S, 4%@% YYEHBIE 3AIIUCKH CII6I'MY um. araa. H. I1. IABJIOBA
2 Zz
Eﬁ oo !’g” The Scientific Notes of Pavlov University

journal homepage: www.sci-notes.ru

O630pbl ¥ 1erkuMH / Reviews and lectures

© @ CC KoanrekTrs aBTopos, 2021
YAK 577.150.1 : 591.145.2 +598.115.33.019.941
DOI: 10.24884/1607-4181-2021-28-4-22-28

J1. B. lane6cras, J1. B. Bacuna*, M. A. TanruHn, 1O. B. Tapacosa

DepeparbHOE TOCYAAPCTBEHHOE 6I0AKeTHOe 00pa3oBaTeABHOE yupeskKAeHUe BhIcIIero oopa3oBanus «Ilepsriii CaHKT-ITeTepOypreKui rocyAapCTBEHHBIN
MEAUIIMHCKUM YHUBEPCUTET UMeHU akapeMuKa I. IT. TTaBroBa» MunucrepcTsa 3apaBooxpanenust Poccuiickoit @epepanuu, Cankr-Iletepbypr, Poccus

POCPOJIMIIA3A A, A TAIOKOBbIX.
BHOXHMHWYECKHE MHULLUEHH AJ151 AEHCTBHS BEJIKA
B KPOBSIHOM PYCJIE YEJIOBEKA. YACTb 1 (0630p nmTepatypsbi)

IMocmynuaa B pegaxyuto 21.01.2022 r.; npunama x newamu 25.02.2022r.
Pesiome

HeochabeBaroliuii B TeUeHHUE ACCATUACTUN HHTEePeC HayYHOTO COOOIIeCcTBa K 3MEUHBIM SIAAM OOYCAOBACH ABYMSI IPUYH-
HaMU. Bo-IepBBIX, OT YKYCOB 3MeH e5KeroAHO yMUPAeT OOABLIIOEe KOANYECTBO AIOAeH. BO-BTOPBIX, MHOTOUYUCAEHHEIE KOMIIO-
HEHTBI 3MEUHBIX IAOB HAaXOAAT BCce OOABIIIee TPUMEHEeHNEe B MEAUTTMHE U Tepalnui I1eA0Tro PsAa 3a00AeBaHU M.

®Docdornnasbl A, SMEUHBIX SAOB ABASIOTCS OAHMMM M3 HaMOOAee arpecCHUBHBIX TOKCUYECKMX GEeAKOB, YaCTO MTrpast
OCHOBHYIO POABL B UMMOOMAU3AIUUA U YMEPIIBACHUHN JKePTBLI 3MEHMHOI'0 YKyca. OTU (epMeHThI KaTaAU3UPYIOT PeaKIIHuIoO
THAPOAU3A TAUILEPO(POCEHOAUTUAOB AO JKUPHBIX KMCAOT U AU3OTAUIIEPOPOCHOANTTHAOB. OAHAKO pa3zHooOpasue 3pheKToB
docdhornunas He OrpaHUYUBAETCSA TOABKO KAaTaAUTUYECKUM AeMcTBUeM. B 0630pe (4acThk 1) paccMOTpeHBI OCOOEHHOCTU
CTpOeHUs 1 CBOMCTBa (bocdoAmrIIas gpa 3Mel ceMeNCcTBa rapAIOKOBBIX.
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VIPERIDAE SNAKE VENOM PHOSPHOLIPASE A,. BIOCHEMICAL
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Summary

Snake venoms have been fervently studied for decades for two reasons: 1) high death rate due to snake bites; 2) numerous
components of snake venoms prove useful in medicine and treatment of diverse pathologies.

Snake venom phospholipases A, are among the most aggressive toxic proteins often playing the main role in immobiliza-
tion and killing of snakebite victims. These enzymes catalyze the hydrolysis of glycerophospholipids to produce lysoglyc-
erophospholipids and free fatty acids. But the diversity of phospholipase A, effects is not limited to their catalytic action.
In this review (Part 1), we describe the features of the structure and properties of Viperidae snake venom phospholipase A,.
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BBEAEHHE

3MENHBIU A IPEACTaBASET COOOU CEKPeT SIAOBUTHIX
>Keae3 — aHaAOTOB NapalllUTOBUAHBIX JKeAe3 APYTHX
no03BOHOYHBIX. Etie B 1843 1. 6uoaor [lapab AtockeH
BonanmapT ycTaHOBUA 6EAKOBYIO IIPUPOAY SIAA TAAIOKH
Vipera ursinii. B HacTog1ee BpeMsa UACHTU(PUITUPOBA-
Ha OOABIIIAsA YaCTh OPraHUYeCKUX M HeOpraHNYeCKUuxX
KOMITOHEHTOB MHOTUX 3MEHUHBIX SIAOB M YCTAHOBAEHO,
4TO Ha AOAIO BEIeCTB OEAKOBO-TIEIITUAHON IIPUPOABL
npuxopuTcs okoao 90 % cyxoro Beca sipa. Kak mnoka-
3aAW MCCAEAOBAHMSI IIPOTEOMa SIAOB 85 BHAOB 3Men
ceMelCcTBa rapAtoKoBEIX (Viperidae), OCHOBHYIO Maccy
SIAOB COCTaBASIAM IIPEACTaBUTEAU TPeX IPYII OEAKOB
(Bce onu sBAstoTcs pepmeHTamu): 1) pocdoannaza
A,; 2) CeprHOBBIE IPOTEHNHA3H]; 3) METAAAOIIPOTEUHASEI
[1]. Ha AOAFO 3TUX TpeX rPyIIII OEAKOB IPUXOAUAOCH OT
50 70 93 % Bcex OEAKOBBIX MOAEKYA SIAQ.

TepmMuH «rapAlOKOBBIE» UMeeT ABa 3HaueHusd. [lep-
BOe — 3TO Ha3BaHue ceMelicTBa Viperidae HapceMeli-
CTBa BBICIINX 3Mel. Bropoe — 3TO Ha3BaHUE OAHOTO
U3 [IOACEMENCTB CeMeNCTBa rapAloKoBLIX — Viperinae.
Bcero cemeticTBo Viperidae BKAIOUaeT B C€0ST TPHU TTOA-
ceMerictBa: 1) Viperinae (BUnepuabl, A UCTUHHEBIE
raproky; 101 Bup); 2) Crotalinae (KpOTaAMABL, MAU Tpe-
myune 3Men; 239 BupOB); 3) Azemiopinae (ABa BUAQ).

Qocdonnmaza A, (DAA)) ABASTETCS BaXKHEUITUM
«OMOXUMHUYECKUM OPYKUEM» He TOABKO raAIOKOBBIX,
HO U APYI'MIX BBICIINX 3MeH, a TaK)Ke HEKOTOPHIX SIA0-
BUTBIX JKUBOTHBIX ADYTHX KAQCCOB (OCBI, TYEAB], CKOP-
MMHMOHEI, KOHYCHBIE YAUTKH). B mocaepHee pecaThAe-
THE IIOSIBUAOCH OOABIIIOE UMCAO PA0OT, O CHIBAIOIITUX
TIPOTEOM 3MeNHBIX IA0B. CopeprkaHue POChOAUTIA3HI
A, B ApaX 3Mel mopceMencTsa Viperinae (AAHHEBIE TI0
20 BUAAM) BAPBUPOBAAO OT 5 A0 64 %, a mopceMencTBa
Crotalinae (pansbIe 11O 53 BupaM) — oT 0,5 po 91 %
[1—4]. ITpoTeoM sgAa OAHOTO U3 ABYX BUAOB IIOACE-
MmericTBa Azemiopinae (Azemiopinae feae) copepsran
3—4 % ochornnasel A, IO OTHOIIEHUIO K 001IeMy
0eAKy sKckpeTa [5]. Co CTOpOHBI Kak BUIIEPUA, TaK
U KPOTaAuA HaOAIOAQETCSI 3HaUUTEeAbHask Me>XPOAO-
Bas U MeXBUAOBas BapuabOEAbHOCTH B KOAMYECTBE
(ochoruniazer A, [6]. MakcuMaAbHOE COACPIKAHUE
depMeHTa OBIAO OTTUCAHO AAST ITPEACTaBUTEAS BUIIE-
PUA (MCTUHHLIX Taptok) Vipera nikolskii (65 %) [7] u
M IPEACTABUTEAS KPOTaAup, (rpemydunx 3mett) Cro-
talus durissus cascavella (90,9 %) [8]. Y KOHKpeTHOTO
BUAQ 3MeM KOHIeHTpanus pepMeHTa U3MeHsAaCh He
OYeHb 3HAUUTEABHO B 3aBUCUMOCTH OT aKTUBHOCTHU U
BO3pacTa [9].

CTPOEHHE POCPOJIMIIA3bI A,
AAA TAAIOKOBbLIX

Oo0mmpHOe 6eAKOBOE CyliepceMeNcTBO PoCcOAU-
a3 A, COCTOUT U3 IIIeCTH TUTIOB epMEHTOB, 15 rpymmn
¥ MHOTOYMCACHHBIX OArpym [10]. DAA, sMerHBIX
SIAOB OTHOCSITCS K TUITY MaAbIX CeKpeTOpHBIX DAA,
(cDAA,). DepMeHTHI 3TOH IPYIIIEL, KaK IIPABUAO, SIB-
ASIIOTCSI OAHOIIEIIOYEUYHBIMHU OEeAKaMU, COCTOSIIUMU

n3 115— 125 aMMHOKUCAOTHBIX OCTAaTKOB C MacCCOH
13—15 kAa [11]. TTo cBoelt mepBUYHON CTPYKType
cOAA, raprok Hoeoro ceera 06AGAQIOT BBICOKOM
CTeIeHbIO0 TOMOAOTHH € TaHKpeaTndeckon OAA, ve-
AOBEKa, KOTOpast COCTOUT 13 125 aMUHOKUCAOTHBIX
OCTaTKOB (MOAeEKyAsIpHad mMacca — 14 xAa), mome-
PEYHO CBSA3aHHBIX CEMbBIO AUCYAB(MUAHBIMU CBA3IMU.
[Nankpeatnyeckas OAA, APYyTUX MAEKOIUTAIOUIUX
MMHMMAaABHO OTAMYAETCsS OT (pepMeHTa YeAOBeKa,
KaK I10 KOAMYeCTBY aMUHOKHUCAOTHEIX 3BeHbeB (124
uAu 123), Tak U 110 EAMHUYHBIM 3aMeHaM B 26-M, 28-m
An60 32-M NOAOKeHUX [12].

OcuoBHbIM oTAMYKEM CDAA, 3MeH ABASETCS OT-
CYTCTBME Y HUX 3UMOT€HHON (DOPMEI, T. €. AOTIOAHU-
TeAbHOTr0 N-KOHIIeBOI'O TelITAalleNITHUAQ, OTIIEIIAIeMO-
ro OT muIleBapuTeAbHBIX CDAA, TIpy nmepexope ux
B aKTUBHYIO opMy. B HacTosiee BpeMs BEIAEAEHEI
¥ OXapaKTepU30BaHbl HECKOABLKO coTeH cDAA, [13].
OnpepeneHEl TepBUYHBIE IOCAEAOBATEABHOCTH OKOAO
300 sTux (hepMeHTOB, UTO IIPEACTABAECHO B pAaTabase:
http://sdmc.lit.org.sg/Templar/DB/snaketoxin__
PLA2/index.html.

B kpaccuduranmm cDAA, naHKpeaTHdeckKue
(depMeHTHl MAEKOIIUTAIOIUX OTHOCAT K rpytmmne 1b.
Cekperopuele DAA, gpa ceMelcTBa aCIUAOBBIX
(Elapidae) n mopckux 3meit (Hydrophinae) — K rpyn-
e la. Y MAGKOIIUTAIOMUX B rpyniny 2 BXOAUT CDAA,
CHMHOBUAABHOM XUAKOCTH [14]. K 5Tol Xe rpynmne
otHOCATCS U CDAA, A2 GOABIIMHCTBA TAAIOKOBBIX.
@epMeHTHI I'PYIIHL 2 II0 CTPYKType OAN3KY K I'PYII-
ne la, HO 00AAAQIOT HEOOABIION AOINOAHUTEALHOM
C-KOHIIeBOM ITOCAEAOBATEABHOCTBIO ¥ OTAMYAIOTCS
IO OPraHU3anuu AUCYAb(MUAHBIX CBa3ed. ['pynmna 2
cDAA, 3Mel paspenseTcs Ha HOATPYTIITY 2a C OCTaT-
KOM acnapTaTta B 49-M IOAOKeHUU U IOArpynny 2b,
B KoTOpoi Acmi49 3ameHeH Ha An349. Takas 3aMeHa
IIPUBOAUT K yTpaTe CIOCOOHOCTH (pepMeHTa CBS-
3LIBaTh UOHBI KaAblus [15, 16] U, Kak cAepCTBUe
3TOTO, K MOTepe KaTaAUTUUeCKOM aKTUBHOCTH [17].
[Moarpynna 2b BcTpedaeTCss HCKAIOUUTEABHO B A€
rapAIOKOBBIX [18].

Pasanunbie cOAA, GAU3KH He TOABKO II0 IIePBUY-
HOM CTPYKTYpe, HO U II0 TPeXMEePHOM OpraHm3aliuu.
Kpucraanrorpauueckue mccaepOBaHUSI OOABIITOTO
KoamdecTBa uzoopm cOAA, rpymnmer 2 [19—25], K
KOTOPOM OTHOCATCSI (hepMEeHTHI IAa FaAIOKOBBIX, ITIOKA-
3aAM HaAWUYMe TPeX OCHOBHBIX YUaCTKOB O-CIIUPAaAU:
N-koHI1leBas crmpasb H1 (ocTtaTtku 2—12), cnupasb
H2 (octatku 40 — 55) u ciupasb H3 (octatkum 90 — 108).
Antunapasreababie H2 1 H3 cBoeti ruapodo6HOM ya-
CTBIO IIOTPY KEHBI B CEPALIEBUHY O€AKQ, & THAPO(PUAD-
HOM 5KCIIOHMPOBAHBI Ha eTo IIOBePXHOCTH. VIMeroTcs
TaK’Ke ABe AOIIOAHUTEAbHBbIE KOPOTKHE O.-CIINPaAU U
KOPOTKHE ABYXHUTEBBIE [-CKAAAUATHIE CTPYKTYPH,
ONHCHIBAEMEBIE KaK [-KPBIABS. ABe (PYHKIIMOHAABHO
3HAYMMBIE TeTAN 06pa3yroT Ca? " -CBsA3bIBAIOIINH yua-
CTOK (OcTaTKu 25 — 35) Cc KOHCEepPBaTUBHOM ITIOCAEAOBA-
TeABHOCTBI0O XCGXGG 1 rnOKyI0 BHEIIHIOKO IIETAIO
(14 —23).
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- CONA2

CxeMa CTpPOeHUsI aKTUBHOM ITOBEPXHOCTU CEKPETOPHOMN
docdonrnnaser A, ipa raAIOKOBEIX: CE€PBIE€ KPYKKHM 0003Ha-
4aroT OOKOBHBIE IelU TUAPOPOOHBIX aMUHOKUCAOT (Aeii2,
®end, Met8, 1re9, Aral02, ®er106); 3aTeMHEeHHEIE
OBAABI — AUIIOAB BOABI [35]

Schematic structure of the active surface of Viperidae snake
venom secretory phospholipase A,: gray circles indicate the
side chains of hydrophobic amino acids (Leu2, Phe5, Met8,
Ile9, Ala102, Phe106); darkened ovals — water dipole [35]

MyTareHe3 B XOA€ HBOAIOIMH TaAIOKOBBIX IIPUBEA
K (pOpMHPOBAHUIO MHOKECTBA MOAEKYASPHBIX (hOpM
cDAA, paKe B TIpEACAAX OAHOTO BUAA. MiccaepoBanme
127 nzodepmentoB cDAA, s1pa 3MeH TTOKA3aA0, 9TO
YacTOTa 3aMeH IIOBEPXHOCTHBIX aMHHOKUCAOTHBIX
OCTaTKOB ObiAa B 2,6 — 3,5 pa3a BhHIIIE, YeM OCTATKOB,
TIOTPY>KEHHBIX B CEPALIEBUHY MOAEKYA [20]. Pe3yabTa-
TOM 3TOT'O DBOAIOIIMOHHO HAIIPABAEHHOTO MyTareHesa
CTaAO pacIIMpeHne CIIeKTPa MUILIEHEHN AT 9TUX OEAKOB.

BOABIIMHCTBO OEAKOBBIX U IENITUAHBIX KOMIIOHEH-
TOB sAQ 3Mel IIPHUCYTCTBYIOT B HEM B MOHOMEPHOMU
opme. Opnako nekoropreie u3 cDAA, mocae cekpe-
IIWU B 5IA 00Pa3yIoT KOMIIAEKCH B (DOPMe TOMOANMEPOB
[27], reTepopmMepOB [28] mAM OOAee KPYITHBIX arpera-
TOB [29]. AOBOABHO PEAKO BCTPEUYAIOTCSI TAUKO3UAMPO-
Banuble COAA,, Kak, HaIpuMep, ABe KUCAbIe Acr49-
dochonrunasel gpa Cerastes cerastes (CC-PLA2-1 u
CC-PLA2-2), KOTOpBIe COAEpP’KaAM COOTBETCTBEHHO
2,51 0,5 % (110 BeCcy) yrAeBOAHBIX KOMIIOHEHTOB [30].

PEPMEHTATUBHbIE CBOHCTBA CPJIA,

TAAOKOBbBIX

[Topo6no Bcem dopmam DAA, (bochaTrpat-
2-amuarupponasa; KO 3.1.1.4), cekperopnas OAA,
KATAaAU3UPYET CACAYIOUTYIO PEaKIIHIO!
rautniepopocornnup, + H,O = RupHas KucaoTta +

+ Amzodocdarup.

BBICOKOKOHCEPBATUBHBIN KQTAAUTHIECKUH IIEHTP

¢depmenTa oOpazoBaH ocrtaTkamu I'muc48, Acn49,

24

Tup52 u Acn99 [31 — 34]. J)KupHBIM IPUEGTOM BEIAE-
AeHa KaTaAUTHYecKas AMajad, XapaKTepHas A BCeX
OAA,, a TakKe acrapTaTHBIX MPOTernHa3. MoaeKyAa
BOABI, COEAMHEHHAs1 BOAOPOAHBIMU CBsA3aMU ¢ [11c48,
MIPUHNMAaET HeIIOCPEACTBEHHOE yJacTHe B KaTaAU3H-
pyemol peakimu. bokosas 1ens Acri49 HeoOxopAUMa
M YAePIKaHMg MOHA Kaablud [16].

Ha pucyHKe IpuBeAeHa cxeMa CTPOeHU aKTUBHON
nosepxHocTr COAA, SIAQ TAAIOKOBBIX.

KaraanTrueckuii 11eHTP HAXOAUTCS B yTAYOAECHUH,
PacCIOAOKEHHOM Ha AHE KaHaAd, BEICTAQHHOT'O OOKO-
BBIMU I[ETSIMU THAPO(POOHBIX aMIHOKHUCAOT. Y BXOAQ B
KaHaA paclioAararoTcst ocTaTKu Tpurnrodana (Tpn31)
u ansuHa (Auz69). IIpeanioraraeMbIll X0a KaTaan3a
[32, 33] ununuupyercs komnarekcom ['mc48/Acn99/
Ca?*. VMlon KaAabIusi, apACOPOUPOBaHHBIN Ha Acm49,
TIOAIPU3YeT KapOOHWABHBEIM KHUCAOPOA B IIOAOJKE-
HUM SN-2 TAUIEPOPOCHOAUTTHAQ, KOOPAMHUPYS €ro
C BHyTPeHHeN MOAEKYAOM BOABL. bokoBas 1iens ['1c48
3a CYeT CBOUX IIEAOYHBIX CBOMCTB YCHUAUBAET HYK-
AeO(UABHOCTb BHYTPEHHEU MOAEKYABI BOABI, ara-
KyIOIlell KapOOHUABHYIO I'DYIIy CAOKHO3(UPHOU
cBga3m cyoOcTpara. OOpasyeTcss HPOMeKyTOYHBIN
TeTpasApPUYECKUN KOMIIAEKC, pa3pylleHue KOTOpo-
TO, COIIPOBOJKAAIOIeecsl MPOTOHUpoBaHueM [1c48
3a cueT Au30pocdaTrpa, ABAIETCS AMMUTHPYIOIeN
CcTapmMel KaTaaAu3upyeMon peaknuu [36].

LenTtparbHas poab I'mc48 B OAA, KaTaAusupy-
e€MBIX PeaKIUgxX AOKa3aHa B 3KCIlepUMeHTax 110 XU-
MHYeCKOM MOAU(UKAIUU 3TOTO aMUHOKHUCAOTHOTO
OCTaTKa Tak>ke IIyTeM CauT-HallpaBA€HHOTO MyTa-
reHesa. Tak, arxkuaupoBanue ['mc48 pocoantas A,
n-6pomMmdeHuAAIMAOPOMUAOM  (p-bromophenacyl-
bromide) An6o MeTuAupoBaHue ¢ noMolnsio [13C]
MeTUA-TI-HUTPOOEH30ACYyAb(OHATA ([13C]methyl
p-nitrobenzenesulfonate) npuBOAMAO K IIOAHOM IIO-
Tepe ux (pepMeHTaTUBHOM aKTUBHOCTH [32, 37 — 39].
HanpasaeHHBIN MyTareHes mankpeatudeckor cOAA,
cBuHBY (3amenbl H48K, H48Q u H48N) npuBopuA K
norepe hepMeHTAaTUBHOMN aKTUBHOCTU B CAydYae AU-
31Ha IIPU 3aMeHe TUCTUAMHA Ha TAYTaMHUH 1 acliapa-
ruH [40]. [Tpupoanas myTtanus D49K, BcTpeuatornascs
cpepn COAA, IAOBUTEIX JKEAE3 3MEH, IPOSIBASICTCST B
OTCYTCTBUU Y HUX KQTAAUTUYECKUX CBOUCTB [41]. OTH
OeAKH, B OTAMYME OT aKTUBHBIX Acn49-(D/\A2, 4acTo
Ha3BIBAIOT HeKaTaAuTudeCKUMu DAA, -ToAOOHBIMU
TOKCHHAMMU, UAU AI/I349-®/\AZ. Kwuchas HekaTaAUTH-
JecKas CyObeAMHUIIA BUIIOKCUHA U3 IAQ 3MeU poaa
Vipera ammodytes, HeCMOTpPSI Ha BEICOKYIO CTEIleHb
TOMOAOTUH C KQTaAUTUYECKOM CyObeAUHUIIeN, uMe-
eT 3aMeHy Acn49 Ha ['AH49 [42]. MuOTOKCHUYeCKUN
KOMIIOHEHT gpa Vipera ammodytes ammodytes am-
mopuToKcuH L ¢ 3amenoit D49S, T. e. Cep49 CD/\AZ,
mop00HO An349-OAA,, He o6rapan PepMEHTaTHBHON
AKTUBHOCTBIO [43].

[To cTpoeHUIO KATAaAUTHUECKOIO IIeHTpa U Me-
xXaHu3My KaTarmsa cOAA, 3 spa 3Mel He OTAWYA-
1orcsa oT Apyrux OAA,. AACOPOIMOHHBIN JKe IeHTP
9TUX (PePMEHTOB XapaKTepU3yeTCsl 3HaUNTEABHBIMHU
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pasMepaMu U OOABIINM pa3HOOOpaszueM, OAHAKO
00AaA@eT OOIIUM C APYTHMMU (I)/\A2 MeXaHU3MOM
MeJKIIoBepxHOCTHOTO (interfacial) B3aumoaenicTBus €
cyoctpaToM [44]. [TpeATIoYTuTeABHBIMEU CYOCTPaTaMM1
cOAA, aBArOTCA (HOCHATUANAXOAUHEL 1 (pocdaTu-
AUASTAHOAQMUHBI, IPUYEM He B CBOOOAHOM BHUAE, a
B COCTaBe arperaTos, T. €. OMOAOTMUYEeCKUX MeMOpaH,
AUIIOIIPOTENHOB, MUIIEAA UAM AUTIOCOM [45, 46]. B3a-
HUMOAECHUCTBHE aACOPOIMOHHOTO TeHTpa CDAA, ¢ cy6-
CTPATHOM MOBEPXHOCTHIO arPETUPOBAHHBIX AUTTHAOB
NIPUBOAUT K 3HAUUTEABHOMY (Ha IIOPSIAKU) ITOBHIIIIE-
HUIO (pepMEeHTAaTUBHOM aKTUBHOCTH, 4TO OOO3Hayva-
I0OT TEePMHUHOM «ME>XIIOBEPXHOCTHAS aKTUBAIUSI»
[47, 48]. B xope apcopOnum cyOcTpaTa K aKTUBHOM
nosepxHocTr cCDAA, Ba)XHAsA POAb NPUHAAACIKUT
MOHHOMY B3aMMOAEUCTBUIO MEKAY OCTATKOM (HMAU
ocTaTKaMu) AusuHa (epmMeHTa U (ocdaTHEIMU
ocraTkamu cyocrpata [36, 49]. B cayuae cDAA, aaa
TaAIOKOBBIX — 3TO An369 (pucyHOK). M3 uncaa ru-
APO(OOHBEIX OOKOBBIX Ilellel I[eHTPaAbHOEe MeCTO B
apcopOIuu CyOCTPAaTOB aKTUBHOM ITOBEPXHOCTBIO
OAA, npunapresxut Tpru3l [50].

OCcOOeHHOCTU CTPOEHUSI W CBOMCTB HauboAee
n3y4eHHbIX CDAA, A8 TAAIOKOBBIX M UX Pa3HOOOPA3s-
Hble 3(pPEeKTHI Ha KAeTKY KPOBU ¥ OEAKU IIAA3MbBI KPO-
BU 4eAOBeKa OYAyT pacCMOTPEHBI BO BTOPOU 4aCTH
HacTosIero oo3opa.
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