CBhI B TOI YaCTH Ha YPOBHSIX 3PTOMOB U OPTraHU3MOB
Mopoii ObIBaeT OYEHb CJIOXKHO, IMTOCKOJIBKY OHM He-
PaspbIBHO CBSI3aHbI), C APYrOil CTOPOHBI — C YCUJIE-
HUEM UX aJallTUPOBAHHOCTU U KOHKYPEHTOCIIOCO0-
HOCTHU (HaIlpuMep, ¢ YIy4YlIeHUeM KauyeCTBa BBITIOJ-
HEHMS KJIIOUYEeBBIX (PYHKIIMI Ha YPOBHE OpraHu3Ma —
MOJBUXXHOCTU, AaKTUBHOCTH, TOOBIBAHUS TTUIIH U €€
repeBapruBaHUsI, YCIOXHEHUEM MOBEIEHUS, COLIM-
aJIbHOM CTPYKTYpbI COOOIIECTB, ycIieXxa BOCIPOU3-
BOJCTBA U T.IL.).

IMocneacTBrEM 3BOJIIOLIMOHHOTO TIpoIecca, CBs-
3aHHOTO C IMHAMUKON BHYTPEHHETO (PYHKIIMOHUPO-
BaHUSI U OpraHU3allii Ha YPOBHE OpTraHU3Ma, SIBJISI-
€TCsI MOSIBJICHUE TPYIIIT OPTaHU3MOB, B OOJIbIIIEH MIN
MEHBIIIEI CTeIIeH! 00J1aJalolX HOBBIMMU, OOIIUMU
IUIST TPy KadecTBAMM M XapaKTepUCTUKAMU
MOopHOoDU3NOTOrMIESCKON OpraHU3aluu. DTO IIPO-
ToM 141
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JOJDKCHHME U pa3BUTUC ITPOLECCCOB O9HAOTCHHOI'O TaK-
COHOI'€HE3a.

3axoHomepHocmu, C8A3aHHbIE C OUHAMUKOLL
83AUMOOMHOMEHIUL OP2AHUZMOE C 8HelHell cpedoll

OOBEKTHI DBOJIIOIIMN — CJIOKHBIE (PU3MOTOTHIE-
cKue (pyHKIIMY Ha yPOBHE OpraHm3Ma; OpraHm3M Kak
neiast pyHKUIMOHAJIbHASL CUCTeMa, B3auMOACHCTBY-
[olIasl C BHELIHE Cpeaoid.

HarmpaBieHHOCTh 3BOJIOIIMOHHOTO TIpoliecca Ha
YpPOBHE OpraHM3Ma — JOCTIDKEHHE >KXHBOTHBIMU
MaKCHMaJIbHO BO3MOXHOTO COCTOSIHUSI amaIllTMpO-
BaHHOCTH; aJanTallMy TPYIN XXWUBBIX OPraHU3MOB C
HOBBIMU HabopaMu MOPPOPU3NOTOTNIECKIX
CBOICTB, COOPMUPOBABIINXCS B pe3yJIbTaTe IHIOTEH-
HOTI'0 TAKCOHOTeHe3a, K YCIOBUSIM BHEIITHEH Cpebl.

st Toro, 4ToOBI OOJIee YETKO TIOHUMATh, O YEM
371€Ch UJET peub, UMEET CMBICJI OJYYUTh B CBOE pac-
MOPSKEHUE eMKUe OIpelesieHUsI B KOMILIeKce To-
HSITUI, CBSI3aHHBIX C KaXXyIIMMCSI OUeBUIHBIM TPO-
lieccoM ajanTauuu. B niutepatype Mbl HallUIM HEKO-
TOpOEe KOJMYECTBO TakKux onpenesieHuii. Ho, xoTsg o6
ajanTalyu MUCcaIv U MUILYT OYeHb MHOTUE BUIHbIE
OMOJIOTH, MBI HE OOHAPYXWIN Y HUX CTPOrOro, 4eT-
KOro, “KOHIUEHTPUPOBAHHOTO” M OOIICITPUHSITOTO
onpeaelieHNsI OCHOBHOMY TEpMUHY — “amamnTaims’”.
OrmpeneneHus BCTPETUINCH TI0 OObIIEeH 4YacTH B
“okonobunonorndyeckoii” nurepatype. HexkoTopsie
U3 HUX, TEM HE MeHee, BIIOJIHE HaydyHble, XOTs, Ha
Halll B3IJIsi/l, TPeOYIOT KOHKPETU3ALMU U HEKOTOPOI
KOPPEKTUPOBKMU.

Apanraniisi — TpOLECcC ITPUCITOCOOIEHUsT Opra-
HU3Ma, MOMYJISIUNN WK COOOIIEeCTBA K OMpeaeieH-
HBIM YCJIOBUSIM BHEIIIHEN CPEIBI, COOTBETCTBUE MEXK-
JIy YCIOBUASIMU BHEIITHEN Cpeabl ¥ CIIOCOOHOCTHIO OP-
raHu3MoB npouBerath B Hell (Hemio, 1989) — sTo

HauboJiee od1Iee onpez[enem/lell;

— COCTOSHUE IUHAMHYECKOTO COOTBETCTBUSI,
paBHOBECUSI MEXIY XMBOW CUCTEMOIW M BHELIHEM
cpenoii. CnocoOHOCTh XXMBOIO OpraHM3Ma IIPUCIIO-
cabIMBaThCc K M3MEHEHUSIM OKpYKaIleil cpenbl,
BHEITHUX (BHYTPEHHMX) YCJIOBHMU CYILIECTBOBAaHMS
IMyTeM COXpaHEHUS W IomIepxKaHus (pU3MIECKOTO
romeocrasa (Kpartkwuii ..., 2008) — 3T0 omnpeneneHune

0oJjiee BCEro IMOaXOOUT IS MHIWBUAYAJIbHBIX agari-

Tauuﬁlz.

Buonornyeckast aganranust — Mpouecc MPUCIIO-
COOJIEHUSI OpraHM3Ma K MEHSIONIUMCS YCIOBUSIM
BHEIIIHEl cpelbl B Mpoliecce SBOIOLNUMN, BKIOUAIO-
MU KOMILIEKC MOP(POPU3NOIOrHIeCKUX U TIOBe-
JIEHYECKMX OCOOEHHOCTEe 0co0Hu, TOMYJISIIUN WA
BUIa, OOECICUYMBAIOIINI YCIIeX B KOHKYPEHLIMU C
IPYTUMU BUIJAMU, TONYISLUUSIMU U OCOOSIMU U
YCTOMYUBOCTH K BO3ACHCTBUSAM (paKTOPOB aOMOTHYE-

”KOMMeHTapMﬁ HaI.
12KOMMCHTapI/II7I Hall.
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CKOil cpenbl (DHUMKIONEeAWYecKui..., 2013). Bro

omnpeesieHre 60Jiee BCero MOAXOAUT JIsI TPYTIIOBBIX

(MOIMyYJISILIUOHHBIX, BUTOBBIX) aﬂanTauMﬁB.

ApnanTralyio B CTaTUYECKOM IMMOHMMAaHUM KakK J0-
CTUTHYTBHIA Pe3yJIbTaT COBEPIIMBIIETOCS Pa3BUTHUS
MOXHO OIIPENeINUTh KaK aHCcaMOJIb CBOMCTB 1I€JIOTO
(0OBIYHO OpraHMU3Ma WJIM MHOM OMOJIOTUYECKOM CHU-
CTEMbI, HO MHOTIA YIIOTPEOISIETCS U IPUMEHUTEIIb-
HO K CJIOXKHBIM, CAMOPETYJIMPYIOIIMMCS M CaMOOpra-
HU3YIOLIMMCS YCTPOMCTBaM), 0OeCeunBaOIINX €TO
YCTOMUMBOE CYIIECTBOBAHNE 1 BOCIIPOU3BEICHIE, TO
eCTb 0oJiee WM MEHee IIUTEIbHOE COXpaHEHUE aH-
caMOJIsI CYIIECTBEHHBIX MapaMeTpPOB 3TOTO IIEJIOTO.
B nmHamMuaecKkoM CMBICTIE amaITaliio MOXHO OIIpe-
JIeTNTh KaK MpoIiecC MPOUCXOXKIeHUsT (IIproopeTe-
HUS) aganTaluy B nepBoM 3HaueHuU (I1aneoHTosmo-
s ..., 1995).

CyIIecTBYIOT U APYTHE ONpeaeieHusI, HO MBI B3sI-
JIV JIWIITh caMble OOIITMe 1, TIABHOE, — XapaKTepHBIE.

Mcxons u3 onbiTa COOCTBEHHOI pabOTHI IO OMO-
JIOTUM PEINTWIM M OCMBICJIEHUSI OITyOJIMKOBAaHHBIX
MaTepHaoB, TIPeICTaBIISIeTCS LeJIeCO00pa3ZHbIM AaTh
COOCTBEHHOE OTpeae/ieHue KOMIUIEKCY TOHSITUI,
CBSI3aHHBIX C aJanTalUsIMU B CJIOXKHUBIIEMCS y Hac
MMOHUMAaHUMN.

B camoM o6imemM cMmbIciie omnpenejeHre amariTa-
LI MOXKET BBITJIAACTh TakK.

Apantanys — MIpolecc MPUCITOCOOISHUsT Oopra-
HU3Ma, TOITYJISLUN WIM COODIIECTBA K OIpeHeeH-
HBIM YCJIOBUSIM BHEIIHENW cpenbl. 31eCh — HHUYEro
HOBOTO.

Yrto xapakTepHO IS MOMABJISIONIETO YKcia 00-
X ONpeneIeHNIA — CMBICT TEpMHUHA “aganranus’
nepegaeTcst uepes CJIOBO “IIPUCIOCO0JieHUe” , 94To He
JleiaeT caM TepMUH 00Jiee IIOHSTHBIM 1 CTPOTO Hay4-
HBIM, OOBSICHSIOIINM CYTh BIeHUs. B 3TOM ciydae
HEOOXOOUMO OIPEIe/INTh, YTO 3HAYMUT TOTAA CIOBO
“mpucriocoodysieHue”.

INpucnocob6neHne opraHu3ma, TMOMYJISLUU WU
COOOIIIECTBA K OIMPeNeICHHBIM YCIOBUSM BHEIIHE
cpenbl — TMPOoLIeCC ONTUMU3AIY HEOOXOIUMBIX U J0-
CTAaTOYHBIX, SHEPrETUYECKUX U MaTEPUAIbHBIX (BELLE-
CTBEHHBIX) 3aTpaT, 00eCIIeUNBAIOIINX OIATOIOIYYHYIO
1 KOHKYPEHTOCIIOCOOHYIO XKU3HENESITeJIbHOCTh OCO-
Oeii, HmoImysIuii, COOOIIECTB, MPOLBETAHNE BUAA C
HAaUMEHBIINMHU 3aTpaTaMK BHYTPEHHUX PECYpCOB B
JIAHHBIX YCIOBUSIX CPEObI.

Ho, xpoMme Toro, 3HaunTeIbHAsI YaCTh afalTaluii,
Kacarollnxcsl B IIEPBYIO 04EPEIh OCOOU, HarpaBieHa
Ha COXpaHeHHUeE ero roMeocrtasa. JJIst Takux ciiydaeB
afarTalyio MOXHO OIPeAeINThL TAKUM 00pa3oM.

Anmanrtauusi — OuoJOrn4yeckoe sBicHUE (IIPo-
LIECC), CMBIC]I KOTOPOTO 3aK/II09aeTCsI B COXpaHEHUN
KOMIUIEKCA BUIOCTICIIM(PUIHBIX, “KIIFOYEBBIX”, CTa-
OMJIBHBIX ITapaMETPOB TOMEOCTa3a XKMBOU CUCTEMEI B

13 KomMmenTapuit Ham.
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PA3IUYHBIX YCIOBUSX CPEAbl C MOMOIIBIO BUIOCIIE-
M(UIHOro Habopa OMOXMMUYECKUX, (PU3HUOIOTU-
YECKUX U/WUJIM TTOBEISHUYECKUX TTPUEMOB PETYIsSLINN
C 1IeJIbI0 obecrieyeHus 6J1aronogyqYHoil 1 KOHKYpeH-
TOCTTOCOOHOM XN3HEASITEIbHOCTH OCOOCH, TTOITYJISI-
1M1, COOOIIIECTB, NIPOLIBETAHWS BUAA.

MunuBuayanbHas agantaiysi — peaklus WHIU-
BUIYaJIbHOTO XXKMBOTHOTO — HampaBJIcHHAs a) Ha pe-
aJIN3aIMIo0 aKTOB XMN3HEOOECIIeYeHUS €ro KaK caMo-
CTOSITeIbHOI 0COOH, HA BBITIOJTHEHHE UM BCEX HE00-
XONVUMBIX (PU3MOJIOTUYECKUX M  DKOJIOTMYECKUX
(GYHKIIMIT B OIYJISILY U OMOLIEHO3€ B JAaHHBIX WA
MEHSIIOIINXCS YCJIOBUSIX Cpedbl C HaWuMEHBIIUMU
BO3MOXHBLIMU [JISI JAHHBIX YCJIOBUM (ONTUMAaJIbHbI-
M) 3HepretTmdyeckumu 3arpatamu (Yepmun, 2015),
0) Ha 0e3yCJIOBHOE COXpaHEHME B JIIOOBIX YCIIOBUSIX
BHEIIHEI cCpelbl OCHOBHBIX ITapaMeTPOB roMeocTa3a
(Yepmun, 2015) 1 B) Ha ITOIyYeHNE XKUBOTHBIM KOH-
KYPEHTHBIX MIPEUMYIIECTB Neped IPyTUMU OCOOSIMH.

I[Ipuemsbl aganTanuyu — rpynnocnenu@uIHbIe U
BUAOCIIEIM(UYHBIE TTPUEMbBI OMOXUMUYECKOU, hu-
3MOJIOTUYECKOM M/WIIM IIOBEIEHYCCKOM PeryJIsIInu
(Bumocnenn(UIHbIE PETYIITOPHBIE peaKIUM), I103-
BOJISIIOIIME COXPAHSITh B Pa3HBIX YCJIOBUSIX CPeAbl He-
M3MEHHOCTbh, CTA0MJIbHOCTh IapaMeTPOB FOMEOCTa3a
XWBOM CUCTEMBI.

I'paHUlIbI aanITUBHBIX BO3MOXHOCTEi1: a) rpaHu-
1Ibl TApaMETPOB BHEIIHEN Cpelibl, B paMKaX KOTOPBIX
BUAOCIIeIM(UYHBIE MTPUEMBbI afalTallud CITOCOOHBI
COXpaHSITh HEU3MEHHBIM BUIOCIIELIM(PUUHBII KOM-
TUIEKC MoKa3aTesieit romeocTasa; 6) TpaHUIIbl 3HaUe-
HUI TToKa3aTeJieii ToMeocTa3a, KOTOphle CIIOCOOHBI
yAepX1BaTh XUBble OPraHW3Mbl C TOMOIIbIO BUIO-
cnelMUYHOrO Habopa peryassliMOHHBIX peakiuit
(MpureMOB amarnTalii) B pa3HbIX YCIOBUSIX CPEIbI.

AIanTupoBaHHOE COCTOSTHME OCOOM — 3TO TaKoe
paBHOBECHOE, YCTONYMBOE, O0Jiee WX MEeHEee ONTH-
MU3UPOBAHHOE, TMHAMMNYECKOE (CITOCOOHOE BO3Bpa-
1IIaTh YCTOWYMBOCTb IIPU H3MEHEHMM YCIOBUU B
OIpeieJIEHHBIX I'PaHU1IaX) COCTOSIHUE, TTIPU KOTOPOM
OTIEJIbHOE, WHIMBUIYaJbHOE XWBOTHOE MOXKET
o0ecreYnTh BbKMBaHME ce0s KaK CaMOCTOSITEIILHOM
OCO6I/I C HAMUMEHBUIIMMU BO3MOXKHBIMU OJ1d OAHHBIX
ycJIOBU (ONTHUMAaJbHBIMM) 3HEPTeTUYECKUMU 3a-
TpaTaMU.

31ech UMeeT CMBICIT BBECTH IIOHATHE, KOTOPOE, Ha
HaIll B3TJISII, TOJDKHO OBLIO OBI CTATh BaXKHBIM IIPH
paccMOTPEHUM BOIIPOCOB 3BOJIIOLIMM U amanTaiuid.
DTO MOHSTHE — “TeHepalibHas SHAOTeHHAas JIOTMKA
SBOTIOIIMOHHOTO pa3BUTUS .

Hrak, reHepaibHasl SHIOTCHHAs JIOTMKA 3BOJIIO-
IIMOHHOTO Pa3BUTHUSA (MU KOpode — “reHepaibHas
JIOTMKA Pa3BUTHS”) — HAIIPABJICHHOCTD 3BOJIIOLIMOH -
HOTO pa3BUTHUSI I'PYIII, KOTOpas OIpPEAeIsieTCsS OC-
HOBHBIMUY 9HAOT€HHBIMY KaHAJIU3UPYIOIIMMHU CUJIa-
MU, JECTBYIOIIMMU B paMKax HU3IINX, OTHOCUTEIIb-
HO JaHHOII TPYIIIbI, YPOBHEH OpraHu3anuy KNU3HU
WIA OOIIEeCUCTEMHBIX TpeboBaHuii. ['eHepalbHbIC
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SHIIOT€HHBIE JIOTMKM 3BOJIOLIMOHHOTO pPa3BUTHUSI
OIpPENeNISIIOTCSI, B OCHOBHOM, CBOMCTBaMU, 3aKOHO-
MEPHOCTSIMM CYILIECTBOBAaHUSI U PA3BUTUSL SHIOTCH-
HBIX CTPYKTYP, COCTABJISTIONINX HUKHUM yPOBEHD Op-
raHU3ally XKU3HU (3PrOMOB U 1Ip.), ¥ 3TUM, B CBOIO
ouepenb, OIPeNeIsIoT “cTpaTernuyeckue” Hampaniie-
HUS pa3BUTUS TPYNII 0oJiee BEICOKOTIO ITOPSIaKa, SIB-
JISISICh KAHAJIM3UPYIOLIE CUION 3TOTO Pa3BUTHS.

Taxk, HanpuMep, reHepaTbHOM JJOTUKOIM pa3BUTHS
JIMHUU 3KTOTEPMHBIX TO3BOHOUHBIX (PbIOBI — aMm-
Gubuy — penTWINM) SIBISETCS HallpaBJIeHHOCTb HA
Bce OOJIBIIYIO CTAOMIN3ALINIO BBICOKOI TeMItepaTyphl
Tesla (CBSI3aHHY10, KaK Mbl TIOMHUM, TIPEXIE BCETO C
SHEpPreTuYecKoii onTuMu3alreit padboTsl 3proMoB) U
SHEPreTUYECKYI0 ONTUMU3ALIMIO NESITETbHOCTU BCEX
MOPMOJIOTUYECKUX CTPYKTYP, (DU3UOJIOTUIYECKUX
MPOLIECCOB 1 MTOBEAEHUYECKUX CUCTEM. DTa reHepasib-
Has JIOTUKa OpMEeHTUPOBaHa Ha HanboJiee IHEPreTH -
YeCKM DKOHOMHOE TOJlydeHHe, aCCUMWISILIUIO, UC-
MOJIb30BaHUE U PACXOJOBaHVE BHEIIHETO Teruia. DTa
JIOTMKa KaHAJIM3UPYET BbIXO MPENKOB PENTUINHN U3
BOJIBI HA cylTy U MOpGhOo(DU3NOTOTUIECKUI TIpoIIiece
penruwm3anuu (Yepaun, 2017).

I'eHepa bHOI JIOTUKON 3BOJIIOIIMOHHOTO Pa3BU-
THS JUHWI SHIOTEPMHBIX TMO3BOHOYHBIX (IITUI U
MJICKOTIMTAIOIINX) SIBJISIETCS HaIpaBJICHHOCTh Ha
OINTHMM3AIINIO BCeX MOPQPOIOTNIECKUX CTPYKTYD,
(bU3MOIOTHYECKHNX ITPOIIECCOB M IOBEACHYECKUX CH-
CcTeM, OpUEeHTUPOBaHHasl Ha HauboJjiee SHEpreTuye-
CKM 3KOHOMHOE WCITOJIb30BaHNE ITPOU3BEICHHOTO
SHIOTEHHBIM MYTEM TeIUIA JUTS YIYJIIeHUST SHEepro-
00eCcrneYeHHOCTH 1 KauyeCcTBa aKTUBHOCTU, CKOPOCTH
peaKIy, BBIHOCIUBOCTH, a B [ICJIOM — IIJIsI YCHJICHUST
BKOJIOTUIECKOI KOHKYPEHTOCITOCOOHOCTH. DTa JIo-
ruKa KaHaJIM3UpYyeT, HarpuMep, MpoLecc MaMMaIu-
3allUH.

OIHU reHepalbHBIC JIOTUKY SHIOTeHHOTO pa3BU-
THUSI HA pa3HBIX 3TAllaX MOTYT CYIIECTBOBATh Iapa-
JIJIbHO C IPYTMMM, U UHOTAA OJHU MOTYT JOBJIETh
Hajg gapyrumMu. Tak, B IIpolecce pelnTUIM3aluun
CTpeMJICHUE K OSHEPreTUYeCKOil SKOHOMUYHOCTHU
CTaJIo BaXkKHee, YeM 3KOJOTMYeCKUe MperuMyIIecTBa.
Heno 3aech, BEpOSITHO, B TOM, YTO BaXKHEUIIIMM Orpa-
HUYMBAIONIMM (DAKTOPOM B HOBOM KauyeCTBE CTAHO-
BUJICS TIPEXIIEe BCEr0 YPOBEHb SHEProodecIeueHHO-
CTH OpraHuU3Ma, a CYLIECTBYIOIIUIA ypoBeHb MOP(O-
$U3NOJIOrNIECKOTO YCTPOICTBA C OOJBIIUM TPYAOM
IMO3BOJISLI ObI 00ECIIeYnTh MUIei U d9Heprueil 6osee
SHEPro3aTpaTHYIO CUCTEMY.

KpoMe 3TOro, sHepreTmyeckass 3JKOHOMHUIHOCTD
CHCTEMBI, KOTOpasl IO JIOTMKE MOJDKHA ObUTa OBl
WMETH 0COOYIO CEJIEKTUBHYIO IIEHHOCTD, B PSIIE CITy-
4aeB MOXET “IPOUTPBIBaTh” IPYTUM MOTPEOHOCTSIM.
Taxk, ipu pasBUTUH SHIOTEPMUM, HAIIpUMEP, B IIPO-
Iecce MaMMaJIM3alluM, ¥ HIOTEPMHBIX JKUBOTHBIX
HEOOXOIMMOCTD peaTu3alyy IMTPUHIINIIA CTa0UIn3a-
I BBICOKOI TeMIIepaTyphl Teja IpUBeia K ee I10-
CTOSSHHOI (KpYIJIOCYTOYHOM) CTaOMIM3aluu, YTO
ToM 141
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3HAYUTEIIFHO YBEJIWYMIIO ““HEIPOM3BOAUTEIILHBIC”
3aTpaThl 3HEepruu. XoTs, KOHEYHO, 3TU 3aTpaThl HE
COBCEM “HENPOM3BOAUTENIbHEBIE”, TAaK KaK U B IIOKOE,
U BO CHE Y >KMBOTHBIX IPOUCXOAAT BaXKHbIe (pU3MO-
JIOTUYECKHE MPOIIECCHI, TPEeOYIOIINEe BBICOKMX TEM-
neparyp. Tak win mMHa4de, HO TeHepaJabHas JIOTHMKA
HeOoOXOAMMOCTHU pealn3alui MpUHLIMIA CTabIn3a-
LIMM BBICOKOM TeMIepaTyphl B 9BOJIIOLIMY TO3BOHOY-
HBIX B IAaHHOM CJIy4dae JOBJICET Hal dHEPreTUIeCKOM
SKOHOMUYHOCTBIO CHUCTEMBI, IIOCKOJIbKY HOBBIN,
MNpoLIeAIINii apoMopdHble M3MEHEHUSI YPOBEHb
MOpGO(DU3NOJIOTUYSCKON OpTraHMU3alluKi YK€ MOT
00ecIeYynTh BBICOKYIO aKTUBHOCTh U B TEIUIOM, U B
XOJIOAHOM KJIMMaTe, NMPUHLIMITAAIBHO YIYYIIUTh €€
Ka4eCcTBO (MHTEHCUBHOCTD, BRIHOCIIMBOCTD, U T.I1.) 1
5KOJIOTUYECKYIO KOHKYPEHTOCIIOCOOHOCThL. pyru-
MU CJIOBaMU, B JAHHOM CJly4dae reHepayibHas JIOTMKa
DHEPreTMYeCcKol 3KOHOMUYHOCTU “mpourpaia” B
cuJjie BO3IEMCTBUS Ha SBOJIOLIMOHHBIN NPOLIECC IKO-
JIOTMYECKOM KOHKYPEHTOCIIOCOOHOCTH.

I'enepanpHast sHIOTEHHAS JIOTMKA 3BOJIOIMOH-
HOT'O Pa3BUTHS MPOSIBISICTCSI, B OCHOBHOM, TIPU pac-
CMOTPEHUM 5SBOJIIOLMU psaa IOCJAeI0BaTeIbHBIX
rpynn (pomoB, CeMeiicTB, OTpsmoB M BhIIe). I1pu-
yeM, Ye€M BblllI€ TAKCOHOMUYECKUI YPOBEHb IPyIil,
TEM OTYETJIMBEE 3Ta JIOTMKA MOXET MPOSIBISITHCS.
U 31mech BaxkHO MOHMMATh, 9TO caMa OHa Jallle BCeTo
SIBJISIETCS HE BHEIIHEW amanTUBHO HaIlpaBJIEHHOM
cuJjioit, chopMUPOBABIIEICS IO IECTBUEM aganTa-
oA, a SHIOTeHHBIM, OOJWTAaTHBIM CBOWCTBOM
“cTpouTelIbHOTO MaTepuajia” cucrteMbl. Benpb maxke
yIydllleHUEe KayecTBa aKTUBHOCTU — 3TO, CKOpee, He-
00XOIMMOCTB pean3allny BHYTPEHHETO CUCTEMHOTO
CBOIiCTBaA.

Bot Teneps MO3KHO OoJiee onpeie e HHO TOBOPUTH
0 3aKOHOMEPHOCTSIX, CBSI3aHHbIX C IMHAMUKOM B3au-
MOOTHOILIEHU A OPraHU3MOB C BHEILIHEN CPENIOA.

OOBEKThI IBOJIOLIMU — CJIOXHBIE (DU3UOTOTUYE-
cKue (PyHKIINI Ha YpOBHE OpraHN3Ma; OpTraHU3M KakK
1eyiast (byHKIIMOHAIBHAS CUCTEMa, B3aUMOIEHCTBY-
I0111as1 C BHELLIHEW Cpenoii.

HampaBieHHOCTh 3BOJIIOLIMOHHOIO Mpolecca Ha
YPOBHE OpraHM3Ma — aJanTalMU >XKUBbIX OpraHu3-
MOB ¢ HabopamMu MOpP(hOoPU3NOTOTNIECKIX CBOMCTB,
MOJIYyYCHHBIX B PE3yJbTaTe SHIOT€HHOTO TAKCOHOIEe-
He3a, K YCJIOBUSIM BHEILIHEH Cpebl.

JByKyIiiye CUIbl 9BOJIOLIMOHHOIO Mpolecca Ha
3TOM YpPOBHE: 1) MPUHIIMI SHEPTeTUYECKOM ONTUMU -
3alMU ASSITEeIbHOCTU BHYTPEHHUX CTPYKTYP Ha YPOB-
He OpraHu3Ma, 2) oITUMU3ALUS AeITeIBHOCTH OpTra-
HY3Ma B pa3IMYHbIX YCIOBUSIX BHEIITHEN CpPEIbI.

IIpoTnBOpeuns, nexamye B OCHOBE IBMKYIINX
CIJI HAa yPOBHE OpraHu3Ma JiexaT B IBYX IIJIOCKOCTSIX:
1) mmpoTuBOpeYrE, C OMHOI CTOPOHBI, MEXIY TEeMU
YCIIOBUSIMM, B KOTOPBIX CJIIOKHBIC (PYHKIIMHM Opra-
HM3Ma MOTYT ObITh MAaKCUMaIbHO 3(P(HEKTUBHBIMU U
SHEPreTUICCKN 9 KOHOMUYHBIMMU, a C IPYTOii — YCIIO-
BUSIMH, B KOTOPBIX OHU peajbHO paboTaloT; 2) Mpo-
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TUBOPEUME MEXIy IIOTCHIMAIbHBIM COCTOSHUEM
MOp}OoGhYHKIIMOHATIBHOIT ~ CUCTeMbl  OpraHuU3Ma,
MaKCHUMaJILHO aJIcKBaTHBIM, SKOHOMWYHBIM M KOH-
KYPEHTOCIIOCOOHBIM B JAHHBIX YCJIOBMSIX BHEIIHEH
Cpenbl, U TEM COCTOSIHUEM, B KOTOPOM OHO HAaXOIUT-
cs B JaHHBIIT MOMeHT. I1yTh pa3pelieHust 3TOro Impo-
TUBOPEUYMs TAKOM XKe, YTO U B CIydae C YypOBHEM 3p-
TOMOB, TOJILKO 3HepreTudeckasts 3(p(PEeKTUBHOCTb U
SKOHOMUYHOCTh IepecTpoekK, Mopdodu3noiornie-
CKUX M MOBEOEHYECKMX CHCTEM OLICHUBAECTCS 3lI€Ch
MMEHHO Ha YPOBHE 1I€JIOTO OpraHu3Ma.

DBOMIOLMOHHBIMU MEXaHU3MaMH, 00eCIIeunBalo-
IIUMU YCUJICHUE aJaliTUPOBAHHOCTH, SIBJISTIOTCSI Ha-
CIIEICTBEHHOCTh, U3MEHUYUBOCTh U OTOOp. [lpuuem
WHIWBUAYAJIBHBIM OTOOP OTpakaeTcs Ha TeHeThde-
CKOI1 CTPYKTYpE TTOMYJISILIUH.

OCHOBHBIE CeJIEKTUBHbBIE (haKTOPBI HA 9TOM YPOB-
HE OpraHu3alyu 15l HO3BOHOYHBIX — 3TO YJIY4IlIEHUE
KayecTBa aKTUBHOCTH, TO €CTh MHTEHCU(DUKALIUS aK-
TUBHOCTH, TOJydeHrWe BO3MOXXHOCTU BECTU WUHTEH-
CUBHYIO aKTHMBHOCTb TIPONOJDKUTENIBHOE BpeMms,
“BKJIIOYaTh” €€ OBICTPO U OE3bIHEPLIMOHHO.

IMocnencTBUEM 3BOJIIOLMOHHOIO TIpollecca Ha
YPOBHE OpraHu3Ma SIBJISIETCSI MOSIBJIEHUE I'PYIIT Op-
TaHU3MOB, B OOJbIIEIT MIN MEHbIIIEH CTeleH 00J1a-
Jal0IIMX HOBBIMU KadyecTBaMu Mopdodur3noorndye-
CKOIi OpraHm3anyy, XOpOIIO aZalTUPOBAaHHBIX K
KOHKPETHBIM YCJIOBUSIM BHellIHeil cpenbl. Jpyrumu
CJIOBaMMU, TIOSIBJISTIOTCS TPYIIThI OPTAaHU3MOB C XapaK-
TePHBLIMU ITPU3HAKAMU HU3KUX TAKCOHOB. DTOT IIPO-
LIECC MBI YK€ YIIOMWHAJIA B Hallleil cTaTbe, U MbI Ha-
3BaJIM €T0 PKOreHe30M. Takum o0pa3oM, 110 HalleMy
MHEHUIO, Ha YPOBHE OpraHu3Ma BeIyLIUM SIBJISCTCS
SBOJIOLMOHHBIN TPOLECC, UAYIIWNA MO IIPUHLIUITY
9KOTeHe3a, XOTS B HeM 0e3YCJIOBHO UMEIOTCS COCTaB-
HBI€ 3JIEMEHTBI U 9HAOT€HHOI'O TAKCOHOTeHE3a.

3AKOHOMEPHOCTH
HA YPOBHE COOBIIECTB

IIpouecchl, mporcxoasIre B COOOIIeCTBaX U 1ie-
HO3aX, TaK>Ke BIUSIIOT Ha Mpoliecc 3BoJiroLuu. [Tomy-
JISIUMU SIBJISIFOTCSI BaXKHEMIIIMM 3BEHOM B 3BOJIIOLIM-
OHHBIX ITpeobdpa3oBaHusIx. UMeHHO 0TOOp HA ypOBHE
MOIYJISILIIT MEHSIET TEHETUYECKYI0 HOPMY IIpeICcTa-
BUTEJICH BUOA, SIBIISIETCS MEXaHU3MOM amaIllTUBHBIX
MEPEeCTPOCK MX OpraHM3Ma, a B JaJIbHEMIIIeM, BO3-
MOXHO, MOXET CTaTh IIPUYMHONI ITOSIBJICHUSI HOBBIX
BUIOB U, KaK CUMTAIOT MHOTUE YUYEHBIC, MOXET IIPH-
BeCTU K (hOPMUPOBAHUIO HAABUIOBON TaKCOHOMU-
YeCKoil CTpyKTypbl. KoMILJIeKC HaaBUAOBBLIX TaKCO-
HOB, [10 MHEHUIO IPYTUX YYEHBIX, GOPMUPYETCS BO
B3aMMOJEMCTBUU Pa3HbIX MOIYJSILUA U TaKCOHOB
KaK OJHOI'O BUIA, TaK 1 BCEX BUIOB, COCTABIISIONINX
omnpeaelieHHbIe coobiecTBa, 1eHO3bl (HaymoB,
1972; YepHsbix, 1986, u np.).

Ho ot 06cyXneHnst 3aKOHOMEPHOCTEN SBOJTIOLIN-
OHHOTO TIPOLIECCA HAa YPOBHE ILIEHO30B MBI ITOCTapa-
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eMcsl BO3lIepXKaThCsl, IIOCKOJIBKY JaHHas1 00JIacTh He
Jiexalia B Kpyre MHTEpeCOB HallluX UCCIIESIOBAHMA, U
MbI HAMHOTO MEHbIIIE O Heil 3HaeM.

HEKOTOPBIE OBIIIME COOBPAXKEHWA
O IMPOLECCE 3BOJIOINHN

“Mexanuxa” 3601104UOHHO20 NpOUecca

HacnencTtBeHHOCTh, U3MEHUYMBOCTD, OTOOP, U30-
JISIIMsS, U ApyTrue (pyHKIIMOHAIbLHEIE 3JIEMEHTEL 3BO-
JIIOLMU SIBJISIOTCS He (PaKTopaMu, He ABMXKYLIMMU
CHJIaMHU 3BOJIIOLIMY, a JIULIb YACTAMU €€ MEXaHU3Ma.
DTOT KJIacCUUECKUil TapBUHOBCKUI MEXaHU3M, 00-
pa3Ho rOBOPsI, KAK MOTOP aBTOMOOMJIS: OH ITOTEHIIV -
aJTbHO MOXKET 00eCTIEYUTh TOJILKO IBUKEHNE KaK Ta-
KoBoe. OgHaKO IS TTOJTHOLIEHHOTO (hYHKIIMOHUPO-
BaHUSI aBTOMOOMJIS OHOI BO3MOXKHOCTU ABUTATHCS
ele OYeHb MaJio.

YT100BI MOTOp MOT paboTaTh, €eMy HEOOXOTUMO
TOIUIMBO. DTUM TOILUIMBOM, MCTOYHUKOM CUJIBI IJISI
MOTOpa YU ABWXKXEHUS aBTOMOOWJISI, TO €CTh AJIS IIPO-
1IECCa DBOJIIOLIMU, SIBJSIETCS TJIABHOE 3BOJIIOLIMOHHOE
npoTtuBopeure. Mbl CYMTAEM, YTO IVIaBHBIM ITPOTHU-
BOpPEYMEM, 3aJIOKEHHBIM B OCHOBY >XKM3HU U SIBJISIO-
LIXMCSI IPUYMHOM €€ JaJIbHENIIEeT0 3BOJIOLIMOHHOTO
pa3BUTHSI, BLICTYAET NPOTUBOPEUME, MEXIY, C OI-
HOII CTOPOHBI, TOMEOCTATUIECKUMHU XapaKTEPUCTU-
KaMU U TIOTPeOHOCTSIMU BHYTPEHHEN CUCTEMBI Opra-
HM3Ma, IPpU KOTOPBIX 3Ta CUCTeMa MorJjia Obl pabdo-
TaTh SHEPIETUYECKU ONTUMAIBHO U 9KOHOMMYHO, a
C IPYroi CTOPOHBI — HEONTUMAIBHBIMU YCJIOBUSIMHU,
B KOTOPBIX 3Ta XUBasi cucTeMa paKTUIECKU BbIHYX-
JleHa paboTaTh B peajbHbIX YCIOBUSIX.

Ha BaxwHeiileM ypoBHE 3J€MEHTapHBLIX CTPYK-
TYPHBIX SAWHUII KU3HU — 3PTOMOB — 3TO MPOTUBO-
pedrie 3aKII09aeTCs B TOM, YTO 3PTOMBI, 110 KpaltHel
Mepe B OpraHM3Max IT03BOHOYHBIX, PeajJbHO BBIHYXK-
JIEHBI pa0bOTaTh B YCIOBUSIX, OTIMYAIOIINXCS OT TEX, B
KOTOPBIX X (PYHKIIMOHUPOBAHNE OKA3hIBAETCsI Hal-
OoJiee PHEPreTUUECKN SKOHOMHWYHBLIM, 3P (eKTUB-
HBIM, OTITUMAJIbHBIM U YyCTOMYUBBIM.

PaspernieHue aToro nnpoTuBOpeydusi, a TOUHee, He-
CKOHYAaeMbIii IpoliecC ero “criaxuBaHUs”, MOXKET
WATU IO IBYM HAIIPABJICHUSIM:

1) mpou3BeCTH BHYTPEHHNE N3MEHEHMS “SKMBOTO”,
(YHKIIMOHUPYIOIIETO “CTPOUTEIBHOTO Marepuajia”
KU3HU: (DOPMUPOBAHUE CIOXHBIX (HYHKIIMOHATb-
HBIX KOMILJIEKCOB (IIeperpynIpoBKa “aHcamoOeit”
5promMoB, (HU3MOJIOTUYECKUX CHUCTEM OpPraHoOB,
YCIOXHEHUE TIOBeAeHUYECKUX peaklUii B OTBET Ha
BHEIITHWE BO3ICICTBUA U T.11.), KOTOPBIE Ha KOMIIPO-
MUCCHOI OCHOBE 3a CYET OOIIIETO YCIOXHEHUS CU-
CTeMBbl U €€ pearupoBaHUsl Ha HaJuuue U KauyecTBO
MAHHOTO TTPOTUBOPEUMST YIIYUIIAIOT SHEPTeTUICCKIE
YCIIOBUSI pabOTHI 3PTOMOB, MAaKCMMAJTbHO BO3MOXKHO
MPUOIXKAIOT UX K ONTUMAJIbHBIM, Aeal0T (PyHKIIM-
OHHMPOBaHWE 3PTOMOB SHEPTeTUUECKU Goee 3 heK-
tuBHBIM (PromuH, 1940; Yepnun, 1990, 2012, u ap.).
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Tak, 3a cyeT U3MEHEHUII BHYTPEHHEN CTPYKTYPHI U
(GYHKUIMOHUPOBAHUS XXUBOM CUCTEMBI peajiu3yeTcs B
SBOJIIOLMY HAIIPABJICHHOCTh HA YCJIOXHEHHE Opra-
HU3alIMM KWBBIX OPTaHM3MOB. A pa3BUTHE OMpee-
JIEHHBIX CIIOCOOOB 3HEPreTMYeCKOM ONTUMU3ALUU
GyHKIMIA U cucTeM, 00yCIIOBJIEHHOE 0a30BOI opra-
HU3alMe U CBOMCTBAMU SBOJIOLMOHUPYIOIIEH CU-
CTeMBbI, OIpenesieT HaIlpaBJIeHHOCTh, KaHAIU3UPO-
BaHHOCTb 9BOJIFOLIMOHHOTO ITpoliecca. MMeHHO TaKoii
IIyTh 3BOJIOLMOHHBIX M3MEHEHUII NPOAEMOHCTPHU-
poBan A.M. Yrones, nsydast 3BOJIIOLIMIO ITUILIEBApU-
TelibHOU cucteMnl (Yrones, 1983, 1985);

2) TIpoM3BECTU U3MEHEHMUSI BO BHEIIIHE! cpefe: 3a
CUeT TOBEAEHYECKUX, (PU3MOTOTUYECKUX U IPYTUX
PETYJSITOPHBIX peakiuii MPOU3BECTU U3IMEHEHUE
MPOCTPAaHCTBEHHO-BPEMEHHOM CTPYKTYPbl aKTUBHO-
CTH, KOTOpas B HOBOM BapHaHTe “IiepeMelaeT”’ Xu-
BOTHBIX B TO MECTO U B TO BpeMsl, II€ U KOTJa OHU MO-
I'yT HauboJiee SHEPreTUYEeCKU JelIeBbIMU CIocoba-
MM YIEep>KUBaTh XapaKTepUCTUKU BHYTPEHHeE! cpenbl
OpraHuM3mMa, XapakTepUCTMKM TOMeocTa3a, B MaKCH-
MaJIbHO BO3MOXHBIX 3HEPreTUYECKM OITUMAIbHBIX
rpaHUlIax; IPYTUMU CJIOBAaMMU, 3TO U €CTh TOT ITpOLIeccC,
KOTOPBII Ha3bIBaeTCs “amantanys’ (CM. BBIIIE).

JBUXKyIIYEe CUJTBI 9BOJTIOLIMK KAaK TAKOBBIE B KJlac-
CUYECKOM BapHaHTEe JapBUHM3Ma U B COBPEMEHHOM
KOHIIEITLIUY SBOJIIOLMOHHONM TEOPMU HA CaMOM JeJie
OKa3bIBAIOTCSI CKPBITBIMUA. EMMHCTBEHHOI (ITpU TAKOM
croco0e pacCMOTPEHUsT) pealbHOM JIBIDKYIICH CUIION
ocCTaeTcs amanTalus K cpee Kak “Belllb B cebe”, Kak
“ctpeMmieHme K copepireHcTBY” 2Kana-batucra Jla-
MapKa — IUIOXO oIlpejeisieMasi, abCOJIIOTHasI, alpy-
OpPHO MpUHUMaeMast aKcioMa, 6e3yCcIOBHasI MOTpeo-
HOCTB BCETO XXUBOTO.

B neiicTBUTEIBHOCTY K€, Ha Halll B3IJISIT, OCHOB-
HbIe IBWXKYIINE CHUJIbI 9BOJIOLIMK KPOIOTCS, MpeKe
Bcero, B camoii opranm3aluy KU3HU, OHU — €€ He-
OTbeMJIEMBII aTPUOYT, TaK Xe KaK 3BOJIIOLIUS — aT-
pubyT, CBOMCTBO, (popMa CYIIECTBOBAHUSI KM3HMU.
OCHOBHBIE IBUXXYIIAE CHJIbI 9BOJIOLUY ITPOSIBIISIIOT-
Cd B DHEPTeTUYECKOI ONTUMM3ALIMK PAOOTHI JKUBBIX
CHCTEM Ha BCEX YPOBHSIX UX OpraHM3aluu, HauMHast
C CaMOro 3JIEMEHTAPHOI'O M BaXKHEMIIIEro — ¢ 3pro-
MoB. Ha 6a3e sToro mpoiiecca NpouCXOAUT aganTa-
ous, “IoATroHKa” CTPYKTYPhI M QYHKIIMI KUBBIX CY-
IIECTB K KOHKPETHBIM YCJIOBUSIM CpEIbl, YTOOBI, C
OIHOI CTOPOHBI, CSKOHOMUTH SHEPreTUUECKUE pac-
XOJIbl, C IPYTOil — 00ecIeynuTh cede JKU3HEHHOE ITPo-
CTPaHCTBO, €ay, 0e30IMaCHOCTb, JTOCTATOYHOE BOC-
MPOU3BOJICTBO, YCUIIEHUE BHIXKMBAEMOCTU U KOHKY-
PEHTOCIIOCOOHOCTH.

Wrak, Hamra mammHa TpoHysack ¢ Mecta. Ho Ky-
na? MexaHU3M, 3allyCTUBINWI OBVMKEHUE MAalllMHBI,
caM 1o cebe He CITOCOOEH OIpeaeasiTh HEOOXOTUMBIA
MapIIpyT ¥ OCYILISCTBISTh NBVKCHHE II0 HEMY, TO
€CTh IIPUBOAUTL K OIpPEIACIECHHOMY pe3yiabTaTy: B
JTaHHOM CJIy4ae¢ — K HaIlpaBJICHHOMY YCJIOXHEHUIO
MopHoDU3NOTOrMIEeCKOM CTPYKTYPHI OPTaHN3MOB, K
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KaHaJIU3UPOBAHHOMY €€ Pa3sBUTUIO IO PSIIY BIIOJHE
OTIpeIeJIEHHbIX HAIPABJIEHUI, K OTPOMHOMY MHOTO-
0o0pas3uio MPOSIBJICHUI KU3HU, KOTOPOE Mbl HAOIIO-
JIaeM B IIpHUpPOIAe, HE MOXET 00SCIICUNTh M PA3BUTHSI
TOM pa3BEeTBJACHHOI, MHOTOYPOBHEBOI HAaABUIOBOIA,
CTPYKTYPBI, COCTOSIIIEH U3 JUCKPETHBIX 3JIEMEHTOB,
KOTOpasl IIpeAcTaBlieHa B (DMJIOTEHETUUECKOIT CXEMeE.
HpyrumMu cioBaMu, IJIsl IBUXKEHMS C KaKOKW-TO Iie-
JbIO U TI0 KAKOMY-TO OIIpeAeJICHHOMY MapIIpyTy
HY>KHO K 3TOMY MEXaHM3My 4YTO-TO BaKHOe I00a-
BUTb.

OCHOBHOE CTpaTern4ecKoe HarnpaBIeHUE IBIKE-
HUST aBTOMOOWJISI OTIpeaesIsieT MeJIKOMAcCIIITabHas Kap-
Ta (reHepaJibHasl JIOTUKA 3BOJIIOLIMOHHOIO Pa3BUTHS,
JIeTepMUHUPYEeMasl IIPOLIECCOM DHIOTE€HHOTO TaKCO-
HoreHe3a). Ha aToi1 KapTe mpoyiozkeH MapIIpyT, KO-
TOPBII yKa3aH TeHepaJbHOW JIOTUKON 3BOJIOLUOH-
HOTO pa3BUTHSL.

Ho kxapta odyeHb 001I1asd. A B peaiui Ha MECTHO-
CTM MHOXECTBO MEJKUX WM HE OYEHb IMPEeNsITCTBUIA:
JIOpOTH, TPOIMMHKU U TIPOE3/bl, SIMbl, KAMHU, OOPBI-
Bbl U KOJIAOOWHBI, XOJMBbI, CKJIOHBI M 00J10Ta, KOTO-
pble Ha KapTe HE OTMEYEHbBI M KOTOpPbIe MaIlIuHE HYX-
HO 00Bbe3XaTh. DTO IBUKEHUE, ITPUCIIOCOOJICHHOE U
CKOPPEKTUPOBAaHHOE HA KOHKPETHON MECTHOCTH,
JIOJIKEH KOHTPOJIUPOBaTh 11o¢ep — aHaIoT mpoliec-
ca ajanTaluiy U 3KOreHesa, 1eicTByoliero B hopme
0oTOOpa KakK HeKoeill TBOPYECKOl U KOOPIUHUPYIO-
IeU CUJBI.

B pesysibrare BO3MOXHOCTD ISl MALIMHbBI YCIIEILI-
HO IBMIaThCs B HY>KHOM HampapIeHUM 00eCIeurBaeT
GOJIBLLION KOMIUIEKC Pa3jMYHBIX MEXaHM3MOB,
CTPYKTYD, YCJIOBHIA, 3aKOHOMepHOCTei. TOIbKO BeCh
KOMILJICKC LEJIMKOM!

Memodonoeuueckue 3ameuanus npu usy4eHuu
npouecca 360arnouuu

Kak HU cTpaHHO MJIsT HaC caMuX, IpeajiaraemMoe
HaMM IIOHMMaHMe IIpoliecca 3BOJIOIUM 0Ka3alIoCh
HECKOJBKO CXOOHO 1o ¢opMe ¢ B3NIsLAAMU
XK. b. Jlamapka (Jlamapk, 1935; Lamarck, 1809), ko-
TOPBI MOHMMAaJI 3BOJIIOLIMIO KaK COBOKYITHOCTD JBYX
HEe3aBMCUMBIX IPOLECCOB: 1) rpagaliui — pa3BUTHUE
OT TIPOCTOTO K CJIOKHOMY MO BO3AECHCTBUEM CTPEM-
JIEHUSI K COBEPIIEHCTBY KaK BHYTPEHHEMY CBOICTBY
KMBOTO; U 2) U3MEHEHMS I10]I BO3IEeICTBEM BHEIII-
Hell cpeibl, MPUBOMASIIETO K CO3JaHUI0 pa3HOOOpa-
311 HA KaXIoi cTyrneHu pa3Butus. “CrpemieHue K
COBEPIICHCTBY OH ITOHMMAaJl, KaK MaJI0O0ObICHIMOE
HEOTbEeMJIEMOE CBOICTBO XKHUBOTO, a “U3MEHEHMUS
IO BO3IEMCTBUEM BHEIIHEN Cpeibl” — aganTaiudio —
KaK MHAWBUAYAIbHBIE U3MEHEHUS I10]1 BO3IEHCTBI-
€M YIIpaXKHEeHUSI U HeynpaxKHEeHUsSI OPraHOB U Mepe-
JTaqy IIpruoOpeTEHHBIX TAKMM 00pa30M IIPU3HAKOB I10
HacCJECACTBY.

B cTpyKkType cXeMbl 3BOIOLUM, NPEACTABICHHOI
JlamapkoM, BaxKHO 0OpaTUTh BHUMaHWE Ha TJIaBHBIC
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€€ COCTaBJISTIONINE: a) TeHepaJibHAasI UIesl, OTIPEIeIsI-
Iolllasi HaIlpaBJIeHHOCTh mpolecca, U 0) MeXaHU3M
peam3anyy 3TOM uaen. Y OONBbIIMHCTBA MaTepHaI-
CTUYECKHM HACTPOSHHBIX YUEHBIX, KOTOPHBIE ITpeodIana-
IOT B COBPEMEHHOM MaTepUATMCTUYECKOM MHPE, TaKe
yIIOMUHaHue 00 uaee MpM PacCMOTPEHUM pas3iny-
HBIX IIPOLIECCOB B MaTePUAIIbHOM MUPE BHI3BIBAJIO U
BBI3BIBACT OTBET B BUIIe OPE3TJIMBOCTH, OTBPAIEHUS,
BbICOKOMepHOM HacMmeliku. Ho, nymaercs, 3nech He
Bce Tak mpocTto! B3amMooTHOIIIEeHNe naeu M Mexa-
HU3Ma €€ peaju3alliy, Ha Halll B3IJISIO, — BIIOJIHE
MPOAYKTUBHBIN BapMaHT COBPEMEHHOI'O PacCMOTpe-
HUSI COOTHOIIEHMSI IIPOLIECCOB B TaKOM CJIOXKHOM
MMPUPOIHOM SIBJICHUM, KaK 3BOJIOLMOHHOE Pa3BU-
Ttue. Y unes B 1TaHHOM cily4yae BBICTYITaeT He KaK HEKMIA
“IIOTYCTOPOHHMI”, “MUCTUYECKNI1”, WA TEOJOTUJe-
CKUI1 (DeHOMEH, He 3aCJIy>KMBaIOLIMI [TO3TOMY CEpbe3-
HOT'O BHMMaHMUs, a KaK BITIOJTHE MaTCPUATUCTUYECKOEC
IIOHATUEC, KaK BbIpaX€HMUEC MaTCpUaAIUCTUYCCKU
000CHOBaHHOI 3aKOHOMEPHOCTHU.

B Hamem ciydae B KauecTBe UACU BBICTYIAET re-
HepajbHasl SHJIOTeHHasl JIOTMKa BBOJIOLNOHHOIO
pa3BUTUsSI, KOTOpasli OMUCHIBACTCSI BIIOJIHE HAyYHO
000CHOBAHHOI 3aKOHOMEPHOCThIO — HapPaBJEHHO-
CThIO Ha 3HEPreTUYECKYIO ONTUMU3AIUIO JesITeb-
HOCTH KMBOW cCHUCTEeMBI. A caM mpoiecc Mopdodu-
31MOJIOTUYECKO 3BOJIIOLIMM, MaTepUaJbHBIX Mepe-
CTPOEK CUCTEMBbI — 3TO MEXaHN3M peaiu3alliu Uaeu,
OCHOBaHHBIN, C OTHOM CTOPOHBI, HA BHYTPECHHUX
CBOICTBaX “CTpPOUTENLHOrO Matepuana” XUBOW CU-
CTeMBbl, a, C APYroii — Ha B3aMMOJICICTBUM TTOJTy4ato-
IIUXCS HOBBIX JKUBBIX CUCTEM C OKpYyXKalolieil cpe-
noi (amantauuun). M ata peanusanusi MOXeT UATH T10
MHOXECTBY MyTei, TEMOHCTPHPYST MHOTO BO3MOX-
HBIX BapMAHTOB 3BOJIOIMOHHOTO Pa3BUTHUs, MHOTO
SBOJTIOIIMOHHBIX BeTBeil. TakmM 06pa3oM, uaest, WIn
reHepajbHas JIOTMKa SBOJIIOLMOHHOIO Mopdodu-
3WOJIOTUIECKOTO Pa3BUTHS KaKOH-JINOO TPYITITHI K1~
BOTHBIX — C(HOPMYJITMPOBAHHOE BBIPaXXEHHE BITOJTHE
MaTepuaIbHBIX (OpM BIVSTHUS, Oa3upylomerocs Ha
3aKOHOMEPHOCTSIX (DYHKIIMOHUPOBAHUS HIDKeJIeXKa-
X YPOBHEW OpraHU3aIM KU3HU U TIPEXKIe BCETO
CAMOTO HIMXHETO — 3PTOMOB.

HNmenno B paMKax TaKoro pacCMOTPEHUA ITPO-
6)'I€MBI, MEXaHU3MBI O0OMX OIMMCAHHBIX HAaMU 3BO-
JIIOMMOHHBIX ITPOIIECCOB — 3KOIr€HE3a 1 SHAOITCHHOI'O
TaKCOHOI€¢HE3a — MO2KHO IMPEACTAaBUTDb B CBECTC HAIIIC-
TO COBPECMCHHOTI'O TIOHMMaHUWA 5BOJIIOILINH.

Tak, 1aMapKOBCKYIO rpagaiinio MOXHO IOHUMAaTh
KaK pa3BUTHE OT IIPOCTOTO K CJIOXKHOMY IO, BO3Ieii-
CTBHMEM OIPENCICHHONW T'€HEepaJbHOM SHIOr€HHOM
JIOTMKY Pa3BUTHS, 3aMEIIAIOIICH IJI0XO0 OIIpeaeisie-
MoOe€ TIOHSTHE “CTpeMJIeHNE K COBEepIIeHCTBY . DTa
reHepaJibHasl 9HAOTeHHasl JIOTUKA 3BOJIOLMOHHOTO
pa3BUTUSI — He aMOP(MHBINA, YUCTO TEOPETUUECKUIA,
MaJIOTIOHSAITHBIN (DEHOMEH, a BIIOJIHE OOBSICHMMAaS,
Hay4YHO 00OCHOBaHHasl 3aKOHOMEPHOCTb — SHEPIeTH -
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yeckasli ONTUMU3ALUS NESITEIbHOCTA CUCTEMBI HA
BCEX YPOBHSIX OpraHMU3allMu XHUBOTO.

“HM3MeHeHMe TT01 BO3IeiCTBIEM BHEITHEM cpelbl”’
TpaHCHOPMUPYETCS B COBPEMEHHOM NOHUMaHUMU B
MpolecC aganTaluu, MIPOUCXONIIINIA Ha OpraHu3-
MEHHOM U ITOIY/ISILIMOHHOM YPOBHSIX 1O I€EMCTBUEM
€CTECTBEHHOTO OTOOpa U 3aKpeIlisieMblil B ITOITYJISI-
LUSIX TIPY TIOMOIIM HACJIeICTBEHHOCTH.

Torma namapkoBckasi MOJe/ib, TOUHEEe, ee TIPUH-
muInuaibHas, “purocodcku” obdmas cxema, IIpruod-
peTaeT BITOJTHE PeaTuCTHIeCKOe U COBPEMEHHOE 3BY-
yaHUe, MepecTacT KOH(PIMKTOBATh C COBPEMEHHbBIM
IMMoHUMaHueM mpolecca. Crapas JaMapKoBCKast 00-
masi cxema IpU 3TOM HAIIOJHSIETCS COBPEMEHHBIM
colepKaHUEM.

”puHL{LlI’lbl U nymov 360JAH0UUU HCUBONHBIX

I'enepanbHas J0orMKka pa3BUTHUSI B paMKaxX CUCTe-
MBI XXW3HU — SHEPreTUYecKas ONTUMMU3ALIMS XKI3HE-
NesITeIbHOCTU CI0XHOM (PyHKIIMOHAIBHOMN CUCTEMBI
xu3Hu. OHa peaim3yeTcsl B pa3HbIX HalpaBICHUSIX,
pa3HBIMHU crtocobamu. OIWH M3 TIIAaBHBIX KapAWHAIb-
HBIX ITyTEHN 3TOM peain3alluy — YCJIOXKXHEHUE MOBEIE-
HUSI, TO eCTh (POpPMHUpPOBaHUE KaK MOXHO Ooee
CJIOKHOTO, TP depeHIIMPOBAHHOTO, TOHKOTO 1 OITe-
paTMBHOTO BapuaHTa pearupoBaHUs Ha BO3IECTBUS
BHEIIHEI cpelbl. DTO OIUH M3 Haubojiee SHEePreTH-
YeCKHM JICIIIEeBbhIX BAPMAHTOB OTBETA, amallTallii XKU-
BOIi cucTeMbl (OpraHu3Ma) K BHELIHUM YCJIIOBUSIM.
Pemaercsa sTa 3amada, Tak WM MHade, Oyaromaps
YCIIOXKHEHUWIO CTPYKTYPHI M (hYHKIIMI HEPBHOMN CHU-
CTEeMBI.

ITpumepHO OKOIO 3 MJIpII JIET Ha3am Ha 3eMJIe K-
JIU TOJILKO OECITO3BOHOYHBIE XXMBOTHBIE. OHU ObLIU
HEBEPOSITHO pa3HOOOPAa3HBI II0 CBOEMY IIPOMCXOXKIE-
HUIO, CTpOEeHMIO U opranusanuu. CKopee BCero, pea-
JIu3alvsl TeHepaJbHOM JIOTMKU Pa3BUTUSL Y Oecro-
3BOHOYHBIX IIJIa BeChbMa pa3HOOOpPa3HBIMU, MHOPOI
abCOJIIOTHO HETIOXOXMMU IPYT Ha Apyra myramu. Jlo-
CTaTOYHO YIOMSIHYTb JIMIIb IBa KApAUHAIbHBIX ITyTH.
OnuH 13 HUX — 00beTMHEeHNE OOIBIIOr0 KOJIMYEeCTBa
OTIEJIbHBIX OOIIIECTBEHHBIX HACEKOMBIX B € IMHOE CO-
0o01IeCTBO, B HEKUI “KOJIJIEKTUBHBIN pa3yM™ oOlle-
CTBEHHBIX HACEKOMBIX (HaIIpuMep, MYypaBeHUK).
IIpu sTOoM Kaxxmast oTaeiabHasI 0COOb CITOCOOHA pe-
IIaTh JIMIIb BeChMa OrpaHUYEHHBII KPYr JOBOJBHO
MIPOCTHIX 3a7ad, a Macca MypaBbeB 13 MypaBeilHMKA
(TouHee, LeJIbIA MypaBEeMHUK, BHICTYNAIOIIUI B POJIN
CaMOCTOSITEJIBHOM 0COOU) MOXKET KOJUIEKTUBHBIMU
JIeCTBUSIMU pelllaTh BeChMa CJIOXHbBIC 3a1adn. dpy-
roii BApMaHT — BBICOKAsI KOHIIEHTPALUS OTACIbHBIX
TaHIJIMEB B €AMHYIO OKOJIOTJIOTOYHYIO NUdhhepeHII-
POBaHHYIO Maccy (MO3T), 3aKII0YECHHYIO B XPSIILIEBYIO
Karicyjly, M paclipeicjeHue TaHIJIMEB MO HEPBHOM
CUCTEeMe — Y TOJIOBOHOTMX MOJUTIOCKOB. IIpu 3TOM,
HampuMep, OTIelIbHasi 0coO0b OCBMMHOIA CIIOCOOHA
pelaTth 3a1a4u, IIOPOii MPEeBOCXOASIINE IO CIOKHO-
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CTHU TaKM€ 3aJa4r, KOTOPLIC B OTACIBbHBIX CJIydadaXx HEC
BCeraa MOryT p€IiuTb JaXK€ TaKME BBICOKOOPTaHMN30-
BaHHBIC MJICKOIINTAIOIIME, KaK KPbICHI.

DTO OBLIO OTPaxKeHUEM KOJOCCAJbHOIO MHOTO-
00pa3us MyTe, 10 KOTOPBIM IIUIa peaanu3arus, “mMare-
puamm3aiys’” oOIIIei TeHepaTbHOM JIOTUKHY Pa3BUTHS.
ApyruMu cjioBamMu, Kaxaoe OOJIblIoe HarpaBieHUe
pa3BUTHSI, CKOpEe BCETO, SBIISIOCH “MaTepuanan3a-
LIMEN” KaKOM-TO CBOEM 00Jiee YaCTHOM PHOOTEHHOM
JIOTUKM Pa3BUTHS.

B ripoTtepo3soe, okoo 2.7 MApI JIET Ha3ad, Ha 3eM-
JIe TTIOSIBWJIVICh TIEPBBIE XOPIOBbI€ XKUBOTHBIE.

K coxanennio, HUKakKnux OMOXMMHUYECKUX UCCIIe-
JIOBAaHM Ha pa3IUYHBIX OECITIO3BOHOYHBIX M1 HanbO-
Jiee TIPUMUTUBHBIX XOPIOBEIX, KOTOpPbIE Oajlu Obl
BO3MOXKHOCTb CPaBHUTHh HEKOTOPHEIE WX XapaKTepH-
CTUKM, HaM He u3BecTHO. Cy/s 110 HAlllUM IIpeAcTaB-
JICHUSIM, HAa YPOBHE OMOXMMUM JTaXKe Yy IIEPBBIX XOP-
JIOBBIX MOXHO OBLIO OBl OXXMIATh KOMIUJIEKC KaKWX-
TO OMOXMMUMUYECKUX XapaKTePUCTUK, KOTOpPHIC MNpU
JaJIbHEeIIeM pa3BUTUX MOTJIN ObI, XOTSI ObI TEOPETU-
YeCKH, 00eCTICUNTh UM BO3MOXKXHOCTD JJIST YCUJICHUS
aKTUBHOCTU, WJIM pa3BUTHUS IPYTUX CBOMCTB U IIpe-
MMYILIECTB, KOTOPbIE IIOTEHIIATbHO MOIJIU OBl OBITh
MOJIe3HBI KaK IpeaganTalnuy Ha IIyTH NX YCOBEPIIIeH-
CTBOBaHMSI B paMKax OIpeacIeHHOIO 3BOJIOLMOHHO-
IO IIyTH, OIIPEaeIIeMOIO YaCTHOI JIOTUKOI SHIOTeH-
HOTO Pa3BUTHS IJIsI XOPIOBBIX. JIpyrmMu cioBaMW,
3Hall MBI ONpeac/ieHHbIe OMOXMMUYECKHUE XapaKTe-
PUCTUKY IIPUMHUTUBHBIX XOPOOBBEIX, MBI MOTJIM OBbI
MPEIITOJIOXKUTEIBHO OITMCATh SHIOTEHHYIO JIOTHKY
9BOJIIOIIMOHHOTO Pa3BUTUSI XOpAoBbIX. M 3TO OBLIO
OBI HE YMCTO TEOPETUICCKOE IIPEAIIOJIOKEHUE, a Ba-
pYaHT ONMMCaHUS TIOCIIENOBATEIbHBIX TpaHCchOpMa-
11, 0a3UpyIOIIMIACS Ha YK€ U3BECTHBIX aHAJIOTMY-
HBIX BapHaHTaX, OIMCAHHBIX IIPU Pa3BUTUU I103BO-
HOYHBIX JKUBOTHBIX.

Ecnu 0b1 3T0 OGBLIO TaK, TO IIEPBHIC 3Ke MOPdOI0-
rmdeckre n pu3noIorndecKme apoMopdo3bl XOpIo-
BBIX — HA4YaJI0 pa3BUTHUsI BHYTPEHHETO CKejleTa, TOsIB-
JIeHWe HEPBHOI TPYOKW U OPraHOB JbIXaHUSI BHYTPU
TeJla — YETKO YJIOXKUJIMCH Obl B TEHEPATIbHYIO JIOTUKY
pa3BUTHSI, MMPOJUKTOBAHHYIO YKa3aHHOM BBIIIE OC-
HOBHOM JIOTMKOM pa3BUTUs XOpAaoBbiX. Ha Hacrosi-
LU MOMEHT, 3TO — BCEro JIUIIb TEOPETUYECKU
00O0CHOBaHHasl TUIIOTE3a.

B maneozoe, nmpumepHo 500 MIIH JieT Ha3azn, Ha
3CMHC MOABUJINCD IIEPBHIC ITIO3BOHOYHBIC 2)KMBOTHDBIC.

IToMuMo peanu3anum reHepaJTbHON dHIOTCHHOM
JIOTMKM Pa3BUTHUS — CTAOMIM3aLIMU BBICOKOIT TeMIIe-
paTyphl Tejla, OMHO M3 HalpaBJIeHU YaCTHOM JIOTH-
KM pa3BUTHS 11 IO3BOHOYHBIX — YCJIOXHEHUE, CO-
BEPIIECHCTBOBAHUE ITOBEICHUYECKUX PETYJISITOPHBIX U
aJanTUBHEIX peaklnii KaKk Hanboiaee 3(ppeKTUBHOrO,
TOHKOT0, pa3HOOOPA3HOIo U SHEPreTUUECKU ACIIEeBO-
o ITyTH aJanTalyy K yCIOBUSIM BHEIITHEM cpeanl. Pa3-
JINYHBIC ITyTU PEIIeHUs 3TOM 3a1a4M B Pa3HBIX JIMHUSIX
MO3BOHOYHEIX Ha MOP(hOoDU3NOTOTUIECKOM YPOBHE
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Ne2 2021



I'MITOTE3A O MEXAHU3MAX BBOJIOLIMOHHOI'O IMTPOLIECCA

WOYT B paMKax OOIIeil JIOTMKW — KOHIIEHTpaIus,
yBeJIMYeHUE Macchl, AuddepeHIanus U 3aliuTa
HEPBHOI CUCTEMBI.

TakuMm obpa3om, crmocod peann3annuy TeHepallb-
HOM JIOTUKU B KOHKPETHBIX MaTepUaIbHbIX paMKaXxX —
MPUHINUI CTAaOMIM3allMM BHICOKOM TeMIIepaTyphbl B
9BOJIIOINHY TO3BOHOYHBIX. OIMH 13 KIIOYEBHIX apo-
MOp(d030B, MOOMIMUIYIOIINN KOMIIIEKC COOBITHIA,
HaIpaBJICHHBIX Ha peaJM3alyio IIPUHIINIIA CTA0MIIN-
3allM, — PE3KOE TTOBHIIIEHIE YPOBHS COIPSKEHHOTO
U HECOIPSLKEHHOIO MUTOXOHAPUABHOTO OKMCJIe-
Husi. KoHkperHass ¢dopMa peanu3aliiy IIPpUHIIMIIA
crabmwim3annu — MopdoGU3NOIOrnIecKas 3BOIO-
UsI, TIPOU3BOIMAIIASI, C OOJHON CTOPOHBI, “KOOPIM-
Hanuio” BHYTPEHHMX CHUCTEM XXW3HEOOeCIIeUeHUS
IIPXA HOBBIX “BBOMHBIX” — B YCJIOBUSIX IIOBBILLIEHHOTO
MUTOXOHIPUAJILHOTO AbIXaHUSI U TTOBBIILIEHHOM TEM-
rneparypsl Teia, ¢ Ipyroil CTOpOHBI — ajamnTaluio,
“TOHKYI0O MOATOHKY”’ HOBOM C(hOopMHpPOBaBIIECHCS
CUCTEMbI OpraHuaMa (Bula) K yCJIOBHUSIM BHEIIHEN
cpensl, mjisi obecrieuyeHusl aHepreTudeckoil addek-
TUBHOCTHU 1 KOHKYPEHTOCIIOCOOHOCTH.

Mopghoghuzuonocuueckasn 36oar0uus 6 cucmeme
960AI0UUOHHO20 Npoyecca

To, 4T0 MBI Ha3bpIBaeM MOPGHOGU3NOTOTNIECKOM
SBOJIIOLIMEI, HA CAMOM JieJIe HAlTOMWHAET JIMIIb KPO-
XOTHYIO TOJIOBKY Ha TOHKOI1 1lIee, MpUHaIJIeXKAalyIo
KaKOMYy-HUOYIb JTOUCTOPUYECCKOMY, HEU3BECTHOMY
U HETTOHSATHOMY MOPCKOMY TUTAHTY. DTY FOJIOBKY MBI
MOIJIM OBl YBUIETb HaJ IOBEPXHOCTHIO BOIBI, KaK
MYTHYIO (hoTOrpauio JOXHECCKOrO YyIOBMIIA, XOTS
OrPOMHOE TEJIO ITOTO CYIIECTBA CKPBITO OT HAC TOIIICH
BOIOBI. B 3TOM TMraHTCKOM OpraHu3Me IPOMCXOIUT
GeCcUMCIIeHHOE MHOXECTBO Pa3]IMYHBIX MPOIECCOB,
KOTOpBIE HaM HeU3BeCTHHI. I1OMBITKM CBECTU BCIO
CJIOXKHEMIITYIO XKM3HEACATEIbHOCTh 3TOI0 TMraHTa K
KaKOMY-TO OTHOMY, Oojiee UM MeHee equHO00pas-
HOMY TIponieccy — Oe3ymue! Ilpm 3TOM, IpUMEHUB
3[eCh CJIOBO “Oe3ymMue”, Mbl HU B KOEM CJIydae He XO-
TeJIM HUKOTO O0UIETh. DTO JIMIIIL 0O0pa3HOE BBIpaXKe-
HHUe 119 “HeonpaBIaHHOCTH”. MBI ¢ Timyboyaiiiiimm
yBaXKEHMEM OTHOCHMCS KO BCEM, KTO CTapaercs
BHUKHYTh B 3Ty CJIOXHEMIIYIO 00JIaCTh 3HAHUI, HO
B3bIBA€M K HAy9YHOMY GJ1aropasyMHulio.

B aTom orpomHOM “opraHusme” — B Mopdodu-
31OJIOTUYECKOU BBOTIOLUY — COCYIIIECTBYIOT, Mapa-
JieIbHO (DYHKIIMOHUPYIOT MHOTO IPOILIECCOB, MOPOWA
IMPOTUBOIIOJIOXKHO HaMpaBJIEHHBIX. DTO HOPMAJIBHO.
I1o GosbiIOMY cUeTy Kak pa3 3TO U €CThb TO, YTO TTO3BO-
JISIET CYIIIECTBOBAaTh TUHAMUYECKOU CUCTEME, KUTb,
o0ecreynBaTh €€ YCTOMYMBOCTh U pearupoBaHUE, €€
pa3BUTHE. A €ClTU 3TO TaK, TO HET HUKAKOTO CMbICTIa
MPOTUBOIIOCTABJISITh 3TH MPOLIECCHI APYT APYry B 00-
CYXXIEHUSIX TOTO, KaKOU TpoliecC B IBOJIOLIAY SIBJISI-
€TCSl MICTUHHBIM, a KaKoil — OollIMOKa, HETIOHUMaHUe
WUccyenoBaTesieit u T.11.
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C 3TOI TOYKM 3peHMs, Ha Halll B3IJISIO, B peajb-
HOM >XM3HM HET HMKAKOIo IPOTUBOIIOCTABICHUS
JapBUHU3MAa U pa3HbIX BAPMAHTOB Pa3BUTHUSL. OPTOTE-
He3a, aporeHes3a, HOMOTeHe3a, TeHETUIECKHX 3aKOHO-
MEpPHOCTE, cajbTallMOHM3Ma U APYIMX MPOILIECCOB,
MIPOUCXONSAIINX B OMoTe. Bce OoHM peanbHO cylle-
ctBy1oT u cocymectByloT (ITomos, 2005), B3amumo-
JNEUCTBYIOT, MOMOTralOT U MPOTUBOJAECUCTBYIOT IPYT
npyry. M1 Bce BMecTe OHU COCTaBIISIIOT TOT CIOXKHEi-
IOWiA, eOWHBINA, KOMIUIEKCHBIN “aHcaMOib”, KOTO-
pBIii MOXHO Ha3BaTh CJIOBAMHU, BBI3BIBAIOIINMU
“CBSILLIEHHBIN TpeneT” y CIeUaJTUCTOB — “>KU3Hb” U
“3BOMOIINSA”. A BTOT TPETET MOSBISICTCSI ITOTOMY,
YTO OH CPOAHM OUIYIICHUIO, BO3HMKAIOIIEMY IIPU
CONPUKOCHOBEHUH HAILIETO JOCTATOYHO OrpaHUYEH-
HOTO YMa ¢ TAKUMU HETTOCTUKUMBIMU U TaXKe TTyTralo-
IIUMHU CBOUMU HEOCMBICISIEMBIMU MacIITabamMu I0-
HATUSIMHU, KaK “O0eCKOHEYHOCTh”, “BEUHOCTh”, “Bce-
JIeHHas1”, KaK Pmirocodpckre KaTeropun “cMepTh” 1
“M060Bb” ...

SAKITIOYEHHME

XoJl 3BOTIOIIMOHHOTO TIPOIlecca y TTO3BOHOYHBIX
KWBOTHBIX, Ha HAIIl B3TJISIT, MOXKET PACCMATPUBAETCS
Kak JBYEIMHBINA IIPOLIECC.

3HauyuTeIbHAS YaCTh 3BOJIIOLIMOHHOTO Pa3BUTHUS
TMO3BOHOYHBIX XXWBOTHBIX OIPEHE/sSIeTCS B TMEPBYIO
ouepenb crieluiecKUMY BHYTPEHHUMU CBOMCTBaAMU
M 3aKOHOMEPHOCTSIMU “CTPOUTEILHOTO MaTrepmaia’”
¢deHoMeHa XU3HU, ASUCTBYIOIIUMU, MPEXKAE BCETO,
Ha caMOM BJIEMEHTapHOM YPOBHE ero (OyHKIIMOHaJb-
HOIi OpraHu3aluy — Ha ypoBHe 3promoB. UMeHHO Ha
5TOM YPOBHE IPOSIBIISIIOTCSI KJTIOUeBble apOMOP(O3HI,
MIpUBOAAIIE K OypHOMY MOP(PODU3NOIOTUIECCKOMY
pPa3BUTHIO MO OMpeNeleHHbIM HampaBiIeHUSIM Yy TO-
3BOHOYHBIX JKMBOTHBIX, K KAHAIM3UPOBAHHOMY, Op-
TOT€HETUYECKOMY pPa3BUTUI0O Mopdodusnoioruye-
CKOIi OpraHM3alun.

I'maBHOIT opraHusylolieil M KaHaJIW3UPYHOIIeH
CWIOK BBOJIOLMOHHOIO Mpoliecca B KaXIOM Ha-
MpaBJeHUN Pa3BUTUSI SIBJISIETCS CBOSI creludpuye-
cKasl TeHepajibHasi 2HAOTeHHAasl JIOTUKA pa3BUTHSI.
Ona mogBisgeTCsd TI0CNIe KaKOW-In00 apoMop@dHOM
TePEeCTPOMKU Ha HUXKHEM YPOBHE OpraHu3anuu, ae-
TEePMUHUPYETCSI CBOMCTBAMU 3TOTO HUKHETO YPOBHS
U pa3BUBaeTcsl KaK MaTepuajbHOE BbIpaXe€HHWE Ha-
MPaBJIEHHOCTU Ha 3HEPTeTUYECKYI0 ONTUMU3ALINIO
JKU3HEAESTETbHOCTU XKUBOI CUCTEMBI C HOBBIMMU Oa-
30BBIMM XapakKTepucTuKaMu. TakuMm o0pa3oM, reHe-
pajibHasl HAOTEHHasl JIOTMKa 3BOJIIOLIMOHHOTO pa3-
BUTHS OIIpeAesIsieT “cTpaTerndecKue’” HaIlpaBICHUS
pPa3BUTUS TPYIIIL.

Tak, MyTanuu, NIPUBOISIIIME K PE3KOMY YBeJINYE-
HUIO KOJIMYECTBA MUTOXOHIPUI U TUIOIAAY UX BHYT-
pEeHHUX MeMOpaH, Yuciia 3pUTPOLIMTOB, U T.II., IPU-
BOJIAT K MOIIIHBIM CKaYKaM B MHTEHCUBHOCTHU COIPSI-
KEHHOT'O0 U HECOMNPSDKEHHOTO okuciaeHus (YepauH,
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2017). Harmee, sHepreTUYecKasi ONTUMMU3ALINS IeSITEIb-
HOCTU 3pProMoB (M ee YacTHBIN ciaydaili — HeoOXomu-
MOCTbH MOBBIIICHUSI TeMIIEpaTyphbl Teiaa) NPUBOILT K
KaHaJIM3MPOBAaHHOMY, OPTOT€HETUYECKOMY pa3BU-
THIO MOP(HODU3NOIOTNISCKON oOpraHu3aluu, Ha-
NpaBJICHHOI Ha pealM3alMio 3TUX 3aKOHOMEPHO-
cTeii. DTO pa3BUTHE OT OOIIETO K YaCTHOMY ITPOMCXO-
IuT Oojee WIM MeEHee HarpasiieHo. BcienctBue
STOrO IIOSIBJISIIOTCS TPYIIIBI, 00J1amaionre HabopoMm
OO0IIMX MPU3HAKOB, MPUCYIINX IIPEXAE BCETO BHICO-
KMM TakKCOHaM — THWIIaM, KjlaccaMm, OTpsigaM, BO3-
MOXHO CEMEMCTBaM.

JT10 IIpoueCC S9HOAOTCHHOTO TaKCOHOICHE3Aa. TaK,
IMO-BUAMMOMY, ITPOTEKACT MAKPOI3BOJIIOIIHWA.

IMonyyuBiiecs: B pe3yjbTaTe NEepBOro Ipolecca
I'PYIITBI XKUBOTHBIX 00J1aal0T HEKOTOPhIM HaOOpOM
OOIIMX CBOIICTB, HO B CBOEM IIPOMCXOXKICHNY OHU HE
OBLIM CBSI3aHBI C aAalTallMSIMU K YCIOBUSM BHEIITHE A
cpenbl. TakuM oOpa3oMm, MapajuieIbHO C ITI€PBbIM
MpOLECCOM, UIeT U BTOPOM — amanTallui TaKUX HO-
BBIX TPYMII K YCJIOBUSIM cpenbl. ITporcxoourt ux audg-
depeHIIMaLMA. DTO pa3BUTHE OT YACTHOTO K OOILIEMY
MIPUBOIUT K ITOSIBJIEHUIO BUIOB, POJIOB, 1 BO3MOXKHO —
CEMEMCTB.

AT10 mpoiiecc 3koreHe3a. OUeBUIHO, TaK IIPOTE-
KaeT MUKPOIBOJIIOIINS.

KOH®JIMUKT MHTEPECOB

ABTOp 3asBJsIET 00 OTCYTCTBUU KOHd)J'IV[KTa HNHTECPEC-
COB.

COBIIOAEHNE 9TUYECKNX CTAHIAPTOB

Hacrostmmast cratbst He COOCPXKHUT KaKnX-JI100 uccie-
JNIOBaHUM C yyactuem JII0NIeii U XKUBOTHBIX B KQUeCTBE 00b-
€KTOB UCCJIENOBAHUIA.
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The Hypothesis on Mechanisms of the Evolutionary Process
and Its Canalization on the Example of Vertebrate Animals.
Part 2. Some Mechanisms of the Evolutionary Process in Vertebrates

V. A. Cherlin*

Dagestan State University, Makhachkala, Russia
*e-mail: cherlin51@mail.ru

This is the second article of two on the evolutionary mechanisms in vertebrates. It illustrates important pat-
terns that confirm that a significant part of the evolutionary development in vertebrates is determined primar-
ily by the internal properties and patterns of the “building material” of the life phenomenon, operating at dif-
ferent levels of its functional organization, starting with the most elementary — from ergomes. Evolution in
vertebrates is seen as a two-pronged process: 1) energy optimization, first of all, at the deepest level of orga-
nization of life — at the level of ergomes, leading to the canalized, orthogenetic development of morphology-
physiological organization and the appearance of signs inherent primarily to high taxa (development from general
to particular, macroevolution); 2) adaptation to the environmental conditions of the groups resulting from the first
process, differentiating to species and genera (development from particular to general, microevolution).

Keywords: vertebrate animals, internal and external driving forces of the evolutionary process, canalization of
evolution, evolutionary mechanisms
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