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Advancementsin the research of tick cysteine protease inhibitors
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Abstract Cysteine protease inhibitors are a class of inhibitory functional molecules that reversibly bind to papain-like
cysteine proteases and exert additive or synergistic interactions in the inhibition of host homeostatic responses. Ticks are an
exclusively hematophagous ectoparasite with a worldwide distribution and pose a serious threat to human health, livestock
production, and wildlife survival. Since cystatins were first identified in Amblyomma americanum in 2005, the physiological
mechanisms and functions these proteins play in different tick species have been extensively studied. This paper reviews the
classification, structure, and function of cystatins and summarizes the molecular mechanisms and potential application value of
their immunomodulation in tick blood-sucking adaptation, innate immunity and parasitism stages. It also discusses the

challenges with the aim of expanding research ideas in this field.
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L P 1 A2y A L, A5 N F R AR 1Y
HEEA (Olivier et al., 1989; Oguge et al.,
2009 ), FEAERAN KB X R A )25
7 (Flores et al., 2014 ), 7 BEpH T, i
RN EIAR R R 2, BN EE . T RIRIA .
TR . MRBEMAR . JRHURIBERSE, Tl E RN,
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e qg F,  H O S SR RE AR MR K I A
(Chenetal., 2014), HEALIZIIEN (T3E&
FA5, 2014), MMTINE 7Rk, N2l
FREFNE Ol & J i i T K A2 ( Anderson and
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2019 ), AR, W TAURAR AL T B0 RN R 3
A, DN S Y i iR i, fiiig
FERE X AR fa 3 B, Bl 2Bk
RS YRR F M ( Dantas-Torres et al.,
2012; Bouzek etal., 2013; Delord et al., 2014;
Takahashi et al., 2014; Portillo et al., 2015;
Madison-Antenucci et al., 2020 ), WXt A Z{ R
A9 & F ALK T 102% ( Jongejan and Uilenberg,
2004; Dantas-Torres et al., 2012 ), Hfj =28
T AR BRI IR IR, {HX S 3 s A% B
FIPTZa1E, TR BRI AN St R A B
B, BETIRes+rptss, AT
BEBHIR WA BB AR (RGOS FE AR,
2016; BREEFIXIAEE, 2020 ),

e R g )RR OB 4 R
( Cystatins ), 7EAEWFSGIAE) ZNH, =
SHoE TR . 4 A0 R4
AR RN 2R, P IE R N E N
KA B PRl g 2 28 %% ( Zavasnik-Bergant,
2008 ), M Tam fE7E AR, BIRMA
20 ¥% 11 4 Y 40 M 5T e rh Ak s e &R
Stefin (P01040 ), 7444 Stefin A, Ff/E7EARY
JEFHE A 2 B0 55 — A~ 1 B Stefin, fiy 454 Stefin
B (P04080 ) ( Margis etal., 1998). 1Ak, il
RIERMAR RS 2 CEZEMIEN. Fln, 75
Hili GHE L Trypanosoma cruzi J& 44 A5 i [k 1Y)
TR, BiEH BN E ( Tiguteystatin ) 2 3%
A, Xk AR B D 2 T R G G
W F—— bR g, 57 AR
TEMIE Y TGS ( Buarque et al., 2011 ), KR 7
O 2R T B A RE R i Manduca sexta %)) HU A Py
&, VST AN M A s B A T, MR T
0 R R %) 0 9% 975 80 5 1w Espagne et al., 2005 ),
A NN AE B Uk B N B G T B A TR
WFFEANE, TERRAIT 5T St 45 525G o A ZR M
S AE I Amblyomma ameri canum {14 1 35 i3 £
W B R AE , ST S MR YR S T 1) A1 2= i
PRI A G R, [ B A AR B 1 AR
AT L, o P e A 2% 25 DR ) 3 55 T 2R PR L 1) 4%
frfig)) (Karimetal., 2005), fEiT 20 4EAIBFSE

H, BT RN R 2 5 TR0 . 1 A
mAeEK LEAFHFZME ZEHITRE
( Zavasnik-Bergant, 2008 ). M TR IEHL!
HEAM B, C. S. H M L Mri45 4 i R 5
Milr¥, H2UEAR B S5MMIH AR,
MM RS 5WNIEGEAE (Qiu et al.,
2020 ), MEMERILS HEZMpmdfE, HLUEN
fitt B, H AL 7e/) AR (R R 40 A 1R 22 9
Ao B AR, SR S 2R AT LA i i
AR /ANRAATER (Wei et al., 2018), &M
AW ER AR BEAN 2R 5 AR ¢ R, B
R SHLUEAR C M1 S TERE A, #Fim
Wi DC By 5 AR, JF8 7 18 32 e JE Tl
fie ( Zavasnik-Bergant et al., 2017 ), MW/ H Y
O 2R 3 3 2ok 1 T R SRS SR B R R
G RN (Wu et al., 2024), Zi ERRR,
BRI R A58 & 30 T % b adk sk i T G g
Ramy—Mr =X, A B THusE i DU E AR TT
Pt K . HET, A DA T &
HEAT RGENER ESE o AR SCR G B2, T 45 FhigUbe
MR IIRE, BN MRS 58 4
JE BT L

1 Cystatins B94> &4

PR KA PR AR
MEROPS 4328 Z ¢ H oy B4 ok il 550k it 417 o) )
FWRII T — N ME— RIS, 45 MEROPS %1
P, WE 28 T 125 0%, LK X R 125A
WA Stefins ), 125B B Cystatins and kinogen )
#1 125C WA} ( Fetuins, histidine-rich proteins )

( Rawlings et al., 2010), 2% —Fp 2R IEHLL)7
G AR SE AN 2R G5 Bl g iE A1 4028, e
WED R 4 ANWKG: 1 BEIER (Stefins ), 2
HIBEAIZE ( Cystatins ), 3 FUPEAIZE ( Kininogens )
4 TR R A E H ( Fetuins, histidine-rich
proteins ) ( Schwarz et al., 2012 ), 58 —Fsp2rik
S TABE R 8, AR SCR S M e (3R 1 ).

1.1 ZFK#& 18 Cystatins
FE 1 B Cystatins FE 40N & 1 5,
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R 1 Cysatins4 M REMFEIER
Tablel Sequenceinformation for the four families of cystatins

PR E5 F SR A AR

Conserved domains and other features

(KAI4032961; KAI4032961 )

G, QXVXG

G, QXVXG, PW, 1 {55 ik One signal
peptide, 2 > " Hi Two disulfide bonds

G, QXVXG, PW, EA 5]k Signal peptide,
9 /™ —Hi# Nine disulfide bonds

P 2R S a3 26 HEAXS > T H: (kD)
Cystatin family classification Theoretical relative molecular weight (kD)
1 BN ER 9-12
Type 1 cystatins ( AAY66864; ABZ89553)
2 RUPEER 13-16
Type 2 cystatins (BAI59105; ABC94582)
3 R R 60-120
Type 3 cystatins
4 B 14-63

Type 4 cystatins

(AK171732; JAO36318)

G, QXVXG, PW, BA {55k Signal peptide,
T Wi Disulfide bond, DRXXEXG

55 BB 35 . Accession number in parentheses.

T FREAN & H Stefins, 404 T 240 . HdEh:
Y RN 2T % AN A AN S 45 2841 80, 2
100 NEFERA N, XT84 9-12 kD, 45
AL R WY =R N 71k 2.4 1751 S A R
AN uhPRSEHER A 2 A B IrE s, &
JeFR 1 EA 1D QXVXG TR IR FH , 1% &
POMBEAN 2R R IRZE AL ( Gao etal., 2024 ).

1.2 FHik 28 Cysatins

K 2 B Cystatins J&§ T ABIEH, )iz
A T E Y R . 1983 4F, Anastasi B K
MG FE R S A AR 1 C i RIAP AR
4N Cys-C ( Anastasi etal., 1983 ), FJik 2 %l
Cystatins U7 110-120 P& FEFRZH B 2 Ak
BE, MR FRY 13-16 kD, AKBE N fijm Al C
A B BAE SR, & 2 D, k¥
2 Zifgrh EAA PW B, HAbSSH 5505 1 &Y
Stefins AH[F], i N PR~y HZERR . QXVXG 751
PR PW B[] ) 1l 5~ e 22 R 25, 11 Tl s e
A EARE T AR 23 [ 2540 , B0 iU 25 45
A H A BRGNS S W IR 2 &Y
Cystatins RE#E > Db 202 & BRI P, iR
JRE IR, HZUEAR B, C. S, H Ml L %
(Margis et al., 1998; Imamura et al., 2013 ),
IEAk, SNS SND B SNV 57741437 T Cystatins
A9 N i H 2R A QXVXG Z[H], X2 Cystatins
BT A2 X6 52 25 A5 FL A AR 4 o 3 42
1.3 ik 33 Cystatins

X 3 Al D N

Cystatins

( Kininogens ) , RK#EEHK, FE/0H T MK
o WA, AEXT 4> F 4 60-120 kD, ZH 3
K 2 B Cystatins 45l 2 A%, BATF 5K
A RV SRR M, SR 2 NS
BOR B TP MR AR R T R, DAL
AR AN A2 1 T A bk 220 TR 2 1 6 R s D AR D 2R
FERY 12 % . Kininogens 1] 5| Ifi 45 i 175 1 1
hn A F Az A . Bk OFR. PAF Al ET
FERIEA B, A BT 4R E R & ( Khan
etal., 2015),

1.4 K& 4 8 Cystatins

Kk 4 B Cystatins 5 B —E 1L,
RIS RRER A A R 2 11, HA U
fil 3 PR D REELSE A RAAE , (EAE 27 G E
A ARIIAA 4. KK 4 B Cystatins i 2
A ERIRAY Cystatin Z5 R3S AL, (EX) 2 B 2 R 2R
HEGICI SIS, BT awEEn . RekEns
PRAE SN ARDC , 1017 2H 22 R B 16 A (W) 3l e AR
FiA: B R B IR ( Zhou et al., 2019; Moro
etal., 2020),

2 8 Cystatins BB K Thhk

W4 22 5 7 Sh ) A A v 2R AR R R R
R HFEBABANZE AL BAHICHE, FKik1
TR 2 TR BRUBE 0 2R AN 0 531 8 7S 1 37 %K1 25% 0 R
FEER AR, ( Schwarz et al., 2012 ), FLEL,
PRI R 58 B AESC | Y Cystatins il
FI 2 AU Cystatins, —Zg5Agm] WK 1 FIlkl 2,
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/N Sk JA A

AR G LE (AIZT78006 )

A 352

(AGW80659 ) (XP_029835171) (AJS11559) Rhipicephalus (ABC94582)
Rhipicephalus microplus Ixodes scapularis Dermacentor silvarum  haemaphysaloides Haemaphysalis longicornis

B1 #RKE1BERIIE=R%M
Fig.1 Thetertiary structure of tick family type 1 cystatins

M,-\/\./'/

N Sk JA FEAF Bt FRRI S B Sk (AIZ78006 )
(AGW80659 ) (XP_029835171) (AJS11559) Rhipicephalus ( ABC94582 )
Rhipicephalus microplus  Ixodes scapularis Dermacentor silvarum haemaphysaloides Haemaphysalis longicornis

|

2 MERIE 2 BB E=REN
Fig. 2 Thetertiary structure of tick family type 2 cystatins

2.1 RSk 18 Cydatins

BRI 1 KD Cystatins 251475 W M T 1k
AR, FE AT TR RS . 7RI ST
W Ixodes scapularis ME g i H & B0 A e 30 %
Cytoplasmic cystatin ( AAY66864 ), TJREEA T
RAGIEMITTIEE (Sa-Nunes etal., 2009 ), £
1% Haemaphysalis longicornis H ) B4 %
Hlcyst-1 {57 T 17 b K 4 il HLCPL-A, X AR
FRGMAZUE RS L. B XA MHITEE, feas
75 HLCPL-A X} Il £L 85 FAFEA# ( Zhou et al.,
2009 )., f¥/INi Sk B Rhipicephalus microplus %%
1 BUBEAIE Rmceystatin-1b 7EHS 23 FI5E 4 T
Wb iz s B Rk, I H Rmceystatin-1b 7E/K
HRA] L4 B D1 Bt Babesia bovis 94 K | #E
I Rmcystatin-1b 2 7 Ji7 1l 7 35 £k 19 98 15 3 5

(Lu et al., 2020), 7E7485 %W Dermacentor
variabilis H1 i &3 82 ML HEES 51
WiEAeE A, HPhaiEkaE DvMeo2

( ACF35512 ),

WIS 1 Y Cystatins TEMAESE & B & 1%
& EEAE o TN B Sk WAL i s AR 4 5 i —
Fii 1 & Cystatins 43T, A4~ Bmcystatin

( ABG36931 ), #Eill Bmcystatin 7B H A 4%
e, Z25WIGEE, JHER— P& A S0H
T E AR T2 5 W0 ( Lima et al., 2006 ).
BRI B 3k 18 Rhi pi cephal us haemaphysal oi des 1) 5%
1 BB E RHcyst-1 BEFNHI 412185 i B.C .
H. L. S DU BRI, X 4028 il
S MG e fe iy, FLIZCEE TR BR AY 2R38 S A X4
=, mflk RHcyst-1 3R 5 A& 807 Bl & FRAIK,
#:M RHeyst-1 WRES 5 TG E T, #Eiisgm
HFE i FE (Wang etal., 2015 ),

WIS 1 A Cystatins i8] fEA TN EE
BRIE B S W B A . RHceyst-1 78/ BRI IR T
BN S R rh, WTAEARS M A ] il A% 2
Jf2 PBMCs AIEAE P EEIRVEAN ] 40 MDSCs |
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CD4 I CD8'T 4/ F- i3 . TR MIZEE,
PR A=A B /N BRAFES 2% . RHeyst-1 7E (RS
NG5 | A A L 008 T R IR A0 L T AR, R
WA BE AL B, AR %4
. N RHeyst-1 J5, 76 PBMCs 18 A H 43-51]
2% 3] R UE B P 40 e MDSCs 7K 9 AR
fb., 278 RHcyst-1 #1 THEA K, B4R T4
firJ& 3 . RHeyst-1 7E 44 N FAR S BAA R4 140
FERSCR, HLAEPRSNAT S X AS [R] 4 B8 4 il 2R & 4%
FRETE I, HEM RHcyst-1 HA WA R3S /E
H (Weietal., 2018 ),

2.2 MR 2 B Cystatins

WS 2 A Cystatins FIRFFEAHEE TH % 1
Y Cystatins B IMEREA . WK 2 & Cystatins A~
ACERRZ L . MRH AL . WRJIG & RN SE R i 1Y)
AR R AR R, AR W it A e e
FARPER . PR BIHEALHE | BRI G 40 i B
PET W4, Hitk, 4878 Cystatins £E %Y1
5 T ) SRR T T B 2 B U 48 24 TR A B A
HoAe g horp BV AR B S
221 MmiRE Haemaphysalis 2 # Cystatins
WA S o w38 E R BE 4 R Hleyst-2
( ABC94582 ). HISC-1 ( BAI59105 ) 1 Hlcyst-3
( ABZ89554 ) ¥JJ& T4¢H% 2 14 Cystatins, Hlcyst-2
FEAEWA R I AL A SRk, Rl 25 =
W Hleyst-2 ik #F L. ¥ is 2 0
( Lipopolysaccharide, LPS ) 4§24 A ML W8 A%,
WS, &I Hleyst-2 &5t Rk, 5
Hlcyst-1 2 [FZ 5 & H L ( Zhou et al., 2006 ),
Hlcyst-3 5 Hleyst-2 HAT W& M, FEAET
ik, I T A AR F BRI ZH 2R R L
Wtk (Zhou et al., 2010), HISC-1 tHATHAML)
P TIRE , REAN AR i FIZH 2R G L AT
P, A ZUE AR B 19T, HISC-1 78
W i B 2GR R, B0 HISC-1 A] BETE N il i
B R CHIEN . B4, RNA T4 (RNA
interference, RNAi) ULERA MR AP R IEH
SR 1R 00 O O R DAL B R Y
W LA ), JF AR B & ( Yamaji etal., 2009 ),

S 5 1 15 Haemaphysalis flava MV i o %

72 1 Cystatin 54 M ML Hleyst-2 (1 [R R4
77.86% ( FI/NBAIXIZ, 2018 ), BJG, MiE#E
I g oyt 4 RPN, S hilar Ak
Hfcyst-1 (QGWS58124 ), Hfcyst-2 ( AZB52851 ),
Hfcyst-3 ( QBR53058 ) 1 Hfcyst-4 ( MK387350 ),
SEVER rHfcyst-3 AIHMHIHLVE A S TEPE, 4
ZUENE S 2 —Fh 5 A B e s | sl bkig il
KT R B YIAH I 0 M 2 R 2 I I, R S AU
Hfcyst-3 259 4 i A= T 3l EFF-,2019 ),
Liu 55 (2022 ) Z347 1 6 B 0 1l gk 2 2 5
i, KB Cystatins [P R IE 99.3%F1 100%,
JEHEN Cystatins 7EZHZVEE I EA S IL£1 2 1
THAL SIS & B R R E TR R, JF 5
M RPEAT N B VIAH

222 @4 Ixodes 2 B Cystatins F|HTiIHN
1k, XA AR BB 2R A T R i 2 BT IR i
F., Valenzuela 55 (2002 ) 7£ 5 5 hifi 5 35 Aix P
KT H—DFEKE 2 B Cystatin, 4 N
Sialostatin L ( AAM93646 ), ‘&% AJNZE [ il Al
HAUE I L A BRI EE M, AT 440
FIE S TEARKIBHZUE FEE L A/ U SR 4
fo ) e e o i B P & B, Sialostatin L A] T4
PR ELRM/NR A B R AR R 1
GEERY B, 1)/ EUER K IS Sialostatin L BE ik
FRE IR, RUIXF e R B A BT RAE
FH, ATRHIE 40 MO sEvE T kA0 YIS 78, W T
AP F B B PRS0 J5 0 798 B ( Hsing and
Rudensky, 2005 ; Kotsyfakis et al., 2006 ), .4},
Horka %5 (2012 ) iti#& Sialostatin L ] 45 Rl
Th 4ALEHE (Th9 ) F=A AN -9 (IL-9 ),
IL-9 7N AE R s R EZAEH, &M
Sialostatin L AJ # I T-VAY7 Lot Bl . 73—
T, NERANME ., WERRPEAN . o poR g i DL
il 76k U 448 Jf 2 B AT DL 43 W IL-9 . Klein 5§
(2015 ) R Sialostatin L il SCEPE PR , K
P Sialostatin L fL5EE S Ml TR+ 4
( Interferon regulatory factor 4, IRF4 ) Rfliil e
KAMME 7 TL-9, DI S i 1 Rk, iE
B T # Sialostatin L E. A5 3% 11 % 6€ 71
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Sialostatin L2 7 JH 2t W {14 e Y7 it 25 19 24 P %
KI, 5 Sialostatin L 43 A2 JE B8R 7 51 [R] 54
iK% 75%, [A] Sialostatin L THAEALL, P& L&
B4 S G LR A X U 1 B AT H
il (Sa-Nunes et al., 2009 ), Kotsyfakis
45 (2010) HIRM#MT T Sialostatin L A1 L2 i
TRZE#E , Sialostatin L2 /471N B ik s Jir 14
SR PH PR R R T, Rl AR R G B R E
Borrelia burgdorferi 7£ /N Bl Bz Jik rf 6 36 4
Sialostatin L 1 L2 REAEIM il 1 =5 B 18 5 N 19 45 22
NG, SET A R R e A iRy, A BT
A A W i A0 A [ A HE S W 1 T A
Sialostatin L2 S5 #ifg25 & E AR E A A2

( Annexin A2, ANXA2) %54 Al BHIET NLRC4
REERFERIL . BEREAEE-1 (Caspase-1) ifk
PR A - 1B (IL-1) FIE 404 %-18

(IL-18 ) 43Wh, NI AE ST od AR B G ik 2 v )
55 NLRC4 RAERIIE i, A 5 Sialostatin L2 1Y
GPEG S BT — D5 . (EREER
S, DAL A B 015 RS04 mT fi e 7 v I A4 36 sk
SNE/MARY AL (Wang etal., 2016 ),

MBI Ixodes ricinus %542 Hi AP FTTY
FRE PR AT HEAN 2 Iristatin A1 Mialostatin, Iristatin
RV A B RS AP el R T 58 R, R o
HAUE A L C MR FUKAEETE, FRICT 4
FRAFA A ) A A 262 (IL-2 ). I -4
(IL-4). IL-9 FIT#FEK-y (IFN-y), [FIEFEERAE
AL A Y L 4T 22 -6 (IL-6) 1 IL-9 LA K
5 W3 2 i = A ) — 48 A R b4k, Tristatin 117
OVA HTJ57 1 CDA'T 20 g i35 58 1 40 it 55
£, KW Iristatin S5 M RE, 52 mEHE S
15 E RGOSR RE SOV, I AT AR SRR T
7| - Mialostatin X} 21 24 25 il L (30 il 8RB b
BB AT A5 BH W7 4 1 b i~ e 201 21 2 28 11 ity )
1L 3 B 7K f# , #EDN Mialostatin 7] GBS 5 8y
W B AH DGR K i (Kotal et al., 2019;
2021 ),
4V 1xodes persulcatus M R AT 2

Ip-sL1 il Ip-sL2 $if1 LPS Hll8 it B ok 5 i b
R4 BMDCs A TR 1A S HEH-10 (1P-

10). TNFa Fl IL-6, F¥#illJ2&, Ip-sL1 i BT T
BMDC &, FH Ip-sL1 Al Ip-sL2 i3 #0]
T FE RIS 2 5 EARAEHE (Sajiki et al.,
2020 ), FEMRAMIFGEH, Tp-sL2 i #EA A9
LG FEH CD1Ic A CD3 4R IG 1L, L
Ko B A U AT T B. miyamotoi $1t 5 I T 5 41
Mar=A: AR 7, #878 Ip-sL2 n] AEIE iy 55
T 35 G0 88 IR A B A LI BT A JER e 1 3
( Sajiki etal., 2022).
223 B3 E Rhinpicephalus 2 ! Cysatins
T 5 S W B N Bt Sk I A il A BE R PEF R
Hr, R 2 BRI E RMCys-2b ik 8 3,
RMCys-2b X Z4UE I B. L fil C BA —&m
HER, TR R AEIERB, 7T LER
P57 ( Tirloni et al., 2014), ZJE 2 BIein
Rmeystatin-3 EEAAET M4 T, LEAET
FE 5 PR A AR e, TR SUE Al LM
BmCI-1 Mi& M, (XA RE HEg IS Hl/E A
It RNA JTERBEIN LR 5, & B0 i B T R
ORI RN, FB] Rmeystatin-3 S5 42 5% )2
(Luetal., 2014), Rmcystatin-4 FELEAERUN
J Sk W B gH 4L, Al R NER IR . A2V
i B, L. VA1 S AYTEME, Rl R0 2U8E b
BmCl-1 3 B0 &5 & ok £ M 09 40 1 176 H .
Rmcystatin-4 18401 BmCI-1 %}245- 112156 (A 1Y
W, 25 imE e (Cardoso et al.,
2017 ),

5 Rmcystatin-4 FH[F], HRIE 5 Sk WD R
RHcyst-2 7EH P KRk, STHLUEHM L,
B. C. H Ml S DI R AJNEE IR EA THIVER,
HAXTHLUE BT S A0 5% R Bl ( Wang
etal., 2015), #RiMi, RHcyst-2 &5 715 4
PENE N BB T AMLB0E B e, XA odk
YL DCs sl . LS B BE CTL A 54R TG
B 5520 (Wei etal., 2018 ),

224 4$hE%#8E8 Ornithodoros 2 &l Cystatins
I\l 2 8 ) A P 4l 2k 8 Ornithodoros moubata
S E A 2 BB ER Om-cystatin 1
( AAS01021 ) F1 Om-cystatin2 ( AAS55948 ),
Om-cystatin 1 FELEP G HERIE, 1l Om-cystatin
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2 (OmC2) e A e AR i 2=k . N1 A
BN A R A B RE L SR i B A H, EX4
ZUEARE C BRI B ARE, ZEM i e
FVER AT R R R TP A 4FEA ( Grunclova
etal., 2006 ), 5, OmC2 XA HEARME C, L
S INEMHRIVER , OmC2 1EPLHI AL B4
FHF 20208 PG, 3 n 30 o 40 02 2 240 e PR 7 e
AR T o M 4HEA FR-12 (IL-12) #9748
DL RS CDATT 4G5, iR
S8/ N SR LAY Do BE , SETTZ 0 CD86 4
Mir) ik, OmC2 ik rl SHEMHAHLEAM S, C
e A, FAE LR MUTZ-3 20 i Ao i 51
HAURAR S, C, ML ERRAIMXT OmC2
1 AR R R LSV T S il C, kTS 515
F e e v (Salat et al., 2010; Zavasnik-
Bergantetal., 2017 ),

2.3 Cystatins B#& 7 M A M E

O A 2 A Sy — ol 1 FH T 928 1 B R AV AE )
Resr, HAEMZE PG )y 1 HA EE R M
B o DRI ZRJE—Fh e R A ) s o+, fEMY
W il o v kA5 R AT BBk A9 /E A ( Nandy
etal., 2023 ). i, HEEH Mm% Haemaphysalis
doenitzi 1 AYMEANZE HDeyst-1 1 £ 19 85 22 B fiE
{5 255 AR AT L PR AR o /D Sk e ) I
Ei11 I 8 T ST I T S (1= N S S S
Rhipicephalus appendicul atus #f 5 15 15 461 il
K ( Parizi etal., 2020 ).

HAS— L2, DRI = ANE B IR W2 )7 T
BABRME , HAEDT AT R E T i
P RAF B AT 5 AR R, DA AR S o
B e 2R T LA R ) A0 B T 0 Y
FIBE, JERedndl 3 A= R A K, fE
MR ACFT I Agrobacterium tumefaciens. ¥EZ1A
T R Burkholderia cepacia 145K & 5
Erwinia carotovora ( Popovic et al., 2012 ), i# it
RAME BB A e 2 B TR A, BF9E A 2 R
Wt TR B A0 AR B A0 R B Y Plagiodera
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