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Research advances in major royal jelly proteins of honeybee
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Abstract Major royal jelly proteins of honeybee provide nutrition to queens and larvae, affect the behavior of swarms and

regulate the physiological functions of individual bees. In addition, as the major component of royal jelly, the proteins also

perform amazing biological functions for other organisms.

Recently, more and more studies have focused on major royal

jelly proteins. Here, we highlight recent advances in research on the major royal jelly proteins of, honeybee including

their discovery, categorization, function, evolution and gene expression analysis.
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W R H I RE R T AR D Sk T iR
We s T W e M &)y LR — TRy Bk L ROIR ) o
(Simith, 2001 ; Srisuparbh et al. , 2003) . ¥ F 3
EN—FR &%, B8 2 Fh i A s AR R IR i
28N N s N SR TN R SR IND
WL 4> (Howe et al., 1985; Chen and Chen,
1995) . HrpmEAMAR ER T SRR FEENA
PLISE s i EIR BRI 1% ~ 14% o 1 FH
O 4= WiE o el B g & AT | S el e g E R
MRS REA S ER 46% ~89% , Ak £
WP A A, BRI F K 1 A (major
royal jelly proteins, MRJPs) ( Schmitzova et al. ,
1998 ; |4 B& #%, 2001; Qu et al., 2008; P HE 2%,

2008) o g E 9 B AT H S A o D R B T IR
A/ T IX A BE L5 LK) MRIPs 3 DA G, 9] G £

) e T I, MRIPs 25 5 g s i R v M 1 0

] 2% 74 43 4k, (Drapeau et al. , 2006) , 4k & 2
ALah B AT A ] S0 3R DL T REAE B AT O 1 4%
dike fE %% (Albertova et al. , 2005;
et al. ; 2005) « 534k, MRIPs %t o Ath 5 4 B A L AT
LR BT DR AR A R IO AR B R
P 5 550 5 IR G 78 % R0 E R R 4 i 3% 5 45 (Shien
et al., 2007) .

MRJPs 32 — />3 H 5 5 A& 2 A [ I
B (AR I — B IL B T 60% ~70% Lh
B i TR KB gy i 2 AR 49 ~ 87
ku ( Drapeau et al., 2006; Shen et al., 2007) .
MRJPs £t F Z0E S 03 1 2 5 R AN AT
IR = o i Rl 7 AR v R N A A N TR o 8

Robinson
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N2 IR R PE AN P2 LA, BAJ 7 K e o e A ik B
T 5 IR

1 MRIJPs B9 % I

W AR AE 17 20 DU st S8 T K AR, A
NTF SRy 5k B JE4E 2 B2 5o 1852 4 Wetherill ¥
TOR 0 1 2 1 AK 27 A 4y BEAT 43 B R D0 K 2
— Sy o B2k M KSR W) B (Wetherill, 1852) o
Albert % (1999b) & 3¢ £ 5 W o i 4r h &4
50% J2 K [ it » Schmitzova 25 (1998) 4F & Bl % + ¥
1 82% ~90% /K VEE A BE T A R YE PR
T R R 5% BE MRJIPs, J 63 1] vy J3E 1) [) 95 1%
FERINAE N K )y 5 f1 L cDNA J7 41 b H AT
M1k, MRJPs F 5 C A 10 A p 5t (MRJPs1 ~ 9 Al
MRJP~ps) 75 25 115t 8 ¢DNA /K b 453 7 863F , 3
R L & B MRIPs1 ~ 5 WFSTHA 764 - (515
TR A RN IX 28 0 [ 1 ) RE 45 A AT 78 4 it
FZH AT sk © % Hody 4 8 MRIPs. 2 J5 1) F
RPRMZEAOFRER AR FRELUTWAED
(ovalbumin) ] 4= ¥ 1k 2% o R, iR SN/
MRJPs & [ 2 iy % 24 apalbumins, B} apalbuminl
1% & MRIJP1, apalbumin2 f{ & MRJP2 %% ( Xia
et al. , 2006) . Simath 25 (2004) A kX Fl iy 44 77
YA S B, B Oh IX 28 5 (AN AE I TR A7
75 06 FIUHE 06 ¥ £ ) Al B 2 5D A B B i
RAVE A H&, XMy & 7 LA N2
WFFCN O] O T 8 G Bl oRGE B EL, 2
HOF 58 37— H LR &V AR it i 4 7 e

MRJPs = 5t by W BF ob 0l & 0% 00 R R 2
W WA IR T Ak G WA I A T 0 Sk, S — %)
2R VR I (Li et al. » 2008) o 38 Job 4 8 75 77
SR R MR 0 IR 7 A AR 2 (EST) SCPE AT DL %S 52
W mrjps 3 R [ 77 £E . MRJPs 76 75 J5 %5 i v i 5%
e N 784y e 5 AR W) #) Klauding 45 (1994a) %)
VG 7 % e % rh 2 A a1 (MRJP3 il MRJP4) 1)
cDNA BEAT i B S e 51 43 Bt » $67F >k 1998 Fil 1999
4E MRJP1 FI MRJP2 [f) ¢DNA 4K A1 $ AH 4% I &
sk (Jadova et al., 1998; Schmitzova et al. ,
1998 ; Bilikova et al. , 1999) o JtH & 7H )7 Z &1
AW e TAESE e Ja» MU ARG B % T
BIGAE 7 MRIPs 8 (1 505 1 9 AN 3 R 4 i, 5 HL
X9 A HEFAE— A 60 kb (1 H R 41 B, — 3
Pk 5] T 60% LL I (Drapeau et al. , 2006) .

BERTEERAM NN ARG &ERZEE
Bl MRIP3 45 5 A~ AN 6] {9 55 #4) 44 J 51 (Drapeau
et al. , 2006) , il PF o 18 b O 2 A6 A0 B 198 11
SR B BA R N B A, 45 o3 3 Al Ak R
KB e Bl 75 23k — 20 4% w0 B 24k &
MRJPs B B3 1 350 AR 7K 5 BL Sz BLAS I A0 46 5 3K 2
HEFKE M. B A E KA X Lk (2D-
PAGE) F1 £ 4 {4 i% 4> # ( multidimensional
chromatography) , {H /& t T H A& J5 i ) 5 IR M X
U R A A A BE A DU A TR 5 AL R )
Do LR AT AR W 2 IR B E AL A 00 T UK ik
Frog i, AR BN 3= s 115 5, b 2R W) i g
I3 A B R 25 T e R b i B R A T e v A
TIRMEHR SR .

2 MRJPs g9 2

Hurhib, BHxr o gl 2 Mo 749
WAE g T MRJPs g 10 A e 01, 2 Al ok
MRJPsl ~9 Fl MRJP — o H *, MRJPls ~5 /&
FUAHRT LB 4 1 ) 2 B B, A9 T I B R B A
It) 82% (Santos et al. , 2005) »

2.1 MRJPsl ~5 B9 524800

MRJP1 Jj&— /N5 T840 49 ~ 60 ku [ 55 12
PEREEEE, SE W R pl 4.0 ~6.3, i % B/
SEN P4 42K K 3 038 bp, f & H 6 NAME RIS
N 21 (Bilikova et al. » 2002 ; Malecova et al. ,
2003 ; 2009 ;
2009b) . MRJP1 & [ H A7 &1 B 0/ <7 2, W
Malecova 25 (2003) 4 57 & L AE mrjpl He IR (K] &2 46
AT 7 AR, BRI B BT
R )75 KA . MRIPL fEi¢ F3¢ EE AT T &
BEE, NS HEER T 31% , ik F b Kk
AR 48% (Simath, 2001; Srisuparbh et al. ,
2003) . MRJPI ff) mRNA 7 I 75 i A1 & 85h i (1
IR KRR, I B A E T HS R I T
MRJP1 {147 7€ (Simdth, 2001; Won et al. , 2008) .
[ B 76 Br &8 X vg 4 10 1 B0 F, Tamura 2§
(2009b) F| F MRIP1 1) 2 5o [ T 44 A7 74 77 8 % K
JIbG T4) R4 L RR Aol 28 1 R fil £y I A 28 2T A b 38 A
W T MRIP1 (977 7E - Simuth (2001) 45 3R 3% 75 77
W% R Y MRIPT B A 8] 1 A2 72 B 2
oA 50 (55 ku) KR A (5 290,350 Fi

Peixoto et al. , Tamura et al.,
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420 ku 55) 155 i 107 R 14 3R A X (K )
KRBy w A E 54 DEERKIE, i 5 4
MRJP1 HAARN 1 A apisimin JJk B AE 7K % W0 K52
ghk) b ke 1 58 B B Fk 41 %€ (Bilikova et al.
2002) , {H 2 FC VR 4N ) M KR 45 R e T 1 — P 1 X 4
LR > BT Fe AR A AR R S5 A T A5 2. MRJPL G 2R
Py — AR EA, w44 56°C T A
SIWREIR T FH PR 28 Ak BRI 2y AR AR U B
2 ) S f1 3 3L A 4 3% 482 (Tamura et al. , 2009a) .
MRIPT G S 4 1) 5 5 Bt 4% A1 A2 A0 (fg1) e % ™
H AN 1 228 (Tamura et al. , 2009b) , 45 #F 57
RIE 57 ku #E (FEFH LR E A8 MRJPL) & 4
bt 5 fifs A7 il B R0 IS ) 1) AR 46T R B (Kamakura
et al. , 2001a; Kamakura and Fukushima, 2002) ,
VLW MRIPT 78 3 b K A7 AE A UALAE - AR
S8 T e I T A

MRJP2 73+ 4 49 ~51 ku,pl 6.2 ~7.9,
s RRE R e, REB ER T EA T A
w2, O 16% A A (Srisuparbh et al., 2003;
Tamura et al. , 2009a) . MRJP2 - 3% & 75 Il & 1%
RN R g e {EE AT AR IE B MRJP2 AE T
W B K i o 5 %% 35 (Thompson et al. , 2006) .
A MR 2, MRIP2 A 7Y J5 % % R R BLHE 2 &1k
LG5 1 HAE Fp AR % 1% Apis cerana cerana [ AFHE—
SE I % &K (Su et al. , 2005) , 4] MRJPs 7
Toft 7~ b R 358 A 222 e B A W e

MRJP3 & 73 154 60 ~ 70 ku {55 fif V5 bl &
Fodi i ER & A& 26% ( Schmitzova
et al. , 1998 ; Srisuparbh et al. , 2003) . MRJP3 /&
MRJPs rhfi 5 (1994 4) 3 cDNA b B 15 i
ER R A B, H cDNA K FE b 380 ~ 550 bp
(Klaudiny et al. , 1994a) . MRJP3 & —Fh B4 &
JEZ VR R A B A AE S B R kAR, e AT B A
LK N 2K 56 2 41, 48 SDS-PAGE Hijk b % 8L
K2 M. Wik xk MRIP3 ) cDNA #4753 51 73
Hrs I MRIP3 (K8 2 25 P A L C K 3 (9 7
JBC 3 HE CORF) oh A7 75— A W] A8 11 1 B IX 3
(VNTR) (Albert et al. » 1999b) o ¥ #b, Albert Fl
Klaudiny (2004) 45 7F mrjp3 & & A #6000 2] T 5 4%
FFiR % &Pk (SNPs) o MRJP3 AT 1 5 2 25 1k 11 Jit
DRl A 2 1) TR B i1 52 3 2l R R R AR 5 3
Tl SEAR JU R AN 4% TR g I 1 6 ot B 3% A 17 B A1 5 2)
mrjp3 K& DR 7L B A A k0 A 1R b R R 3K 3) migp3

AR () E AT X3 R] g b M SR B (Wollf e al.
1991; Albert et al. » 1999b) o P, 3 J B |- 5
K> mjp3 4 DRI I i 55 22 25 1k ) F DB 9 6 0 B A
(1) 5% A% &5 K, 38 o 35 W () PCR i 7] % 52, 4] 4
WMo AHENHIERKZFH 7% ~8% SDSPAGE
Ky 2 i MRIP3 2 25 1% {5 5 5 99 » 1 A I MRJP3
A DI ) PV BEAT S 9% A BT T LA AR BIE
Wi i) 2 4 1tk 45 % (Albert et al. , 1999b) . MRJP3
J& T MRJPs Z 5 vh 338 &8 m (il bt 2 — i i
Northern blot & L 7F 8 H & T ¥ & ;§ MRJP3 [{]
mRNA & & 5 & mRNA [ 8% (Klaudiny et al. ,
1994a) o mrp3 & R #5151 (1 2 25 V7K 5 06 1 g
FH P RARAL — WA G, % 2 S A7 AT
T T R h B I bt A% 22 25 1 RUAS [m) e o e 5 A2
FEAE L IS I AR A2 (Baitala et al. 5 2010) .

MRJP4 2 60 ku [ 55 B P 0% 25 3, (0 & K&
B & R K 4 (Schmitzova et al. , 1998; Li
et al. , 2007) . #H X% F MRJPsl ~ 3 FiI MRJP5,
MRJP4 {1 T4 W 1 i v 1 36 3k & 582D fr LU
MRJP4 f)% 52 Lt % H #E (Klaudiny et al. , 1994b;
Ohashi et al. , 1997, 1999) . 4] 40 Schmitzova %%
(1998) #ftiti SDS-PAGE H ¥k Al {5 1% £ A 35 A fig 48
wEKE BRI 2] MRIPA ¥ 47 76, HRE A H
cDNA ¢ B W Fe 1) J7 ik 8 7 HAF 78, Sano 4§
(2004) 15 il i 2D-PAGE 78 & [ iU K F | %%
T MRJP4,

MRIPS i F 5 R R 5 1) 9% 7ot 4 59 5%
PERE R (1 S AT B 2 1) T B S LR 1 2y (Srisuparbh
et al. , 2003; Li et al. , 2008) . MRJP5 £ & Pk /K
PR, A RKEW 3 KEE v B, SDSPAGE
R 2 A, H S R AR T AR 7T ~
87 ku Z ], X B e i 2 B PEIAE B AL v AT
B W B 1) 3t % 24 AT 9% (Srisuparbh et al. , 2003)

2.2 MRJPs Kk H fth i 5 8 58 R

MRJPs6 ~9 1, 145 MRJP7 2 MEE A, L4
Wk 59wtk & 1 (Tamura et al., 2009a) » 5
MRJPs 5K J H Ho At % 52 AN /], MRJP8 il MRJP9 71
e FH 1 RS N N - S S N R IR I TN
U IS 50 B MRIPO ) ¢DNA, Jf 3E AT 5 48 & 4 %
W, A8 MRIPO ML E T & AKX B & &
IR E A X 5 (40 MRJP3 F1 MRJPS 1) & & X
B 5 & MRIPs B¢ i LA 22 1) i 54 (Albert and
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Klaudiny, 2007 ; Peiren et al. , 2008) . MRJP8 A¥E
T M~ IR A R A 4 W, Alberte I Klaudiny
(2004) M fig i 1 T 0% Sk 1Y EST SC PR R 3L A7
fto MRIP8 fil MRJP9 HATR 2 Ml 4b:1) R4
RAZ IR ENTIE R 2K S T MRIPs BEAL 1)
B, YW B AT MRIPs F0% it 2 1 152)
MRJP8 A1 MRIPO #fi ik = 5 3 3t 44 i f) T 52 X 8
XL AT DI 2 i R N SR P
7t (Albert and Klaudiny, 2007) . marp-p #] g &
MBS B R A R R BIF TN L T Y
AE & 5 — A AN 58 B 2 Ik (B JF R R B JE % s AR
(Drapean et al. , 2006) .

3 MRJPs #jIf e

3.1 MRIJPs 894 )5 Th B¢

MR 0 4 R D A1y 90 45 LA EST Hodls &
L, MRIPs S0 10 /> J A B3 A 20 i K i
BE MR &) H gl Rl AL 2R B A R A U I X A
WA R AT 2 EIRE.

TSGR E IR RE T, — BN, MRIPs 2
W Ay d A K T 0 T R 2R TR R AR 3R IR R A
MRJP3 o) To Ik T 52 B T At A7 F s 10 m A H 2
Tt Z (Albertova et al. , 2005) , B2 W K4 F 11
LA 5y LE AR R R B 1 T ) I 4y g PR
AR R (v B R D O %, MRJPS 1) =
JREE S oo & A R R Tk JE A2 A A7 B 1 T
[X 1, ( Drapean et al. , 2006) , fi 7C 2 9 2 g8 95
AR

55 U7 11 & MRJPs o 8 08 4k 2347 2 75 1H 1) 5%
W) » 8 e WA R A 2% (10— A S 2 R A e AR A Pk
MR A L%, T I Rl 22 B8 1 BT BE IE %
F) 7 MRIPs w873 i 03 R FEAE - 2 AN g
B HE H S T 28 5 4b 225 JF 46 7 09 i, R
W21 7735 K B MRJP2 il MRJP7 1 3K i v vy 7K
-2 35 (Thompson et al. , 2006) ; [y Tt H6 25 W%
VU 7 S W T W R B O A AE — 8 2 S 2 N
Hh e W R G U IR DY O e B & g, A
fie R B O F I, R Z 8 SR (Takenaka and
Takenaka, 1996) o FT LA, #& F 3% vp [¥) 5 323 P 1k
7> MRJPs W] B & 0 BE R JE 6K 72— 5
Ab, WEFTUE WY BT N K i 1) R 2 A A7 100 T 4
0 22 T B2 20 28 2 Tm) ) AT R 3 R A o0 T L D

£ DN R U S\ N R R DA )
MRIP1 %} % i ) A2 v fig ) A A5 AR - 28
PR B AL UE 32 Bl R R R T RK S e R e 2 o A
BT ORI S B C AR AZ e, W S MRIPL #E
E VARS8 ROk S A NN SN IEPN
23] f8 /7 (Kucharski et al. , 1998 ; Peiren et al. ,
2008) .

55 =77 & MRJPs X 2 i 75 BEAL € B 5% Wi
B AT AP IR A A6 By A AL K B b AR A 5 I
QR BRI A . NS OUR T S
B AP A0 e g s B — R A 2 2 o 4 i
A B P R BT 2 Ik sk BET A 3 . AR
MRJPs {5 i & 1 (4 MRJPL) 5 A4 {H ok, A5
LR 7 B AT A G 5 O R AE TR IR R
(Fontana et al. , 2004) . 5 MRJPs 35 % % &2 iR T
) YELLOW S5 B 53 32 %A1 H AE T~ A2 3E A [R] % 5l
MEFIPE VS & B (Gilliland et al. » 2005) , 1fij
MRIPs A Jy i 1 5 () 32 B8 7 73 v 8 5 # I 1)
R4k, it LA MRIPs A8 7] fig B A7 42 32F 4 5k 4 )
AR SR A S 90 i

3.2 MRJPs EFRENH

MRJPs H AT R 2 8 21 7% kA Th %0
MRIP1 A] L) 305 46 5 5% (1 /N U 400 DNA &
5 1 i < 3 L = R O i 1| 1 AR
(Kamakura et al. , 2001¢) ; g F 3 p 73 B (1) 2
A5 MRIPL AH [ N K i F2 41 (9 350 ku 8 H 5t BE
% ) W ON K B SR A% 4 i 1 A (Kimura et al.
2003) ; MRJPL wJ LAl 385 375 % 75 Jik o 1) i (22 40 i
A, RN B AT BU% 95 Th fig (Kamakura et al.
2001b) ;2218 i 1 E Mg 43 i MRIP1 453 2 (1 K3 4)
JFCR] DAAT R RN ol A A T T A A Bl 1
WG PE (Matsui et al. , 2002) ; Roslisin fil Jelleines &
W TP I PUB IR Fontana 45 (2004) #fE Il MRJPI
s Jelleines [¥1 4, I Fx MRJP2 b FL A7 — & 1 9t
BT, 4r T i A 70 ku (ROBE A CHE D AT RS 2
MRJP3) H A 1R (1 il Bag y, HIL7E 1 ) =0
A R % 7 5 g ) (Okamoto et al. , 2003) ;
MRIPs & 1 283 N K S 7K Ak 156 7K e Jimr AT B 9t 1)
P T PR L 00 R 3 A Ak Y (Guo
et al. , 2009) . MRJPs 5% Ji% 5% W HLAE 10 % R 40,
P 4R JE , MRIJP1 Al MRJP2 S 5|2 i F 3¢ fr #) il f
SN FR) 3k B I, e AT AT B /N B 4 R



5 3

A NE ) 45 W i K 1 i (MIRTPs) T 90 2

*1349-

J& TND-ous 1l MRIP3 H A7 8 9 1) 0 V. AR L BE 5 41
BIE A E 4 (IL4)  IL2 Al INF—y [ 7K F
(Tamura et al. , 2009b) o X L1 57338 7k MRJPs
WA A2 M A Ty g (0 BT 55 R 5 A I
FIr B RL R T S A WU AR D AR, KR
BRG] 7 JC R S Bl o PR, 5% T MRJPs [ 2 28
b ECA TR Ty e, 3X 48 1y 8 1 AR HLE A, 52
X G e £ I UAT: 0 48 AR BIE 5 K 11 38 B 53 1 4
J 7K - 85 2 H T BT 9 R R

A [ g T S = i R0 5 AS [7) A8 420 AN (7] il A7 )
(1] < AN [i) 6 Aol AN [ b 458 55) (¥) MRIPs 5 2 AN [
(K1, 0 22 6 rh B B g 1 A2 A% R DL R B = A R
L DA 3 04 1 3 2 M H gl A A5 X 0 AR O AR B
FA ) PEAR HE DAY, BELAS T i E R h A R A
J I g 14 B 97 (Santos et al. , 2005) o B 4h, T &
WA T I 1 £ BRS04k 2 T R T 9
AR R o BRI, AR H R EE XS MRJPs 8 H B
W RO B I A BRPL RE B AR 225 2 23
AR T8I IS KT E B R
ek, FATAE B FT 0 5 b R o) 1 AR B BL e I Y
TS8R R R g BEAT A A O 1 AL, O
it VW 0 R R U SRR AR AR

4 MRIJPs YR FZ 3L

4.1 MRJPs gi2iR

MRJPs J& ANl 22 1 8 H K % (YELLOW)
BEAG T K, 2% IR R PR AR . 420 B 0 5 MRJP/
YELLOW ZJ& » i 28 I (9 Bl 53 B 45 45 A A 1 2
By fg, JF R B & B AR 57 7 (Albert and
Klaudiny, 2004) . yellow K& [X 55 A i)z, T
B A 7 % W (Millipede) il — 26 3 A= 41 1
2k o Bl Y yellow FE R RF 9T % 78 4o H A&
HXS T FEAT A S mrjps e PUAXAN AE B 0% i Apis B

A7 AE, A b, W DAHE W majps e DA ) R 5B 1
(Maleszka and Kucharski, 2000; Drapeau et al. ,
2006) . Albert I Schmitz (2002) FI Ffl M\ 75 J5 2 i
BT PCR 519 AE K& 1% Apis dorsata ™ s il
B 7R W ) P8P AR 1K) mp3 R mjpS K]
A5 FFHEN I BT 0K 1) & A AR T fE
I, EAIT MRIPs 8 H 50K 1 1 40 s mT LB i) 1) 22
ACAE T VY J7 8 08 R OK B e 1) 3K TR 4H G
YELLOW/MRJP i H & — 4 £ 2 fig ik A £
Ao A Z AR R O A B R R, Horh i 2
B O AE B I R B R B i B bk AR S ) I
MRIJPs 5 H 505 1) HE A 1 BB N o 5 g k2 )
T # B R M — B (Drapeau et al. , 2006) .
YELLOW £ [ ¥ 2y i £ 3 Bk AL 1 R vh 2 B vy 2
Ok <3 5 i % i MRJPs 78 FL kA0 i B b Hy 8L T
<S8 KV 1R 38 A% 23 A0 A0 Ty BE 23 B, B[R] 5 R 4L
fe i MRJPs £ 22 [A)» A B2 B8 2 AN KAH )
) (Albert and Klaudiny, 2004) .

4.2 MRJPs #yi# 1k

MRIPs] ~9 o i 5 0 4 18 46 90X 40 4 £
SAWE T iR ARE A AL, IF HAS ) R 01 22 TA) A
A7 A 7] 10 38 0 B B, T X AN B ) 50 AT A il
L 5] [ A 44 35 4k 1 3k (Drapeau et al. , 2006) o fif
P, A B U majps i PR 38 )L T ) I O AR

XA ) A7 B R DR CAlbert er al. , 1999a;
Wagner et al. , 2003) o &A7 — Ff $6 750 4 mrjps
BE DR o 2 i — A D 4 e BRI A7 A £ i BT AR e R R T
JE R AH &0 3 5L T DNA F¢ 51 0 2 i 3 10 b4
7> mrjps 5 yellow-e3 1) 3¢ 28 51 N 58 %5, 1 15
FETla—Miiik. JREE = 5% yellow-e3 1E K
JA B FAL T 10 A mrjps FEDR A 1K — 0 (& 1) 5 28
L EIE T I yellow KL, AT yellow-e3 11

[RIKEN ESTS|

Rl PCR

i3

- Group 11.23 || GroupUn.927 [GroupUn. 1029rdGroupUn.51j-+-+
& "‘f“l':\) 1"\]',\ - ) o= = =) 3 == = =) -—p — cia
iy P Y m3z oregesqan®k 1 @ 2i
"i",:y; 3:\ ‘g’\ = = = = = = = = = = %’\ IU }\b
E1 4% MRIPs EEMERAEETERE (Drapeau et al. , 2006)
Fig.1 Genomic landscape of genes encoding MRJPs (Drapeau et al. , 2006)
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WETHETFESMMEARAERTINYE
MRIJPs g AHABL; 28 = A1 2 d B 11— 5 Tl 471
B R, Yellow-e3 5 MJRPs [ U G AH AL B HL 52
L T Yellow-e3 5 Al Yellow i 01 2 8] ) Zf g
FH L (Drapeau et al. , 2006) .

mijps (1) 52 DX IUAR L H B A T R R 5
(kA B b, T HL mp3 B DR b 3 R B B
JEHABER K T . MRIPs i 5 & 5 5 X 8k
(B B IE 56 &R, [ Albertova %% (2005) A4
BET O 0 T 4y el AR ST 0B SR o, il i
K A AR Gk B HL W), T R ORR BT 4 W I
MRJPs #EA HH T & & 8 F7 1 E Z X 3. MRIPs X
1E Apis J&A K I, H % W6 %) 2t 9 8 43 AL % 3
b AR T e R B ] WIS TRD S GO T magps kDR
TEE SR I A U T B AL S AT O R RE Tk 1 Al 3L
LRI PNt s N P B T R SINYS I & B AU
B IR WM EAL AT AWM AR 2] T .

5 mrps EERMRIEFER

VG 7 B A SE D AL R A R L T R 2 ]
(1) 2 () 45 #9175 0L 4n 5 > 2w B9 YELLOW K J% 1% 1A
LR T MRIPs 55 M5 56 R gl 38 1 (B 1) 5 55 4
mrjps K& R P (RN B 1 /40 T a5 R J H T A
AT IE B KB mrjps K5 D A A ol
yellow-e3 Y£ 2} J3 8 7 1fi T 46 /) (Drapeau et al. ,
2006) .

VU7 % g [ MRIPs {EAN R0 70 k& o B~ 1
SR 2R i 3 AR N B & AN A TR, MRJPT A
MRIP3 AMLAE L vh 3 3K, A1 e T M Ak e vt 7
JIr ik o mrjps FGKE DN A0 B 0% M B R B B By
AR e IR iR 4l ORI, (H 2 R G 5K
A% (Drapeau et al. , 2006) « mrjps K& K 36 3% 78 I
) A A7 22 5, MRIPs 76 1 H & 1) g W R fig o
BRI, AR 3 H W T N IR b A G R T
BRI F 9% o MRIPS 71 5 H#& 2 WIF 4 d 3 ik &
o e T 5 T D, 26 H W 2 JE R AN 2
MRIP5 ] & ik, X #i 45 & 5 MRIPL % 28 AN [A]
(Kucharski et al. , 1998) . MRIPs 7 & % K [ 41
U R R IA 22 S A O B I, W MRJPT 7R 3 T
WA TR) K o v A K BB T L Yo AR AT R
(11 4E H > MRJP8 I MRJP9 mJ 7F i W 1) e 25 it v %
KA, B R AE M AN 3 4 (Drapeau et al.
2006) . MRJPs Jl it [ 1X 46 3% 1k 72 5 15 ol it W) ik

DAT i D AR A DR A v L A 4 3l Lt L R A i
PERG LIS — 8o B AARK UL, mrjps 111 9 > F ] A%
BAIF AN AALAE T B AT i b A 8 7 i K
RIE, A B A R R Ak T 2 R R R
W T %t 505 B0 BAT FO S T g8 1 D e A
[

B T T T A AR B H R 2 B (age-
dependent roles) HLG, 43 T 17 5 1) o5 2% £ Bl 45 R
i 43 WA Ty B 1) AR A o TR I T R IR B WA A,
B MRIPs 1) F 3¢, HI DATA] Mg R %)) o i Bt
T 0 1) 18 O CON I 7 06 6 A8 R o B i) 3G
WA R R £ 0 T 4y e W K, T 40 B T AR 4 K Ak
E Al CRLHE a1 4085 T G » e ) G R A 4
P4 A ) 5 T LK e %5 5 Ak il % % (Feng et al.
2009) o JEU b FRATT A BT LATE B0 AR G R o Bl
ZJE R H R PR AR Ak K R B i HL X el
ARt vy DL i) o Iy Ah, T A T i 2 AR 4
Hid 2 P & B A 7 B MRIPs B¢ 53, %1 i
MRJPs1 ~4 MRIP7 71 7 1 v (1) 42748 7 W) 5 T
AR, I ) MRIP6 3k & By BUAIG, XA & 2R
P RN, i — 4T (Liu et al. , 2010)
AT LU > mojps Ji DA 0 3 2K B M1 3% 38 I 1) it 52 3]
K 0 R 42 145 Bozic and Woodring (2000) A 4 £+ 45
WRZH T T RS WI SRR HE. LLEX
T mrjps FE DR A 4R BRI AT B T 3RATT B 4
AR T A R PR D 0 2 S v DL R SEAE AR S P B
AR PR 2 T T A TS majps B DR AR 2 BF 9 0
H i 2 BUVE LG 50 5~ HL ) B 24t .

6 4Z5iE

M TR £ A P A e 0 R R R A
KPR, B AT HOAT 32 2247 LUR 4 Ay i
(KIAIT FCAE 4545 ) R

LB I 1 4T D0 4 o A e At e bk
HAARESMEAL TS BEE TN 2R T
e - % MRIPs S R B3 1) 42 1) R 4, 36 (1

20 F R A R H A SR IR
OB AT 28 75 18 40 1 (A BT L H I A
A3 TR Atk e A 7 A R ARy T, T 43 Al Ak g
bR D e R 1 BOR I T 3R R 3R AT e B
HEMRmILREE AR —MH Y&
Jadova % (2004) 0 Ih HB mrjpl 35 DA e 5 210
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BRI PR BB ARIE, BT T R AT I B R
FATAE S Dy e B 10 28 B0 23 AT AL R 2R
PR R REE o AHIE S I Al R H B Sk TR AR A A X
ity SEHE— P H AR B T 2 A A0 R 3Rk
IKFo

3 MRJPs 76 Fi A 7K1 BB AT — & 1 0) <5 1
A ) 7K R B KA 22 o I X 7
B 1) MRIPs BIF 53 bE 8 4 1 iy 8 N> T BT AT 5
BRI r) 8, B 5 45 A7 1) 5 D8 i Fh——rh 0 B g
Apis cerana cerana 1] MRJPs WF 5 /KA B FrLL,
IRAT o S50 v e i 1) MRJPs #E47 R 0 5T, L
R AR MRIPs () 242 9 M AR PRSP, Oh 3k 18
W Tl TR R ) A IR P L DR B B Ot AR A

4 EFXS MRIPs F() 7 S M 1) 46 AH Y 1) 22 0 B it
AR s A5 AN [) B e A A 0 T S R O Tl R i 7 R A 4
2 AT G B EDAC A I, BL3E 29 MRIPs 75 A [A] 41
ZUAN [A) 1Y w0 2 2 v 1) 2k 25 e A7 B T E A
ZEAXEM YA JF B, FAE 0T 5T 5k 0%
R TN FH F 0 R T 7 b R B T O S 1
JE o

ok 2 FHAG Bl A R R S B A o B AR
Ir BRI e MRIPs 5205 Hh R 5% 1K) L) g A 45
Feg a5 R 3B — WY A 5 X0 HE — 2 e Wi R R
SRy A BNV AE s P A RN TG S B
HAHEE .

BO - B AR K A R I A 44 P
B GO A SCIAE Bede 5 B L
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Characterization and mechanism of honeybee foraging behavior

LI Li

(College of Animal Sciences, Zhejiang University, Hangzhou
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Abstract Foraging is one of the most complicated behaviors of honeybees. It includes information evaluation, information
transfer, learning and memory, energy metabolism and different foraging processes. Research on the molecular mechanism
underlying bee foraging and communication will not only be conducive to theoretical study and the development of the bee
industry, but may also provide insights into human language and information exchange systems. This article reviews

progress in research on honey bee foraging behavior at the behavioral, sensory and molecular levels, and proposes ideas for

new research that could provide a sound basis for the in-depth study of foraging and communicative behavior.
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BBk B 0% S ~ 10 B 5 A4 RE AE B 1R 2 & U
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B IR 7 e AR Ak 58 W] DAAE 3 B R K 0 (5 A
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Seeley (1995) A &y 25 W& fie 1% 3 i D1 4 5K 4 2k #6110
FRORE W2 P w5 [P 855 2 17 ) B DL A Bk AT 4 B
Esch 85 (2001) #JF 5% S 31 % 06 3 5 o' U 40 W R A
SR T e Bk SR 1 BRI 2 U R 5 R
(Afik et al. , 2008 ; Seefeldt and Marco, 2008) , H.
B R IR A 0 T A EL B ) R AE B 1 ) OE A
FEAT £ B T 8 U A0 1847 R 4R 1 e (0] B3 )5 AN ik 2
a3 AN B A% (Abbott and Dukas, 2009) . 4K 1M
X EEHIF A 2 L 23 A b S D) 3 R 0 e B ) 52
Wi, AT W JCE g A SR BRI K a1 L
AT AR AT A 1R A 2 e 2 9 o ey i B s Aol /s 2
VA2 1) B0 AN A8 b, 0 X AT A 1 43 1 AL A
NG E e AP

2 EHRETHOBEERFR

WA R AR R b M TR B S R W
T i 5 55 AN [R) 1R S0 s B A A 1K L R A%
LG T R B 06 A R 1 ff b B T8 2 22 AL A L o
B IR SR 2 O 3 B, 2 4 500 AN /N IR 2 A
NIRRT EOR G R A BDGEZ A . B ER T K=
e 30 ' 2 AN L BRI 2 A AR DG o DG B2 Al L W] 4 B
328, 43 0 R 5 A SR A T S D' B0 4 T R 20T
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LA e 2 6 452 2 MBS 9 3 7 A A9 AL AR R S
[T S S 2R Q1 B a1 N
(deutocerebral dorsal lobe ), & & T ff & ¥
(subesophageal ganglion) F1 J5 J5 §j fii ( posterior
protocerebrum) o Szyszka & (2008) F) A 45 % 14
ARl T B 7E AR R AT 2% 2] RIBE AR 2 o) b B
B gk AR b Kenyon 41 i 19 Js B, Jf 38 1 A IR
A S S 0 A TR AR 2 5T 1 w9, G ) v B
AR IR 2% 20 K W IEE AR 2 2] I T R . AR B
718 MR A A fih £ 1) k5 300 T - Kenyon
0 B R B R A . R AUUR HEAT S SR R P2 ik 99
Kenyon 40 Jf 1K) S N 58 B o 7 AF 4% A S o Bl 7K
A LS 20 Kenyon 41 i e WA SE <5 T 4% 11 41 38
Ji& » Kenyon 48 Jiid % A0k 1R B 25 PF I R B B I
B ) SRR AR AN IAE SR AR R b R AR D
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FE LA AT O 3% 3 ob th AR W E Bt BIE O AN B
RN B35 IR A R AN W7 0528 0 0 S i 1) A
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3.1 EYRERMEERETHNEMN

Schulz 1 Robinson (1999) # ] T 25 i fing 35 AS
) 73 DX HA) 22 B JHE S % 0 Jige A o £ Jl Y 5 1, a5 R
WO, AN RAE R D 31, SR AR W A £ 2 i op 3 e
AW T A e, AR E R KT
Z A SFR O A TEAT HIRES, 28 1) %
BE s AR R 3 R AR e 1) R T A .
D HIRIE 5 e B, ) W AR Y P W RS AR AR T 2
P JOR AR il AR b 22 i v Uk BE Y T
LREAT MG HIEH | JORER )5, wm
i 5 B 2 T s S RO LR R AR B UK
S5 b b T AL 5 A I RT DL Bl 0 A 0 ) SR AR
47K (Schulz et al. , 2002) .

Barron &5 (2007) i i SR £ i 1 Wi R Jm) 348 v 5
AR SR A A e ) B YR R BV S
A PR P AR BT G o RO 6 AR B e 28 o £ %
Kb BB TR B N S AHABL ), HL i X AT A )
S A LU R S AR RS R K 2 R
(manserine) Tfj i K& o A ATTIN by » 3 A i m] DL oA
B0 i 1S 0 2 Al A S 1100 Ak e R T Y e )
VR R N . Giray 25 (2007 ) 38 o ] W2 35 47 1%
A0 T A0 T B TR RO 7K O TR W 5% K e
¥R A AR AL 5 R I 4 W A Jl () SR A 0 T DL I g
KA B I (F6 B BALKY) » 1 4] R 1% 2 1R A
BRI R AR e AT XA I S o [ I R B ) M 22
1 AT i i SR B 0 B KPR U

L T A AT 5T 7 VR R AL W9 2 B X i
AT 24 TR 5% ) B I bR 4R 0 B I R I S 1)
Z O KRS 2 B 2 B ARRSUR W
SUEME AT N AR AR TR AT, KL 2 A
W (1) R B 2 )02 I8 B AT O ol R AR
(Nomura et al. , 2009; Mustard et al. , 2010) .
Mustard 45 (2010) i FJH] RNA T3 i R K0 2 &
A 5 3 T A A R E i 2 AR A S AT 5
L AT O AR 4K . Barron 25 (2009) ¥ % 4 1) B
VAT 4 0 Fi b B 5C T K U R S AT S 1 3
Wiy 5 5 L 25 T A1 ) B 0 T R AT RE A R e Ik 2 B

P, RIVRT R DA AT DA R e e o B U 10 5 A
ORI RR R T B S T ol S N1 i S PSR S -
e e 2 UL L R G DR 2 e T IR O )
Jig T A S 3 5 BT O YT 0 1) 22 D s Bl &R 4t
(¥335 3l » 1t ] DRRT B E e B B A 4 ) P R X
LR WA AR WG A 5 ARk R

Wright 45 (2010) (¥ BIF 58 W) & B> 2 e o IR %
K1 B P BEAT AR A% 20 1) I R 7 22 2 b e e AN T Y
PR E - AR LA B HU R IR S B, 2 R
JK B S F R R AT 5 Ak 5 ST I, SRR 5 FE A
KIMARE T 22 LS 510, mfb A1 # 58 A8
L U N N R e S N S TR = i
5.

3.2 HWMERMEEXETHNEM

W o e DS AL e 1) 58 1 B PR ) R TR AN
W7 A S » W 9T T AR A0 FE DR 4 S B sk A B B 1 A
S ST U I B M AT o A Bk T DU L 1 Y
PR IE 5 5K 5 W0 2 ) 1) 4T 4 » Hummon 25 (2006)
T Ly T e (1 R DRI A A T e S ) 22 K
Y 5E H 200 22 45 28 KO I e 100 4% 0 28 K1
B 4. Brockmann 25 (2009) Hb %5 IH 7 I Fil SR
BE WG, 10 B R R 06 R AE oy SR 4R I i 5 ph 22 IR SR
SE TR SR A I T 3508 1) A 22 K, R I 8 B &8 Ik AE
EYIOPEC SN LSRN K L A S Y 1
Ter R AR W 2 A IR 22 5 K T B 06 55 SR AR I 2 ()
(1) 22 S5 SR BH Pl 22 IR AEAT S AR A T 22 )77 T I [
W25 4K o [E] B & Bl Tachykinin, PBAN FlI sNPF
I 55 SR AR AR B RR AR AR M AH G 1R AR A de K I i 22
Jik o
3.3 microRNA W E X ETHRIZ M

BE A X/ RNA B 5 (0 A W7 28 N WF 90 40 Bt
BRI AN W A e, 8K Bk 2 1) T BE /I RNA 3 K&
I, T % N RNA (A 7030 JLAE A R Sl ok, &
AR TAEX R E KRR A 50 E, W Chen 55
(2010) F) Al SOLiD il J3 % & T # W& & W 1)
miRNAs, WU 5& T A6 & & By Bt 1) & iR & B A
(f7/h RNA 7000 H 267 /4~ %7 () miRNAs, fb 17 (1)
WFE &5 H 0 ) el 0 e & 0 2 Y 4y Ak 55 ) i
(1) miRNA i 45 P ¢ 55 58 1 S il o 1) 76 2 6 K 4R
EHSAT N LY microRNA BF5T /D .

1E B WK 4R AT M (MBI 98 H , Tadano 25 (2009)
I — OB (0 A G i K DR Nb AE B W T 0% Sk
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(1) 8 T4 5 AR W AH OC (W IR B 4% A8 47 K o Behura #ll
Whitfield (2010) FIl Fij S i) 5 & PCR HAR %€ T 20
F miRNA J& B 7E )45 (1 (9 H %) Wi 7 e A4 22 1)
KA (38 H U8 1 i i 1 kA5 Bl W I X L
oM R B, AE A ) B F i b, miRNA-24,
miRNA-d4, miRNA276, miRNA-3b, let7 I
miRNAA3a f& F Y, 42 1R AR I, miRNA-
12, miRNA-9, miRNA219, miRNA210, miRNA-
263, miRNA-92 F1 miRNA-=283 J& [ 11, iX ff 48
R W] miRNAs 7] (8 2 55 80 55 42 00 A1 5% 1 I Rg
Az o kb 1 AR B AL RIS, R AT 2
miRNA L AR A7 B FR R, HAREBC L
WAR 1%, 1 miRNA-43a Fl miRNA-3b, ] f L&
miRNA K& R7E A7 & B AR BT, (03R4 7 A AN [
7, i let7 Fl miRNA25. S256 45 B3R B, miRNA
SR AL E B SR BT AR 3G AN 2 b 2
(1, AS [ A7 B ) miRNA JE D 0] fig 47 76 B 5 3 35
PERT BLORIE B AT I i Rk /e BT TN
& d ) miRNAs (miRNAF 1 miRNA9b) Fi1'¢&
TR 1 5 DR A 0 AN [) B AR FB AL 1 3R A 1 L
RILNE 7o i) miRNA 5E P 5 5 32 SE R %
B AR IR o Hori 55 (2011) %58 T i # 1%
SKESAN A X A8 2 5 3258 J5 I 5 1) miRNAs, — 3%
B4 8 Ff miRNAs, & ¥ ame-mird4000 1 ame—
mir-276 {1 T 0 1 e fii 8 wT 0E A7 g £ 1 R Ok
PERIA , ame-mir276 70 W 5 R AL W I T ) I
WA 1R J1 05 A0 T DX R g A4 1 /N 7Y Kenyon 411 Y
g R iA . T ame-mir4000 fl ame-mir276 [
TOU KL D] A 2 B A 2 A G I R Y, R IX 2 A
miRNAs Zx b5 %l (1) 0 28 D) e 1K) 775 o

3. HEREXKFLMEEXRETANHAR
B0 5 DT A 1 0 ) 5 B Ok A R DR 4 K P BT
FUEWEAT AL T v . Sarma 5§ (2009) F H JE
DRLES B ST 3 o 2 e SR A e (1) T K M 22 R G A
[7) 43 DX IRk B 3 38 HEAT T 43 A s F 5T R AN (] A
THE e T 5 DR 2 A AR R 1 22 o, 5 A X AR LG
TR o A B R AN [ g A b b e R
FARILAT O, WKL K Pka-R2 A Pka-c 4 Y 44 461 31
Ji A R (cAMP) 25 P I 1 14 15 R AL I . 3 A
WP L 0 PR R SR B 2 B YT b YT AL A7 AE R
TR AR ARG I B DR, 3 2 B R 50 R AR R B R
PRI Ko (RN R I, Y 5 I T R D] 1 R OA

B R e R /)N 0 T ik DR 3R A AE ORI 2% S+
K E W 5 /N i AR L. Wang 25 (2010) #F 5T T
SR A T R v 0 (1 A A B 3 AR (IRS) 1)
YERT, KB IRS K& PR (1) R 25 45 25 e M 22 T B £T
HEHRFENED.

B L AT R R 10 I 538 A2 T DAAE AN [ B )
AN [) 8 5 0] 13k 4T SR 42 . Nicholas 45 (2010) # i 4T
S SRR R A SO R /N R CIRTR VAP ]
i 58 1) AN 7] e D] e ik 7 XA 0% o Al AT I 5 IR) — B
B LR — RN I AN [ I ) 21 7] iR b SR B, — 4
WAER L, — W AE 4. 752 AW 4 3 T Bt
AT KRB A PEAT KA R AL 04, a1 Ik IR 41 1
B A3 BT B 5 AN TR SR 4 I TR) R0 AN ) SR R A&
(10 % 06 i 08 11 K R 6 R 3R 0 2 AN ) 1 O R LA
[ FRY I 20 SR B A 12 #8 A7 G R 1) i IR ik T 1
[F) IS 3 R 3> 55 A T A G I R R ) R IA
FPRAEA IS S AR R weiL S
ANTR] 1) 55 0 28 A0 DG 1) 25 DR A O, X A I B 9 O
R I PR Bl R B R ) SR AR A DG I A
4 RE

X} B e SR AR AT R KA T, W] DAAR A R AL
(B, AT EER AL S A 25— A
RAT R0 F B e 2 AT h 50 1AW ¥
GFBANE G VF 2 0T AT Bk R N M T
it B R AT N RAVE R T B REAT I T
AR A5 8 W T B R AR R A R A 3 i
Pt CE IR, B T LM R EEAT AR
(9 /N 93 749 Joi» H X 26 378 326 N 8 56 U iRt R 3 0 R
AT A2y TR & & AT N 5 &MY
FORM G A LLR LT 2 (1A 5G9 > 8 S AH KG9
JT A} TG 2R Ol o 25 i ) o AH B AR G R A&
AT, DLW Al B 0 R AR AT N IR 2 AL . i 3 6)
KAEAT AR 0 E TR 5 F KR
oy I b R 0 A NS L, B U AT O T Bt
FUE IR A M5 BAL i o B JF %A W A
KA R Can RAE T, RN, RAEJ5) Hp 2 b Ak 11
S AR PR T W ) AR A S AR I B 5T O I AR A a0 8
RE 7 10 T AT) ST 7t PR A0 e R A A R A% B T AL
1 BT CABRATTAS 5 K B (R WF 5T 1357 10 S8 4 e 15 4
(RS2 56 Bt BAAS W iR N HiL A T HE i 25 0 R 4
15 B AL 3 L R AL -
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 FE KW Varroa destructor 8 38 22 1 5% Hh, 25 % 06 A2 77 Al ok BOR B B A R 2t S R e b I 2 B
JWp o B> S0 AL S P AT 0 R 470 005 e ol 1 B R4S Oy T i B e 0 1) U L O 2 B B R O 0 ol 0 i
A o AICNAT Ny B Ko 1 HLHI AR 22 A AN R A B2 [ Py A B0 40 2K M B g AL SR AIF 5T R B B Bk EREAT T
20 Bk o R G K P BIE S U T ML T T 3 T B0 e B R A TSGR gy A e B g
5 18 77 VE A0 S BE (R AW T RR BRI S5 S AL G B R T B S B B A Bk 10 0 L0 R B Sl
KRR B, PNTCWE, HUEEMLE, EE

Research progress of anti-mite (Varroa destructor) in honeybee

PAN Jiao' LI Zhi-Guo' WU Li-Nan’® SU SongKun'™

(1. College of Animal Sciences, Zhejiang University, Hangzhou 310058, China
2. Animal Husbandry and Veterinary Bureau, Zhejiang Province, Hangzhou 310020, China)

Abstract The global spread of Varroa destructor, one of the most destructive apicultural pests, has brought huge
challenges to beekeeping. Consequently, research on the tolerance mechanisms and breeding of Varroa tolerant honey bees
has become particularly important. Mastering tolerance mechanisms has become a prerequisite for the successful cultivation
of honey bees. This review summarizes major advances in research on behavioral, physiological and molecular tolerance
mechanisms to Varroa destructor. 1t is particularly important to study tolerance mechanisms at the molecular level as this

can provide a genetic basis for cultivating tolerant breeds bees with the help of marker-assisted selection and advanced

modern bio-engineering technologies, in combination with conventional breeding methods.

Key words honey bee, Varroa destructor, tolerance character, selective breeding

K FCU (Varroa destructor, KM Nl) 2 2 14 (1)
AR AN A A SR HUF AR TR T AR L
AL 35 2R 5 8 e 0 G g e A A S L 1 AH
1k, K3 B O R A VY U7 R R T L H
“o KT UG W I 1 I A AR 2 G
F S HOH T P8 T P A B i A T 3 59 S i
T A BEAN TR AR D). AN, BRI TT
W 320 WA DA g D A% s A i AN TR R B A
B BB VO IR P TR R Y B A e B S
1 50 5 2R G0 A 08 THE N — 8 J A G T R 0 N
TE A 38 B % K 2% 3 05 0 PR 0 B ) K T (Genersch
and Aubert;2010) o 7 5 4 J5 2 W% K W W 5] 3 4k
RERE S KT B RT AR T W I S R B B A

AL, T S % 7Y 5w 0 e R A
SRS A S TR el B T e H
T s K 25 B0 7 e 38 #0800 4% Aot 3% 0 7 LA AA 31
P 0 H IR (H X L8 A 2 25 ) R B AN
AL AGE e 0 50T 3% G 7R 7 A T 24 0 G G N T i B
IR L K 51 A T e 7 i ob 245 40 ik B Ol A i)
o 2l BRI B ) 75 0 R R IR
W T A B Y A T ) R e BELARL T 565 T
Vi E U e Rl () T T R R R A ST L
s A s [ AR KA 5 2 3 BEAT T OK R (1 UL
IS o AT L8 e 8 S G R ) RE A7 0, R L
H R A 0 IR A X X 28 B A T IR R
REREAT IR AW SO, R BLILAF AE — B 80 2 Bl IO AT

BRI H IR R A R Al B 0B B ) (nyeytx - 43 — kxjd) SWITE A H AR FLE 4 (R3080306) -
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