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Research progress on deformed wing virus of honey bees

DING Zhao-Run'?, HAN Ri-Chou’, ZHANG Yi** (1. South China Agricultural University, School of
Agriculture, Guangzhou 510640, China; 2. Guangdong Key Laboratory of Animal Conservation and
Resource Utilization, Guangdong Public Laboratory of Wild Animal Conservation and Utilization, Institute
of Zoology, Guangdong Academy of Science, Guangzhou 510260, China)

Abstract: Deformed wing virus ( DWV) causes honey bee wings deformity and infects honeybees. The
transmission of DWV by Varroa destructor to the developing pupae causes clinical symptoms, including
pupal death and adult bees emerging with deformed wings, a bloated, shortened abdomen and
discolouration. In the absence of V. destructor DWV infection does not result in visible symptoms or any
apparent negative impact on host fitness. DWYV is widespread in the world co-effected with V. destructor
and becomes one of main factors for the overwintering colony loss ( OCL) or colony collapse disorder
( CCD) which cost a lot of apiculture and without effective control solutions. Obviously, it’s important to
study the characters of DWV, the interactions with V. destructor or honeybees. In this review, the
historical and recent data on DWV and its relatives were summarized, covering the biology, epidemiology,
pathology and control methods.
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e JE T H Hymenoptera 5} Apidae, 43

TR M, A4 - i R B ERK L
K gt o, R EE R R A, ek
W20 K e B 28 R R A AE . SR, Bl AL i
BERYTE SR ( Overwintering Colony Loss, OCL) Fl#g
BERRIRZEAE ( Colony Collapse Disorder, CCD) Fi
LB (Dennis et al. , 2007) , 5l 7 AT %
e Y R SR R A A7 1) R A R 1 T 2 5 JEL b
g2 FHIMMIRRESFE 207 TN R A G, I 1 I
AL S A E A, X R A A U
W2 XY 2 kT B AR S A R S A B2 i)
( Potts et al. , 2010) .

P 5% W % K & ( Deformed Wing Virus,
DWV) 2 P45 %8 Apis mellifera Yo 8 WA 77 o
LA e 1) AR R AR SR AR S I B W L IR
ERAR K K AT = Sy A4 iR S T ((de
Miranda and Genersch, 2010) . fF & A Zk Hr FC 4%
Varroa destructor BJIEIL T, B DWV 95 82 K F
I, RITCHEAR R T8 2k 0T BU W6 25 2E 0y e
DWV i B0 b, 4 WM R e, A S
55, HEIWT-JHR (Kovac and Crailsheim, 1988;
de Miranda and Genersch, 2010) . DWV Fi%k i B o
BIAHEAE T 3005 )7 s e R RIS, 23
R e 7 G Iz K. DWV JE HLEE RNA
B, FERIZAZY 10 kb, YL I1R, SRR, TRk
UMY YE T, AWy KRG & £, JFH
AL BT Y A2 SR, DWV-AL DWV-B F1 DWV-C
( Ongus et al. , 2004; Zioni et al. , 2011; Mordecai
et al. , 2016a) o AN DWV B Y)% . WATH
o RHESERIBTAEOR 4 A J7 TSR R .

1 4£Y=
L1 fEsH

W E bR RE RS (ICTV) 42k,
DWV & T/MZ Wi TR s TE H Picornavirales 15 4L

AL W 7 B Maviridae, 1% G2 1 308 9% 6 7 )8
Iflavirus ( Valles et al. , 2017) . mE 1 s, DWV
SRR IESE RNA g, HELR A L s 5, &
KEEH 10 140 bp ( AF PolyA KJEI}) , (A —1
HELETFRTRIEHE ( Open Reading Frame, ORF) . J&
KIZH i) 5°UTR & 1 144 bp, 3°UTR & 338 bp,
5°UTR 1 3°UTR #8215 1 FL X 41 09 &2 ) Fn fH 2%
N iy 6, 45 A% B AR B A2 4R 2 20 ( Internal Ribosome
Entry Site, IRES) F14¢ 5% & 4 ( Leader protein,
Lp) W% 4 AZ5H5ZE 11, VPL (44 kDa) . VP2
(32 kDa) . VP3 (28 kDa) I VP4. C #{d$E RNA
fift EME ( Helicase) | 5 73 J K 4H 42 8K 1 ( Viral
linked, VPg ). 3C4E H
( Chymotrypsinike 3C protease, 3C-pro) LI A RNA
RGW (RdRp) , HoRuiAZH A B ( PolyA)
( Lanzi ef al. , 2006; Nakashima and Uchiumi, 2009;
Dalmon et al. , 2017) .

DWV 1 55 Iflaviridae J& W) B AR ZEAH L,
HE 5 E LA ( Murakami et al. , 2014) .
5'UTR A —A>ZE L0 - BLIR R (1) — 9 4544 IRES,
SEIRNE A . IRES BAEAE 1317 £ /MZ B
¥ 58 H % 5 AT LA i i BH 7 I 7 4K ft ( Cap-
dependent) [ BHIEEC b, DT A 32 40 AR
BYE I, AEANSZ WA 8 1 28 A5 8, XA R TR
BN X5 E A ALE ( Fernandez et al. , 2013) .
Lp BAZMIIGE, GHEE A E, Rk
PR . ARSI DWV 5 HAR ik VDV
25 e KA E & Lp, MIEMREMIAA 73.9%
( Dalmon et al. , 2017) o VPg AU Fa g E R 4117
B, 825 726 8% 2 (Hebrard e
al. , 2009) o 3°UTR X3l BEORSF, AR i LATEAN (1)
75 X i 4 PolyA, PolyA By & it e, &l 1
W RAL T PR bR B M 45 U AH A IR AR s AR 4
MEATE I, SSMEATET I fikfon
KA R E A X B, 5 DWV % K 4] Helicase.
5°UTR F1 Lp &t Y X 35k o

Protein  genome

0 1 000 2000 3000 4000 5000 6000 7000 8000 9000 10 000bp
1144 J e | 774 | 1248 | 738 |as7 146 | 999 Jeai] 2139 | |
IRES Lp | Helicase | |\"Pg| 3C pro RdRP | 3’ IiTj\r.: AA
s urett st ve2 E ver [ve3 11t ™
1 DWV K 4H 7R 2
Fig. 1 Schematic diagram of DWV genome

B RRYESCHR Lamp et al. , 2016 Fl Dalmon et al. , 2017 /&4 .
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Mok % %R R B BE ( CryoElectron
Microscopy) il X §F £k fh A7 ke I DWV J2 42 i
HERIREE R, H AR 2 30 nm, g REACTE A X FRAY
th T3 =+ ik, AR ( Skubnik er al.
2017) . Z5K9EE T VPL. VP2 Rl VP3 (431 JEHES A%
IR, fEARSTE R B S DERIE L — 8
AL, TUIRAA I 5 P A0 T 4 ) A 0 2 1) R o
( Organtini et al. , 2017) , K 5¢E AR IR HE
RNA B RNA i RO 2 o 25 1 5 005 S 1R 25
Ty AR . YR pH iR B TR v
FERARAE PR B T 55, DWV AT = i 454
SRR, FRRAGTE VP 1Y C AR i SE
TERRTER I LAY p-ali by e, B 58t BRI
i IR ST R AR AL, TTRE2 ™ AR i fE Ak
BLrE, AT 5 WE) o 25 2F A fid 32 40 g ( Organtini
et al. , 2017; Skubnik et al. , 2017) o Picornavirales
FY R 22 800 B ik R 41 2 B /N 1 VP4 2 2 90E
W12 5 1 20 0 300 3 1 1 A0, ) A L 5 A s
# ( Triatoma Virus, TrV) (% VP4 /NG 195 AR
o, JERCHTRYEE R IE, Y pH (EBGE, BERY
BiE MW S ( Sanchez—Fugenia et al. , 2015) ,
DWV Hiy) VP4 /N A AT 8 52 0 5 JEE 118 328 12k
L2 RETRRHELXR

RNA JEHE AR = Y 988 %, 8 53 J5 3k
LRI R A7 £ 1 e 1 IR R IE 2
—, WMERTER RS AR GRS R .
Hal & 8 DWV £ %4 3 Fp L K A: DWV-A,
DWV-B #1 DWV-C ( Lanzi et al. , 2006; Zioni et al. ,
2011; Mordecai et al. , 2016a) .

[l 2-a 7R T 3T RdRp (LR T 51 R SF X
B DU S R G AR HERE, 9 R B R DL 3 5
FHE. HRIERGELT A0, DWV & JE K B 1 2%
YA, DWV-A 5 DWV-B Rgetbiiin, | T
[]—4337Z, DWV-C B4R 5 DWV-A 1 DWV-B g
FF—73 32, {HAH L T8R4 B 7 ( Sacbrood
Bee Virus, SBV), 5 DWV-A 1 DWV-B [ 3£ 4k
LB

DWV S 9 5L, BLAEFR iy DWV-A I P A
FLFESGHT R 7> DWV 751 Hil Kakugo i #E ( KV)
(Lanzi et al. , 2006) . W, 7 ICIK T B G S RE
tr, DWV RIUNROKE, JoERIE Gy, SRk
FUEAFAERS, 2B DWV B8 B &8, WA
T, 2B EAER (Ryabov et al. , 2014) .
FeE I B, T S SR Y Ak 3 B AR N Y

DWV 7K, I v T 75 5 B R SR G 1 2K 40 B i F)
DWV 7KV, W74 DWV 752K 8t BU i 44 P 52 ) 3]
—EBE, A ReRIBORIEIR ( Gisder et al. ,
2009) o T H: At Y B 58 W) S B 2k 3 T A N 1Y
DWV Ik 5 B gl 28, 3248y 2K 7 Ui B i
PRE L TS J2 MRS 2K 07 B A4 TN 19 A2 o RO IR
DWV-A 7K 0 2k 307 L A5 A0S, TR 15 4%
DWV-A 1yHE S N RE, LB DWV-A JE 4k 54 ] T
THEEWE, MARAAEKI W ( Posada+lorez
et al. , 2019) .

DWV-B 4, 4% 2k 7 PL W6 5 8 ( VDVH) DL &
VDVA-DWV S K. VDV 2 MK 7 FC i 20 21
SEFZEEE, 5 DWV BA 84% MR IR [F) V4
P, Z5 FEEPLE S UTR K. VDV FEAN
DWV L[ ge s i, i DWV-A LA BE E 4,
red B AR VDVA-DWV, VDVA-DWV 2658 3 kR
B, SEEERM (Ongus et al. , 2004; Zioni
et al. , 2011) .

SR b — b B TR B IR AT BT g — AR A
RUR GRS, XFPEgen] “E SR HEBR T, B
A SR —E B B ORYT T B HE ( Mordecai
et al. , 2016b) . {4, DWV-B {1 H 5 2k W FL i
FITRAT R R U, I EL A A 2K 38 B i 9 77 72 5 3
TR AL Z AR PR T B ( Martin et al.
2012) o SRT T DWV ZAEHEAR AL DL R AS Sk 2
(AL HE e A 58 4 B W0 SR AR TE 1L R 3
518 E2Z AR 2 R A B IE N, AN Wi Ak i i
o HAEE LI, BIELEA 2k B B 0 e
WIRAFAE DWV (i 2R il Sz o] 33 1% 22 52
W, AR SR g S R AR R, T E T
FAEE IS, (Hik = PR AHE 58 5 300,
XA RE BRI G, 2 DWV R 1 15 3
LR, AR TR EEIE ST RNA TH0EET), RN
X5 ERIBIEHLE ( Ryabov et al. , 2019) o

DWV-C 5 {ij i 4 1& B DWV-A Fl DWV-B R
6], A AL 4r 3. NeAE =2 g A7
SCHRH D ) SR, SR AR 28 I3 B A s 40 2K ) A
T A TCRE AR B A, AT ORIy, e BB
i DWV 28 BfK, 4544 &~ DWV-C ( Mordecai et al. ,
2016a)

Kl 2b /R T DWV A8 Sk iy Rl A 43 Lb S
M 2R ( TR TR (T RIRE
2) . DWV-C 5 DWV-A Hl DWV-B 161 H iR )5 51
IR P INVERAFAE 22 5%, JF HAFAE A 81 5 C A
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FEHE BRI C AIEANR. EREBEER S,
KT ELI AL HE 1) DWV AR SR 222 B &L, 15
C TG o 171 KT R M B 2 31 2% B e A AR B A
DWV =FpAs SRR &30, DWV-C ik A< 8 FE
Kiwla — AW HEIEHET, BRE DWV-C 52
LARLWEREN 26 ( Kevill et al. , 2017) . B ZHIX
IREAT A Bk, DWV-C ZERAT ARG EHERE

SBV

i, 5 DWVA fl DWVB A tb, 2% ik K F
(Kevill et al. , 2019) o SR, 7E 7 EL PG () JC I 4
Melipona subnitida WeBE BT &% B8, MR 2 HF1E
DWV-C, HERI N WA, XRIAR T
FEWIR AN TR DWV AR S A BUBE AT REAS ),
MG DWV AR S ARTEA R 2F R A RA T O (de
Souza et al. , 2019) ,

— DWV-C

DWV-B
0.83

0.09
0.69

— DWV-A

DWV-A DWV-B DWV-C
DWV-A 95.2 89.5
DWV-B 84.4 89.1
DWV-C 79.1 789
b

B2 =D AL 0GR K Tm] R
Fig. 2 Phylogeny and homology analysis of three genotypes
F: ARIESCHER Mordecai et al. , 2016a F11 Martin and Brettell, 2019 &2k .

1.3 DWV W#tR A%
1.3.1 DWV Sigaphi FIE L

DWV J& RNA 55, A7285. LI IR &
e %, 12 W A7 7E IR dE. 5 H s R A L,
DWV (R BURIAR HoA/)y, 838 1 627 B iU o s WL
g2, JEREST BT, A REULEE B 2l Ak 5 e BE BURL
HIESHHE, ARTMTIX H BB A # 10 E DWV 1
KN AR BARXS AL, 56 X G S ik 7 4 fE
fg3lk—2 43t DWV (1) = 4E 2544 ( Skubnik et al. ,
2017) , AHIRTCIEAEHA X 739 2 09 AP 2

o BERL S~ 4 T 285 WL ¢ A N7 A i B AL 1 1 0
AL EEA b, SRR TR TR B R RO O
aifl w e B W O FOR, BRI MT
( Fannon and Ryabov, 2016) :

1) YRS g s (—feREERNE. &F
AN R B b AF 2 0 LU RS o o B B TR RL T
TERFER T A 35 mL PBS 28 bk (100 mM PBS,
0.05% Tween —-20, pH 7.4) , WEEES],

2) 4°C, 10000 rpm B0 12 min. =R FJENR
JiJZ R A 58 S A ZUBORL 2, PR B b ]2

3) WEF—30 mL B0, BEMA 2.5 mL
20% REMEAWL (HEREF] PBS Z2 e )  BlJS AN
AR R Bk, AEIRY), BT EE, XM
HELO I R R R AL AT LS 0.5
em [ FEEME 2 B K S ER -

4) 18°C, 28 000 rpm Z.0> 3 h 30 min ( SW28
Beckman fi#%3k) o # 12, WHEIKTIE, E&
T2 mL PBS ZE i, 4°Cidm, DMEF RN
AR

5) il E AL B - 35 mL B O AL
THE.OE, MIRHE ERRINA S mL 2% B
1.6 g/em’. 1.5 g/em’ 1.4 g/em’s 1.3 g/em’ FI
1.2 g/em® . ANJR) %5 2 1 S AL A6V RS 2 i PBS 22
PR R A S AR IR IR AT . BRJE R L — 2P B
PR R R IR I e i )2

6) 4C, 28 000 rpm B .0» 18 h ( SW28
Beckman 7K F543k)

7) WA ERZER 1.5 oL K, T2
BEAFIET 1.3 ~ 1.4 g/em’ WRIFG 2, TRA FIA I
BRI, 1 PBS ZZohiliHi ke S ~ 10 i

8) 4°C, 28 000 rpm B.[>3 h ( SW28 Beckman
i) . WCERIEHDIRE, #E T 200 pL 0. 1M,
pH 7.4 1 PBS & ik . —80CLR-FFEH] -

1.3.2 DWV T8 E

T R B UL 5% B B BURL AL SRR S, i
i BT AR A BRI R i YRR 2. S ey
ARG A FH A %0 B A 58 8 I o BE A S PR BT
HREE, SREVERE R Hil, Z2XKH
P IR S e F ARSI AG I DWV, SR 117 3 5 v HOE
TG R BE Y DWV 2SN [R] 3 27 174 5 P ] 51
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B, A AR A R e A 2 . I T4
ARAGIAS [ 96 B 4% 1 R 7 51 19 22 5, 7] LA ME A 4t
e RN o

TR WA SHAR i Wb, B s 38 B Tl B X
S % AR ( Reverse Transcription-Polymerase Chain
Reaction, RT-PCR) N ffx) 2. RT-PCR ¥ RNA
F S s AT cDNA B SR GlEEECY 4 (PCR) AHYS
A, —FERXT B RNA A% IR 43 T ke DU 4%
Ao HIFHZ RNA PR TR0 5 SRR AE T & L
H4M DNA (¢DNA) , F#f5 LA cDNA gtAR, 7E5]
Py#1 DNA REMVENT, ARriEts H iy 5K 1y
PEERDHG PRt ] DUAS I ALK P19 DWV REAR,
HERSAR BN (Lanzi et al. , 2006)

BEE 7> FHARB LR, Bl PCR AR WA HT
N T M EE Y12 W, W E & PCR
( Quantitative PCR) fgX} DWV 4 RNA Jii 7% 1 i iF
FrEw i, RAE IR T HCR 5 e FH AR Y & &
( Highfield et al., 2009); £ & PCR ( Multiplex
PCR) ] L) [F] i 46 0] 22 8 5% 7 ( Sguazza et al. ,
2013) , 4 @ K A9 2L % HLIG PCR( Nested
PCR) 8 i Pi % PCR >k #2 & K 1Y +F 5 M
( Fannon and Ryabov, 2016) . Hj, 3T PCR iy
RLR 53 ¥ A HE AR AH L T 4% G2 S e 22 A I HoR
HARR KA SA S, Sz i3
TR BOME T TAE P e B R R H ET
TRIPIRE N EZH AR, DWV [ LR AR 7R #
SR IE A I T 2 B (Moore et al. , 2011) .
1.3.3 DWV [N & 7R g5

ST DWV ECRALE], 7 0T 2R 7R K
WA 5 i BB LA K 6T 4 2 20 M ) 75 5
RSt i ¥ 5% ( Strand specific RT-qPCR) & A F
SRR R S LBE, 454 TagMan 22 it PCR
FARW AT LU Ak 8] DWV RS 7E 1 E RN R
il B 258 & ( Boncristiani et al. , 2009) , {HEJG
P EDW S99 75 7 A 3 1 BLR 20 2UR B AR AL 8 Y
S % FE. A R AL A% 52 HOR ( Inssitu
hybridization) FJAG N DWV 75 2 6 R il 4 114 52
Sl FHESE AR SCEEEREL . Rl DWV 1 iz Sk
FEPR 2 R IE B L DR A, &5 2R I8 R AE A R 2
S Tl VAR il £ o 22 R AS B) DWV IESE(E S, TR
AR A 55 1 e LAEMR =, W] DWV 7R 6K
Jigi A LI 2 ) %5 ( Shah et al. , 2009) o TG AEL
A AR AR FHEIRI DWV 2 75 75 5k 37 B i s py 2
B, G5 RBA AR P I 2L N A I B DWV Ay

SPERONTR AR T, HAE I I N i A A
F| (Teresa et al. , 2008) o LI _E3 ARERAEH W E ]
PIKGI DWV fe CBE, U8 DWV i Sk A= 1 &2 il
EFE, HRZHR T BirR A, E7EAEN KA
2L AT RE RS E 15 IR MLEE DWV i BE5i e ?
2019 4, @A DWV LR A IR G A &
Jn b eGFP FRic 1, AT LAAE R BOW A 7E 50 i s
Be N WA DWV (1 25 ) LA B S il 5 58 ( Ryabov er
al. , 2020) o I HE AR S 5 [ R Ml S e T 5 BT
( USDA-ARS, Bee Research Lab) [ &% #r o 5%
S
1.3.4 DWV KL AR5 F 2
o= AR SRR AR T =R REE
JREMR TR, AL 7L HENIRADIE,
FIHATC Ik, B R OT TS ] T B AR R
1) 52 R 1 2 SR R B 03 B3 4
ZANRTENR A8 R EL AT 8 [ i
TEIX LT By, TR AT RE 23459 31— SE A DR 1Y 45
W WA E AR (St WmrLRigE
PR RES; B RN AlAL, 7R A0 e RE R IR R g b AR
TEREREE . A LIRS DWVA 1414 BRAE R H A
Fhk, MG Genebank 14 4~ DWV-A [ 5L K 4 ¥
B ( AJ489744. AY292384. JQ413340. AB070959)
BT 28 Z&51¥. E M E X RT-PCR 73 Bk
PR LD ) - DU e 3 e T 4 SRS O3 il AR AT 5 O
3 PR S A DX R R B, B e it — X
YRR AR5, {EH] One-Step RT-PCR 4~
WP ek, MEHLI 10 164 bp DWVA {1y
2R F S A B pBR322 AR, B AL K A TE
HB101 Ftk. fEM S FEd, AEIE Y AL & i
AT, DT B2 SBOBORE J5 Rl e i i 1) 3k
A TR 2058 ( Lamp et al. , 2016) o
N ZOTEIC R T 24> DWV ek &, B9
XEEIR B bk R TE W — A by & 3
( Ryabov et al. , 2020) . Z$E RN 5 & B AH
B 1B 5 B AL 53 25 BE Al -

2 mITE

2.1 DWVHEBRAERFTEEE

1977 4F, NATTHETCHE MR A0 3 B 0 B 18Ik
B DWV, (HiRIA N DWV 2 38 K % 0 75
( Egypt Bee Virus, EBV) ( Bailey et al. , 1979) .
1982 4E7E H A W JE g AF 4 i B 173 25t DWV,
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IS AE MIE 7 Hr KB DWV 5 EBV BAFAE K%
PE, ESRGOCRBIL. W T X R 50 2 i 2 4l
AR G 8 B S I ke e AR, PRI A 44 O AR
WA EE (DWV) ( Bailey and Ball, 1991) , DWV
oI R e E S E L BT 3 AR AE 45 = KR
Hi X B WP RE (Allen and Ball, 1996) , {HEf &
AT B I B L 3%, DWV B IR AT 3E B S B ik
(Ryabov et al. , 2014) , Jhy H i S i A 10 2 1 i
B, A 32 DMEZHHAE RS, R DWV 1)
Yy Rge 2 2 /b k) 55% ( Martin and Brettell, 2019) .
RAE DWV 3 S AR AR, AHAE 2K B BU i 1= Y it
ME T, DWV S RREE G, — HISGLinl fig
R, FEOESR L) SE R K (Schroeder and
Martin, 2012; Mondet et al. , 2014) ,

Hiij, DWV 175 £ 17 10 4> H Y 68 Ay
sy, Horh 64 Fi s ¥y JE T R Hi 2 Insecta,
A F5 M H Hymenoptera. (23 H Hemiptera. #4538
H Coleoptera~ ¥{3# H Diptera. @53 H Lepidotera.
H# H Dermaptera #1351k H Blattodea 7 ~H .o 4 Fif
TS W) JE T kB 2 Arachnida, {3 45 B i B
Arachnoidea. ik H Araneae Fll 5 Wk H Opiliones
3 /~H (Martin and Brettell, 2019) .

2.2 DWV WEHBHE

DWV VERy—Fh M2 A 2R W, AR AR O
TG A A AR A AL A T AN T B
DWV 52— aF FALHRER] T — A2 2. DWV i1
1 auds 17K AL 3% 5 8 AL i (8RNt
& DWV (AT KV DA R 3G 58 B2, 3F 1 5 il 25
DWV 18 /) RN CL R AT AR 0, B R IAERS 27
FAE T AR B AN AE 8 B R/ M AR AL
2.2.1 KPALHE
2.2. 1.1 W - HALE AR

BV - HAEERE S8 DWV & FAEa %
15 YL W B T o T A R A RE R R S
RARELHE ARG REREENEY
RGN . MEER. %, BEEEIKAN
W AR s AR AL, DL R e Y A 2
fii, YRGE] DWV BHME, BonEEEBIE . HRE.
PR I ECEE AL G, kR DWV BYZKF 14 4
( Yue and Genersch, 2005; Singh et al. , 2010) .

fEp R s KT 0 EE R ORI, Xt
R E R AE B EEELT, K
PR AR ALY AN FEAE DWV, 1T 8 R AR J5 1Y
MR E] DWV L2, BLH DWV [ 7K A% 46 T

DUE 4G #y B i U5 A6 & 2B ( Mazzei et al.
2014) o fERYHER S HRSE M LL IR, L5
HEME R EMmMEE ((Vaudo et al. , 2016) ,
MTTEZ IR T DWV 7K P-4 76 3%

WWOE DWV & 2 —, 5 DWV i a4
TR A G BY LR BFHMIG L Myrmica rubra
IR ET R, AT Y A i AR N AR A AT
HEH#EHF DWV ( Schlippi et al. , 2019) , BSREEBY
AL DWV BESYI R KPAL R AL 2 — -

2.2. 1.2 WANERE

DWV i) 75 0 75 75 B, e h 8o
I, AFTEAKPBAR, 2Rt A e, sk
$r FUU6 Bre ) 25 SRR AR T B 86 Apis cerana, [N AL
P IERE, AR T DWV RATRRE A
PR, W DWV g 2 2 4L B ( Mockel
et al. , 2011; Wilfert et al. , 2016) . — 51, kT
FUMRAS B () 27 LEAT O, 5 W) 45 0 )t B e A 3
A& (CTRARFIEL H g, 2012) 5 53 5h—TJ5 i, ki
LA AT R, i DWV 5 {4 BE ol ] £ 1 45 A=
PRRRERY, HAEIGRERIE B Mk L, SBEEER
DWV 7KF F e BAR DWV G875 78 2Kk 307 BU i A4 A
S ARG, (B PRIk 3T B il 25 A= R R 9 Ry
PE, HESEST RS DWV AT A R 2R
PERY N R, JF Hol ok 88 25, ok B 2k 37 T ik
PRI HEA T DWV (S, Bl DWV [ 24
PE B T AL R IR A2 M0 AN J2 A2 75 78 2K 0 B i 44
P1E%E ( Ryabov et al. , 2014; Erban et al. , 2015) .
DWV i LUK $57 BU 3l S WAy, 52 35 ) K F- 15
%, U Bombus pascuorum 1 Bombus terrestris 55 K i
YR C AFE DWV BT, JF H k44 DWV
B[R 22 S A B i AT 1 DA B 55 1 A ( Manley
et al. , 2019) .

AL, HEECHIGT I Tropilaelaps mercedesae J2&=%
() 5 A—FhF5 AR, 24 AL HE DWV
I, Mg IS H 5 05 T BE B DWV 3L AT 1Y 8T 2R
( Khongphinitbunjong et al. , 2016) .
2.2.1.3 {RFAHE

MM — PP RAT RO R R R ey, e L
ORI e S e R A D) 6 ) B A2 b b ) B
EIR L. XA TR E BRI, A
TR ERK, BEAGARERE &
DADRAE A i, ORISR 2 0 B A filh
PR, RS MR B et , R R Y G
W%, XA R T EE G D AR, TS
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R P RAT, X R R R W
JRH 22— o 17T A 5 B 3k R il o A A S R
Z IR MR, (R 2 14 0 o A AR 1) B AR fil
S DWV [P AT, Bk, &Y e ab B,
AR T4 ) 4 0 05 B AE 9 B P AZ #E ( Bailey and
Ball, 1991) .

2.2.2 FEHALE

I EALHE 2 th R AR 2 A — P L 35 07
Ko BT A, B M T 5 M e 40 2 B A £ IR
A, (BFESE T 0N SRS S A I B T DWV,
M7~ DWV T B RE ] AE . SCI0 = AN T.828
=, FH DWV FHPERE + 5 8% £ DWV B M op
T4, o DWV YRS 7 5% £ DWV BHEW
PT4E4, YrEAE T DWV BHIEEZ RS0, B85 N
&Y DWV (A T 4. DWV FHME & 328 19 B9t ml
R B MG DWV (s, B DWV 1] DL i A2
RO R, EEHERELFEN (Yue et al. , 2007; de
Miranda and Fries, 2008) .

Wit BRI 7, A2 B e R 5 O
WA MERETE g, IR S TAChD, M T HEHF DWV.
W FACHCJG B DWV 2 B 0 5 F oK 28 e 1) X BE
2, IFH DWV EZAEAE TR MM R, 1 Sk &8
IREL. REFEFRS 00 s BN, B8 DWV 7
TR AR RS, (BB AL (Amir
et al. , 2016) .

DWV {3l A% 35 nl o — 25 23 R B 76 B0 R 10
55 109 25 1 A% 1 113 B 76 B1 N A% 15 19 22 B A% 3% -
o 00, & PONEG DWV 7K 5 i T 8 5k
Y DWV (/KA AR IE AR G OC R, 17 2 e 1 Js e
DWV 7K -5 A I, 0038 TG 32 4G I 21 8P & A
DWV .o X B 1 2E 47355 4 750 Ak B LA R TG /K 3 0k
Jo, KIE DWV e AR T Ab F Y 23 1 o IR G
F R, W DWV RYIE A% B 2408 T o0 & i
e, A ZIINAEHRE (Amiri e al. , 2018) .

A LAY DWV J5, RPN S O 23 & A AR
Ak, NG R Gk R 38 sl i, T I N
DWV AR B AEHE 3o 8 i X A 56 2 PR ) 5 e A
W, SR T3 DWV (K 1545 5 AL
UL T ax 28 4 42 % 45 35 1 Ok 19 52 1 ( Ryabov
et al. , 2016) .

3 REFE

3.1 DWV WEZEWBE
DWV J& 5 | i 4 i B e i HAT B A 9 A IR 1Y)

UM IR TR Z —. DWV B YL ity S8R IR A0 5 Bl
G A SN E NN E Y GRS - R ]
Mg R EFET-% ( Kovac and Crailsheim, 1988;
de Miranda and Genersch, 2010) . DWV g%t % &
Jei s TS W R 70 T AL T WL i 45 O B DX el 2 o
B2 B AT ¢ H ((Shah er al., 2009) o
DWV ARG 2 e 1) M, s SR % 73 WA e AR 7
& ( Fujiyuki et al. , 2009) , T Jig 44 %5 B HR BB
BRACHT S SR G B 2R i A i AR -

FeA 53 At DWV IR e 1) i AR 2 0 5 T i IR 4
U, R BIAT RE IR A S e ik £ rh S AT R B DWWV,
R REAC ST TR B W M f b B XBUR AR, B IARIRHE
At TR Y X I e B ML 32 B, B R
il % D) 8 A2 450, F B2 e A e Y S U ( Kim
et al. , 2019) o DWV & $ii 5 % i M 2200, ARl T
Bk BB R, R DA PN Al i e Oy R AR 0%
( Traniello et al. , 2020) . DWV {5 | /K52 0 25
W, 5 AR R PR A A AR R A
Kb, AR, LFHE DWV FEigm, 5
Z: 5 UM S g% 1 HE R SRR IR A O, BB T E
Xt DWV 1 G iR M, B 8 KRk & B I B IR
( Steinmann et al. , 2015) . DWV X 1 i 25 #1 H {I%
FPE, BT K DWV (i, SR8 IE &
B, T- KKK ( Remnant et al. , 2019; Tehel
et al. , 2019) ,
3.2 DWV WERHE
3.2.1 DWV S5EAp e FE1EH

A=Wy TR R I A 0 PR 2R 1 T 3 1 o A e
G eE g KUR , BT il R A AL L W 1 B IR
SHR 535 S ) A W T 9 1 AR T A, 2k 3 B i 1Y
WA VE ] B B2 T RE D DWV Y AL £ 1 Ol
( Prisco et al. , 2011) o A=A, &
SRR PR A B — DWV -k 3 FU i = A AH LG
% (Kang et al. , 2016) , TiZk LW 5 DWV (113
[Fi] DG 22 B 455 52 W) o #E IR A SR B . DWV g &2
TSP FRA T 238 AR 8 e ) A 82 5 oy 45 5 T

AT A T E, AMARI A Rk
YU SR AR 0 o M . RIS TR ARG, 59
JRR R BE D AR R IR AR LA N A 35 0 S R
2w N EA F (Sorrell et al. , 2009; Rigaud
et al. , 2010) o FEVA K LAY MEOL T, DWV
TERERE P B AOKT, RICHERIERG, ( Shutler
et al. , 2014; Roberts et al. , 2017) . #HfZ, TEFLE
AT PU W 1 SR, DWV 7R B vh o o B R K
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o, B DWV I 00 R B e dik i 4 5
REAMR, AR & R R E R LG, RN B
&Yt ( Dainat et al. , 2012; Wu et al. , 2017) .

DWV iJ LR G 7Y 7 8 W 1) I e K 4% S 7Y
T8, DWV A9 B2 AR 3 5 MU I R AF e
WL OIECH AR M. 4h du AR AR . 0
( Chen et al. , 2005) o Tk Hr FC 3 9 AF7E AT 2L
RN DWV i FE AN W 3G s e DR
DWV [{ifT RBEHY, & 33 DWV ZHM0 K&
Wb, A N DWWV B — 0 R i 2O T
( Martin et al. , 2012) o Zk 3 FC 45 A% M i TP A7 15 35
PESEH ( Varroa toxic protein, VTIP) , fEftZ DWV
HITE AL RE ELHE A JE AR 7 B e iy 4 o F g,
ZHFR3A1G VTP G5 DWV J BE 0 T 25 il e 0 fie
HIAIE® X B (Zhang and Han, 2018) .

KT DWV 5K S5 i ) Bip [l 7 % #0925 &R 456
HISEN, HETEAETES . A HF5EIA NG DWV
Je V) WEE O PRI Pk BT B gl ) 35 5 i 7 A S e A
AHHTF DWV #—E & | ( Yang and CoxFoster,
2005) o HAth S 58 A UK 3T FO 05 38 o T4 NFKb
oA, W 7AW e A S, T £
HET I A, XIS E S O S DWV 2 JA]
FEAEH A FLAERCEH (Di Prisco et al. , 2016) o 8k
T RH SR W R DU DA Ay I 5 0k 7 B i 28 vy 386 o
PP BE L WEMAE ( Zhang et al. , 2010) o Xf
WA TSI, A ) e DWV % EE B
TEHAHOC B fo 5 ke A ik B, 33 3¢ BH 2k 387 T
WD L 9K B 5 AN 2 400 ) 0 e 1) R AR G AR,
RS R R, —E R B T Ak
FUMH i 258 ( Kuster et al. , 2014) » ZE&X} DWV
SRS N R R A N N S S YAER N
Witk DWV KRR, X J2 i T Toll ik A2 s A
FRHA S RN 43T B = KT 3R IR, (X R
RIS ER, FEREE XSGR, DWV JF
AW ] ( Zhao et al. , 2019) .

3.2.2 DWV 534500 U E1EH

A2, FER S DI 2 RGO FE AR A JUR],
BRE AR 2, TERTIRESE Y R, X 2 e ik 2
kR, AUAE S0 ( Samuelson
et al. , 2016) , KAES DWV =AU 4 A, )4
JEE X W 18 . BIFSE R BB T Y A B v R
IR &S DWV SRR AT R R IR, X
R K AT LAYMRI N 35 DWV X 48 W £ J52 114 £
FE SIS ( Martinello et al. , 2017) o %

BE-5 A MU e i B A P IRDAE T OG &R O A 2%
A« HURI AT B8 B A s 1 B A R -, S BUW R
K HY, JEMIEHE Y (Diao er al. , 2018) , {H
R A A ORI 5 AN AR — 2 2 5 S R
BRI, Tl i ) B e 15 5 0y k1 VR
Ok 3% AT 2 0 X6 7 S L (R T 52 B2 ( Di Prisco et all.
2013; Coulon et al. , 2018) .

3.2.3 DWWV 5 H At Jat A iy e [a] ik g

B ) I e 22 o A 2 A 3 ol Y B GR
( Granberg et al. , 2013) o >4 5 B Jir 4% ] Ao J e
i B0, ATREJE E M G R ( Positively) WA 7 fig
JE e Fr K AR ( Negatively) i % H A W
( Independently) .

A7 B Nosema ceranae -2=—Fh T30 % &
FAHI Y L PR ar A e SR I BE S K B - i
5 DWV I [aEAETE R HOE AT, X W A S AR 7
HER R R SO OG,  (H A e Sk
W, PIEEA R A M (Costa et al. , 2011)
ZIRTEE S T R L, - IE R TRy
DWV EAXFRFEF LR, HAF T DWV [
o WIS DWV, A0+ R AEE IF 3 &
B, AH NSRS e S YL G T U R DWV 3
58 ( Doublet et al. , 2015) . ffffl ¥ H5 DWV [rdt
[RG5S EFRY A K. TERAEHRT
FMT, T Rpy R g R T AN DWV
K-, ABAAER B AR E T, SR 1 i 2 i
SR 1 RO E AR L, DWV R 2
F2ES, WER AR B IR BT R D8 s SR A A A Y 5
Wi, ECE PR R R S S) ( Zheng et al. , 2015)

FET P e IR L By 1 EEAE Y, 4%
T I AR 27 o BERTEVIED B, Z 3 2
o DA ) S [ e g, ful e AR %) K D T R TR
TF% ( Sachman-Ruiz et al. , 2015) , DWV £ A [A]
RE IR E) 3 A AN %), DWV I e id o 26 4% 1%
Y H, B TR 09RO T R 0 A% G4
A FRPERE I L R T EATNSE (Alger et al.
2019) .

3.2.4 DWV 5EFRYFMKR

DWV &K, 58 WIS E R i &
WK FR. M EAEAR MK IR 484
EHW YA, R E A E R POk K
WA LI, A6k S KAR L, 135 fe s
R IEAHOCHY S FRACERTS, OPEE R (V)
BEP 3k, 1 TN A X 4 e 7 A 7 A FR AR T
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(B K 30 U S5 B0 25 A= A7 D A ol T e A R OGS
wAE, BME S ALK WA RE W e X Az, JF H.
R A A BT DWV 75 2 ¥ 0k 9 /Y %5l
( Alaux et al. , 2011) o

SR, J3 AMAYSEER UE R, X T 1E B A % 8
FERIFIREAR MR, T ) 4 W A S 0 22 S5 AN
{H 2 30 A Ik J0T BU I 25 A I, AR K RE B Il i iy 0
BRI, I B FE A 0 5 e LU R B /K 10
¥, HAEARAY DWV IR, I Bt 1 d g i
e ETE, XAl RES ek T R AR B, anfis
FA K, BT AR AT REAT BT e 2D e R
( Annoscia et al. , 2017; Tritschler et al. , 2017) .

(EAFE RS, T A BB A RE 0 A IR,
AR ICED BB BT ) B M i . RAT SR
TR A RO RN, A A B A
AR BT K, T AR P e ) £ R L B
R = X IR T 32 P ( Basualdo et al. , 2014;
Paoli et al. , 2014) . %8 1 & IR0 5 11 16 40 1
BAEBEVIRR, EAWEMENAET, B
ARBEER, B ERRBMOERTEASZ
PRI W, AR PTAE R, BN E S iE
HRIME I, BRI SRS ERE (Le d.,
2019) o EFEY 59 BUOATE 32 B9 AH BAE I BLE]
ATyt E e — 2L 5T

4 Brig

DWV B AT 5 0 A 25 45 B W 20 =l DA B 75
Je AL 28 55 1 il B R, HH A I A A X
DWV Re302. R T8> DWV L1555 fa %
AU HA B E T — VI DWV 15 4%
WA RN A RNAL B AR 9 B b DWV 1
LY
4.1 DWV LB ZE R8T

DWV 254 T8, KFRARET LhBIE B i
M=, KAz e e TR, 4B AR
FE 70005 s PR I I B R VE T, A fE
PP, R AR, 1 R i B Y R R
AT Hor, ZKHTECIE/E S DWV I REIE A,
W RIS T DWV (3R AT 00 -

h T/ DWV kL2, — i, MRSk
WA, RIS 0 SR e A BT, o 0 i ELA 4
TR T T T o X R T 52 4 N R ASE A O 1 e R IR
Sy s O, RS ORI S (SRIE S,

2012) o J3—7J7 i, AU R BT I 2k 9 BU s 4
T, W DWV I LR RS . Tk ) SR
PrRoIN F 55 6 6] DA e R PR R A, i 0
R 2K S0 UG R e R T 5 ) 8 ~ 10 A% ( BRAHIAN
i H WG, 2012) , PR b 0 B e o ) L2 OR R /b 2k
HrRCWRY % & ( Wantuch and Tarpy, 2009) , {HYE
SEBRRAE T, PO R BRI 2 Ty SRR AT A iR
BRIGT O, BT AR T BU I AR [R] 43 R AR, B
B P2 B8 S A AL A BE 45 ( Sparks and Nauen,
2015) , FIfd MR RE W HRORSGME . SRR AG TR
XU K A B P55 5 0 50, SR R & i A fel
FHAHEFR, AT BT 2K T R BT 25 1 A B
Th, 21 5 S WA B LA R 7™ A= e 7™ i R 24 5% BR
[ ( Hillier et al. , 2013; Sabova et al. , 2019) ;
A= By AL 45 L PR 5 A0 PR Ak FOIE S — e
( Hamiduzzaman et al., 2012;
et al. , 2017) , {HILEAT ZR T, FRIMMPIR L
Tedlias; DNAr B0 A BE A, B DO Y e
i, XFh RS BIRAE S SCIE R T TC IR . B
A N TG 72, %8 0 T B JC vk 2 B 4 o)
I EHE IR ( Beaurepaire et al. , 2019) o @il 4)
Tl T B, WRE BRI BTN WiUR T
TR R PR S R R B Rk, FTRARE & i higk
T FUA 28 e B Bl ( Zakar et al. , 2014) . HETE
AP A A, IR A ( Russia
Honey Bee, RHB), J% I 1 |n) 17 3% ( Kirrane
et al. , 2018) ,
4.2 RNAi $ARH B

HAiE Y3 AR RNA T3¢ ( RNA interference,
RNAi) 7ERji6 DWV J7 BB i 2E . RNAI 45
FEEACS AR T s BE QRSP fl BUBE RNA ( double-
stranded RNA, dsRNA) A% 00 [H JE mRNA & %0kE
S mA RS, EEA 3 Mik: microRNA
(miRNA) &%, piwiRNA ( piRNA) &4 small
interfering RNA ( siRNA) & 4%. 783 H IR S
& siRNA #5782 (Joga et al. , 2016) , HJFFE ¥
MR dsRNA S A ik g, AT T
“siRNA 1 # 7, Dicer fiff ¥ dsRNA 4] #| N 24 ~
31 nt ZEA7H/NVFF RNA, 512 R I8 mRNA R 534
R, DUBRE YR, RZARFPIEF LD
Hi .

ARG 8 9245 3% dsRNA 1) 2k iy FU i B
F, FHEE L 97% ) RNAI ¢ 3 ( Campbell
et al. , 2010) , SR SHEEAGE T ALY By

Alquisira-Ramirez
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e HIEA dsRNA B RERR I TR 5 i, 1RE g
IR EL PR 5 dSRINA F 7776, 2K 30T O 096 L 1 %8
WA IR CL 5, dsRNA M B 7K 7 5 3% 21 4k 3t B
W, S B K i BU Y BOSE R AE 60% LA B, H
dsRNA ARNEX e 5 B 1% 52 ( Garbian et al. ,
2012) o dsRNA AAL AT LL%E 7% 3 % i A [ 1) 21 2
ANFEKRE BB, W] Lt FHR R 5 H A
AWM (Maori et al. , 2019) .

BB AT AE dsRNA B IAH4A, dsRNA £
R RIL, PO/ R i, IR NN RE Y
RIKFTRE, ghAAE R BT, HA0R kR KM
B dsRNA, 2 — 0BT B9 PU9s 52 K W& ( Zhang
et al. , 2016) ,

RNAG W4 732 W FH7E 48 75 21 i €5, 3R P450 52
Il (CYPs) . JRIREREE ( CarEs) FAHEH K
SHEREME ((GSTs) A5 DA 7 4% HU5R) A 2 Ao o o
HITERT . W28 28 R iR b BRI, AH OC fige 25 55 AT 1Y
mRNA F 5K, RT3 T %, @it RNAI 4b
b IS SIS SN E N N S b G i
BET- R B E E T (Liao et al. , 2016; Shen et al. ,
2016) , RNAi $5A7 F| T 9l A8 s 1) 7T 245 1% LA K g 2>
FHZ5 A o

RNAi FRCEAL Y dsRNA fY KB ik 2 A
K, &5 dsRNA 19 52 % P ¢ (Miller et al. ,
2012) o T AR B AR BTACKE dsSRNA 432258
K, PGB R R BRI, BEP] R PR RNAL &R,
X LEY) AL PRI dsRNA SEREPER R, A B 4%
&M (He et al. , 2013; Taning et al. , 2016)
RNAi fRCEE IR T 2 N R, AR bR Ak A
MBI FEAR R B Fh e . IR AT A DL K
T R Y4, BT RNAL IR ARG, HH1E Rk
BT dsRNA (AW 25 g A3 20 54, (H
RNAG X FARMEARAE VWA R T RS, A
DB VAR 5 TR, RNAL B FH % 4 1k 4 fE 15 21 4
ik, DA 4 S B H AR AE P B

5 RE

MITEEAE R BF SR, DWV 1995 3238 BI7E AR
WK, DWV AR S A i 20 B 0 B o 2
B VL R A R S AR A . DWV R HAR
SHRIBOR LA IR SRS O, e Wl 5
W) 2 W P et B BEH AT LA B 5 K B - R
MIEAEH, A REHrE AR B FF & AR F SRR AT -

FURT 4 JC36J7 DWV B 25500, i 2K 397 U g Xt
DWV iEREE I ZOCHEZMIEN, B ARG 2k
FUI IR DWV B5CHE . —RPiin B, 1R
HMELLPT A 2520 a8 LA R 2 PR 30a . RNAT HOR B i
P45 2 e g e RO AR Lp AP 78, 0 B8 D B HL 0
PRASWEE L ef & T EENE S MER
o B B B 6K R 2 Al 07 B Es &, AT )
BNE R AR H Y, R B Al AR ] PR
TP 3 o
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