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Diversity and function of the gut microbiota of the honeybee

ZHANG Qing-Qing"*" OUYANG Fang' GE Feng"*""

(1. State Key Laboratory of Integrated Management of Pest and Rodents, Institute of Zoology, Chinese Academy of Sciences, Beijing
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Abstract In recent years, the survival of the Western honeybee, Apis mellifera, an important pollinator, has been severely
threatened by climate change, habitats loss, pesticides, pathogens and other environmental pressures. Gut microbiota plays an
important role in honeybee metabolism, growth, development, disease resistance and immune response. Honeybees contain
relatively simple, but highly specialized, gut microbiota, which can be cultured in vitro and used as a model for insect gut
microbiota in general. Based on domestic and overseas research, we elaborated the composition of the gut microbiota of
honeybees, their distribution in the gut, and how they respond to environmental change, especially when challenged by
pathogens and during host growth and development. In addition, we discuss measures to protect honeybees and the key
obstacles to improved protection and utilization of these essential insects.

Key words social honeybees; gut microbiome; diversity; function; editing the microbiome

AR L EA R IUIGENsL 20 )7 HEBENLR R, HM AR . Bl &
Ff, HP R AR SERER 99.5%, JaMKHIFSE  BORE IR AL, B EE RN RIEY QI
(2019) Git, 2005 4R R xR 22 EFE R TSRS I H (Klein e al., 2007 ). ARIGEL
EY) 1.8 A i AT 8 IR s M E R s SERE R AL, ERE2ER 90%E
8 860.5 17T, %44 GDP 1Y 1.3%., Ifij % Weff Y2y 100 FRAEY T, 204 71 MR 2 iz

*BE B H Supported projects: [E K S A RITE S LI (2017YFD0200400 )
*#5f —fE¥ First author, E-mail: zhangqingqing@ioz.ac.cn

=457 JAE# Corresponding author, E-mail: gef@ioz.ac.cn

WekS H ) Received: 2020-08-03; 1237 H M Accepted: 2020-08-29



5 TN A S TE TR ) B A S D RERT T o

+ 1065 -

K, BAETE RBP4 A B INMEZY 2 000 1236
JGo Hirr, BRI E 36 FEY L BTk
LB ELIN 3 042.20 1270, X sefEY)
PEE 36.25% , AT A E AR S E B
12.30% ( Z=iHE5F, 2013 ), oK, XTI
FRAEY) -, P RERE S ERZ 2R T
ST EEAEH

ARk, BEE AT R AR, IR 3
AR B (Kluser et al., 2010 ), Ja#&
WA AP EE AN T A AR Horp
YRR AR EE . WS AT . T R
G o XL T I R VR T R BRI 58 S PR
THETCVE IR B IR IR A (Colony
collapse disorder, CCD ), J“H &l | 14
7o B 2006-2007 4[] 56 [ 2 # SR 5 B 23( Apiary
Inspectors of America, AIA ) X 384 M1t
WEG, W RN DR E T
ik =ik 37.6% ( Vanengelsdorp et al., 2007 ),
Powney %5 (2019) fliil, 1983 4FZ 2013 45t
L km? SR W REiR ki SN E
PR 270 714~ B Bikeeg . W2RSEA YA
RO, PUER., A2y 2Rk A0
149 725 A A8 I A W DR 3R A 2 0 4 e A A )
K& (Schwarz ef al., 2015; Potts et al., 2016 )
TN FEH AR T A SO A TR Y 2 R IR AR 1Y
5-J BE VN T 5% B R -3- B PR TG 5 LS ( EPSPS),
Moy H DRGSR M9 EPSPS YA
JEIVEAE T LT I e R a8 A o ) SR R 2
SEER TR EERES S alvi FI
Bifidobacterium sp. B0 . /0, B 5 G vb Ey
EC T Serratia sp. ( Motta et al., 2018 ), Raymann
FE( 2018 ) N BOFE A B 1) itk Hha ok ] Wi 2 e 30
M H bk T LI S i e AT (X A
TR PR 520 o U e i i 1 T W 21
5 AR X W P A A AR E B SR

H ALY A B G sh ok, A%
WA A T A28 IAR, B R TR
i ErEREA T EEMEN (Ley et al.,
2008 ), TEHIEARN , Wil E D REAE B R il
HEREE A A R e e 45 T R 1A

YER . CADISERY], s 4w fEvE 1A
i T BOH X LA R 1Y JLA 1S ( Yang and
Cox-Foster, 2005 ; Kwong and Moran,2013,2016;
Leonard et al., 2020 ), i H., % %441 Z 50
TE Y AT LRSN3R, NI A ST S 4
515 FWE AR E RIFSEAE ( Engel ez al., 2013;
Kwong and Moran, 2013; Powell et al., 2014 ),
HHR B KA E Y Apis mellifera 15k Hh &
kLS PEAR Ry B 1L, R A3 A ARG TR B {E e B oy
AR TE AR, PR N MR o R
Y I TE TR ) O RIE S o AR SRR 1 4R A G
R S 06 g T A 00 C AT )R 0 T SR s 2HL
CEFJERIE , AYFT T SRR I] . S5 4% 1 i iE f e
AR, B2 T i AR A A K A E M
BT A R BOVE T, X8 fn ey £ 4 e e B IK
THARB RO TR AR,

1 B 78 W R A AT

11 EERmERAE B EHR

S KB, BRI SR N A A
AT IR, A [V R r e 114 o 1 ol 2 o Ao
R RF TR EZES (Martinson et al., 2012;
Moran, 2015 ), BRFEEES 95% M54
Y 8 NFEZEBAM, HHZE Lactobacillus
Firm-4, Lactobacillus Firm-5, Gilliamella Gamma-1,
Gammaproteobacteria Gamma-2 , Snodgrassella
Beta, Bartonella Alpha-1, Acetobacteraceae Alpha-2,
Bifidobacterium Bifido ( Martinson et al., 2012 ),
Martinson 5§ (2011 ) i % ¥ HiEMAEY 16S
rRNA WY, M@ EEEBNRELER, LA
Firm-4 1\ F Lactobacillus acidophilus B 3E A6 1 ik
£, Firm-5 i TWEMRFLITE (L. acidophilus )
REEA . Hor, Gamma-1 A1 Gamma-2 YJJ& y-
LW, Gamma-1 2 5 A F 4 87 18 P 1 4
W, WA EE NI Martha Gilliam,
BZFRRAT 44 N Gilliamella ( Martinson et al.,
2012 ), Beta J& T B-BIE 4N, Beta RFFC &5
B H — 0 g 3 v K kAT T 22 TR B T
Snodgrassella alvi, 2% Robert E. Snodgrass
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124 7t 44 ( Martinson et al., 2012; Kwong and
Moran, 2013 ). Alpha-1 il Alpha-2 J& F o-Z8JE
H4N, Alpha-1 1T E/RE K EACH X R,
PR 2 NKBARET ; Alpha-2 435 1
AL FR, XFR | WFIERME Drosophila X
KI¥eJ® Xylocopa MW HHAE, XR 2 BT
Gluconobacter HWEFTEJE, HAAE T RARHE
WKy (Russell et al., 2009; Martinson et al.,
2011 ), Bifido J& T XU AT & Bifidobacterium,
B0 i T A B R I RS A TR R A AN 43
Bifidobacterium asteroids o ¥—"1Z %, i B.
coryneforme M B. indicum W 53 9h—"1LF
( Martinson et al., 2011 ),

WO B B RO AR R S
Lactobacillus Firm-4, Lactobacillus Firm-5 ,
Snodgrassella alvi , Gilliamella apicola F
Bifidobacterium asteroids 5 #1241 J¥, ( Babendreier
et al., 2007; Martinson et al., 2011; Bottacini
etal., 2012; Kwong and Moran, 2013 ), HHr,
JEREGE 18 Lactobacillus Firm-4 #1 Lactobacillus
Firm-5 J2 % S i (R N B0 1 g HLB 5 A7 78 1 2
2K PHERE ( Babendreier ef al., 2007 ). ZFTE
[T/ Snodgrassella alvi #1 Gilliamella apicola J&
0 Jigp a8 b A g AE TR Y PR R 2 IR T

( Raymann and Moran, 2018 ; Kwong and Moran,
2013 ). Bifidobacterium asteroids J& T L]
XUBAT B &, HAE AR T8 14 i 18 N 93 A 5 il

( Scardovi and Trovatelli, 1969 ; Jeyaprakash
etal., 2003 ), B ULRIBAEYRIISE 4 B, 2
9 /& Frischella perrara . Bartonella apis .
Parasaccharibacter apium F1—#15 Gluconobacter
MMM ( Raymann and Moran, 2018 ), 2013
4, Engel 55 (2013 ) MR IE N & K35
W Frischella perrara. VL1 9 FPANTR R R | % 1
B R DL TERE o o TS [ A o T B A A7 B
B2 25 A B8 3R W) o 1 BR ) 45 S BUR R 1) 22 R

( Donaldson et al., 2016 ),

1.2 EhE i A Y B TR LA A AE

[ R e RN I AT, R
. HAl] . s E N 5 ERA AR, Heh Il

MEMmHR)E R (Chapman, 1998 ), %425
W SR At A6 A AR P2 AE B AR, 2R R Fh 2 AN
B, FELUMITEFL Enterobacteriaceae
J A, S E T AR S AH L, N Beta
Firm-5 & Gamma-1 % #f 5 /> ( Martinson et al. ,
2012 ), Anderson % (2013 ) & BLE W2 4 i)
BTN Lactobacillus kunkeei, L. kunkeei [F)I}
AT DATEAR S S e S e Bl . Tl N & A JCE HESh
Yyrb R IR 25 4 BT, R £ 1B e v i 4
SR, HAaZEEy Eith i N eE, BA R
iz b R 2 R R B T B O A Wl i T fig

( Lehane, 1997; Engel and Moran, 2013 ).,
T i b i B R i A 7 A B JL T B A5 )
BT, ANREN A i AR AR e IR B ( Moll
etal., 2001 ), HAT IO TRl . BT S RAE Y
AL, F perrara FEEFE T IAL( Engel et al. ,
2015a ),

J& v S A 2 g I AR B Y B K AR
P, AR AR R B SR B RS E ) B
ST, R IERCEY R R X . Martinson
4% (2012) £F 16S tDNA 7 KB, W5
S A ORI 10%-10° A, TR IR ik
[5] g R0 LR RS ST R DX 3R, A5 A A TR B A=
BETE Al o MR — P IR ES M, AN
TEYN I8 A o E Bl 5 == IR Al R A L, S. alvi
A MERA R AL IR, G apicola
BERGAE S, alvi LT, [RIRFAFAE A B 2 (G PH P
W Lactobacillus Firm-4 Fl Lactobacillus Firm-5

( Martinson et al., 2012; Kwong and Moran,
2016 ). HWAH R FEMAEYEBFHBETEA
KEAVERIRY Lactobacillus Firm-4 F1 Lactobacillus
Firm-5 PAFpE 2= [CIHPE R DL K B, asteroids 41K,

( Martinson ef al., 2012 ; Donaldson ef al., 2016 ),

1.3 ERFERFNTLHNE

S NIE AR Z AR B B I 4
SR 520 ( Hroncova et al., 2015), &E
TRELBEREREM, EMEEFSRPET
R gl WA 4 BB IR E B —
Mk 21 d, HONZ: 3 diEfepighd, 9 HRITih
B b, P2 12 d R o i, 21 Hi
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VL e T 0 th 895 3l . Hroncova 5% (2015)
R 3 H A L) dUE U E YRR, 6
i o i AT 5 e 4l HO S i 28 25k i
H, W RE S R ARV L A R v e Y
T s 2 TR Ot A A 2 el 1
JUFBA Y, TR IT AT LR N, R
TSR TR B WA I TASUE , A I 1 1) 14
T 38 A W) B0E & s /> ( Winston, 1985
Hroncova et al., 2015 ),

ST ) R DR M M Al | M A T
3PhRBUAH AL, M ERERP DA E KB A
FIR) e 5 My e SR P ) RS2 B R ML
WA BEE . SR WIRSE, A RN
Gy PSRNV RS < e S Wl 07 1
TR R AZORG B & 7 I B PR A A, (R AR R
BREANGTEA, BRIEEERE T 00 5 1
BT, ENT—BAEEL (Winston, 1985 ),
W6 F 4y HORIT HE A 0 0 Bl N B A R
W) Escherichia , %)W il N Escherichia F
Gamma-1 FERE B TEREN 78%; FHEREA 14 1%
HE, BRI EIAIE N Escherichia 28T
W AR Acetobacteraceae Alpha-2 25t
B, Horr Alpha-2.1 5 46%, Alpha-2.2 5 25%,
H YK N Lactobacillus Firm-4 Hl1 Lactobacillus
Firm-5 ( Tarpy et al., 2015 ), # T 75 5 kA2 e
J& , W AR A C 1B 54k ( Tarpy et al.,
2015 ), e (%) AEA TH AE B S 2R /K A I 1 2 1
T T, Wil NI #EHM N Laciobacillus
Firm-4 #1 Lactobacillus Firm-5 ( Moritz and
Crailsheim, 1987; Kapheim et al., 2015 ), ¥
M e 1) T 1 A ) 2 AR E IR T L

( Kapheim et al., 2015), T3pylmiE AL
P& Escherichia, Alpha-2.1 1 Alpha-2.2 H%X
R, RNEORIAERE S 5 F, 200
Lactobacillus Firm-4 . Lactobacillus Firm-5 |
Snodgrassella alvi . Gilliamella apicola
Bifidobacterium asteroids , H:7', Beta. Firm-5
1 Gamma-1 ( BFG ) 41 A8 #TE#E ( Martinson
etal., 2012; Tarpy et al., 2015), T4 H AR
3 WA T e IR R e S rh i 4y b, SRt e B I

BAT RN BB S o 17 2 0 i 18 T A= W0 R e AR W)
JiA (Engel et al., 2012; Powell et al., 2014 ),

2 EElEREYRIThEE

ES 00 i 1 Ry S 0 B B AR 1 PR ) 2R
Bt Bk i vh AR TR OO BT R 18 R
WEA IS, BRI EARDRETEAR KA F
s T HAE A=Y ( Engel and Moran et al.,
2013 ), BB i A T O A A T LS W) 2 86 119
18 K MEGESHIZENFREESE, X Tk
S TRCEE TR 52 P R R4 2 06 i 2 1) 4 By oD R A
KEEVE o PRl FEDI2 | AR S s 4l 241
R, NG WAE 1 713 o W J B i A Wy ) v e
RIVEFIFLE ( Moran, 2015 ), 2% 78 AR Gk
Yy f A MEE R E LD RRAE LT
=AM

21 WRED

TER AR T, ks R B T4
DA G5 TRV 7 T D 40 ) VP e S 86 FE AR B
T TR IR T 8 IR B B W R G 1) 4
o 4 W BT b A RE i L T4 ( Spivak and
Reuter, 2001; Christe et al., 2003 ), MEGREE
TRILAE S I A e R B R 48, RV ez
AN e . IR S EEALFE Toll, Imd |
INK 1 JAK/STAT 4 255 5ad %, i id thAeaiRn
BN R LIRS B VAR 7 A R CR Tk i = WA & /1)
PARR SO0 PR AR FE AR B T 00 5 240 B B2 a2
FH I A 1 — RN O, =X R A
AR EWAERMELEEAS% (Evans et al.,
2006 ), FRE#EE [ SRR G, WHiERK
A AT DA B ] e B T A
FH o W3 A AR B T VTR DL B A5
I A TE S A I AL BB R RS B 1
F AP S
1y T8 T A= ) AT LAGE 5 5 0 R AR ) s s

FERAE SR AR . Koch Fl Schmid-Hempel

(2011) 43 3R 30 1E 5 7 18 TR 1Y) RE M Y 250

(a). 5B 7B R #E Gammaproteobacteria(b)
FITCEHEK () 3 A BRI 1 R AE
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Bombus terrestris IH, KIALTE a (/718 HEHE
rh AR g S o B i IR T A S, B S
HSRARZETT (1 BRI BE 14 AHALL Y iz 18 T A o IS
FEB, RN I e v g 1 T 2B 0 P AR A e e
T R P SR, BB RS SR EL A A
Gy % BB, B s 12 e T R IR
R, Srygley 5 (2009 ) K BUILHE BT &
PR R HE W vT BE A o 7 8 A M M SR
A5 shim EW R BE R ( Srygley et al.,
2009; Cotter et al., 2011 ). S. alvi JE & “TH B
B FE—E FE T 3R g X IR ) B R
B AE S ( Emery et al., 2017 ),

B M5 K SR 5 2R G0 R0 2V TR R o
i EHRIE SN EEZ — (Schwarz et al., 2015),
U P B {5 B AR B e R 2
A2 AE o FLBRIA Lactobacillus J& % 4 18
HRRUE AATE AL O T RE, HAB AT LU 2 1 %
B A N s S T JORORIASE TR 1 32 4 IR SR AR U1
BRI, [FIE Toll 1 Imd 3 1 L
fib¥ 5 ( dorsal, cactus, kenny, relish) th4& 4
TR E AR, DI S S8 W A P 1) 2 S vy 14
SRARYTE M RE T o B M R R o 22 IR B oA
WRSCERTE Erwinia carotovora J5iE-S RN Imd
A1 JAK-STAT B4 B S 22 SN, i 18 N B35
S g 308 1 291 B 453 495 AN A o 2B R 2 8] 1)
BRAERE, R Imd #4254 5% ¥ Caudal 7T LA
REL 11 Ji 1 2 T X S8 R 4 i3 BE % ( Ryu
et al., 2008 ; Buchon et al., 2009 ), Hori ££( 2017 )
W L LR AT B Imd 5538 B H
REE7NE) NS S NI (%7, 7B 1= Rl S E Ry AN R R 5
ME YL . F perrara 231755 5 MRN8 Z1 Y
BRI Az . BUEi K, Fria &
FR D, o ke o i i) SR 4K S W ( Engel
etal., 2015a; Emery et al., 2017 ), F perrara
WS EAEY DNA $i45 (Engel er al.,
2015b ), 1B A iU AR AU B g 2 4R
WG — 5T

22 FAFEKRE

e PR LT IR IR OK AL ) R SR TR
EESRIE TR, fEMP SRR, T

ARG R | PR AR, HahP ik
i = M 2 R f# S ( Fanning et al., 2012;
Wybouw et al., 2016 ), B —FF7ETHEY
AMIBEFIANAE N Z 20, Engel 25 (2012) &
IR E e B h 1Y y-AR I WA AE S B SRR
Ffr i 3L, v BRI RS 50k RERIE
f#, Martinson %% (2012) ¥z y-ZAE R ESL N
Gilliamella apicola ( Mitsuoka and Kaneuchi,
1977 )o 384k 20 BT 1% 35 DRI 201 7 91) R e i e ol A
VI RFEH 2 AT %58, Zheng 55 (2019) i —
Ao e S e 1) g T PN B T 2 2T 4 2R R R G I i
R W 2S8E N Bifidobacterium F1 Gilliamella
X SO T A W 7 K i 22 W 10 () B RE TR X s A
5 AR R ( SCFA ) K nl LA 1 35 i i i)
POESE D R HE B s £ A F ( Flint
et al.,2008; Rios-Covian et al. ,2016; Zheng et al.,
2017, 2019 ), Snodgrassella #1 2 1~ Lactobacillus
KRB EAH 2RI (Kwong et al.,
2014a; Zhengetal., 2019 ), LI EWFFERBAIHE
14 11 38 LA 0 3 U5 VT e i A6 50 240 P B 17 ok
R E AR .

5N s AL, el A 25— o)
AT WU RE T LU AE A Hh i B K Ak & W R A7 &
W%, FEAFE XU AT & Bifidobacterium FIFLIR
W J& Lactobacillus . H &, Xk #T &
Bifidobacterium J&] 1Z 53 A TIFLE0 . S2EH
&R B GE IR ARE (Turroni et al.,
2008 ; Martinson et al., 2012; Lugli et al., 2014 ),
Bottacini 4 (2012 ) M # WK N 40 B B.
asteroids PRL2011 &Mk, K 302 WA Py il XUEL
FFE AT AFEAR RS T A TP IR AR, g 2 A
it L R0 R 7 A R 57, X e R TR
A BEHLAEA A (Flint ef al., 2008;
Rios-Covian ef al., 2016 ), Lactobacillus Firm-4
F Lactobacillus Firm-5 7EE ) I5IE & & F
B, FLIR TR E M BEIR T B il 2R 4t 3 S A Qi
Mftia %, LR AT o1 k& L IR FT i
Firm-4 fl Firm-5 2&HFh &8 KRR % R
4 (PTS) (Kwong et al., 2014b ), HEHMEEE
AR RE S BAF AR, AT AR NN =i . =g
RS E ARBE W 52 %, B. asteroides F
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Lactobacillus Firm-5 W45 & SR FH v s ) 3
[H#% (Ellegaard et al., 2015), ItAb, —LLEEFE
P57 25 R TR AR ) LR, G5 IR EE AN ) bl i
HACFTSTEA SRR, flan. FLEEREZUNE .
F2 4% ( Barker and Lehner, 1974 ),

2.3 REEEMITA

V7 3 A A 2 R 2 W R AT Sy 5 A B
Zheng 5§ (2017 ) 381 %F b5 1E 5 BERE (1Y) 2 16
FITCTR NG, & PN FE A 0 T LA I e g ik i
FNE, Hit e B0 RERE I BURE ( Zheng et al.
2017 ), HEWE I i TE IR AE 1 ] B 2 M - i 52 )
B AT oA, O e g 3 v ) RS A R T A R
BIHER AR R, X ] e I 8 RS K =z ] 22
B0 ( Martinson ef al., 2012; Kesnerova
etal., 2017 ),

3 ERFEREMHRTE
31 BMBEREDNEERERSN

¥ 18 A 0 1 2 T AR 2 R I 1)
J7E: o Mg HRE WA (W) & T s AH 25 B R I 1
A, AERXT T AR RS B8R e DL X 55 )
P AR B SE Ik, —Fois o oy s s
17 A AT AT INY . 126, 5 U
WP AE 25% 0 HM It S, SRS HERh A
PRI I TR R . Al 2R R RS
AT YK, ARG T PCR P14, % A A0E S|
W)k 27F (5'-AGAGTTTGATCCTGGCTCAG-3')
1492R ( 5'-GGTTACCTTGTTACGACTT-3' ), ¥
FE AT —18 Sanger M, 18£8 2 H X A
EFRE TIE— 48 3 Fb—Fh 252 IR W Y
DNA #£4T 16srRNA mili &)y, R EEd E A
P 50 H R R AT L, S TR T i AP R

( Martinson et al., 2011; Kwong et al., 2014b ),
W o 38 T i o8 5 — P ek 2 A A
HARRE, XA AT B R s JE A s T
WG R T X B 38 G A A TR R R ) 5

3.2 EEBENEVHEERR
B A Y A AR RS R R

BAOPh A3 AT A WA 0 A B R el A H At 21
S IIE LT A Forb iy B — 28 A AR RIE ( Ley
et al., 2008 ), HujEEALFE BB 2
FRF 58 G2 0 BAE I T % o

BEYE:  ®BEE MR A, HIGH
53 1R i A R T 1 O 4 R ) SEA T
DRI, 4y A R B %) e S PN B2 0 o B
D PRI ARG , AE O PR R R AT LA T
HiEARZ, 40 Evans 25 (2009 ) fI1E B TE AR,
AR L3 sk ) TG R K Oy 2 e i T TR B
5e, O nTDUE AN | R MM T RS,
DA D 47 %o 6 W 5 iy P R ) ) S UG TR e A
R, Bl B AR SR —Fh k2 A Py iR I
g, 1k H A YR 0 I N e, AT
ik BT A ) B D BE R H ) ( Powell
etal., 2014; Zhengetal., 2018 ) ffllll: Zheng
45 (2017 ) B TC IR R, X LT TR i
A WESENAE ., HERERE, KW EMED
ATDR R A, I H s MR
5 AT KB AL AR

MR X A A R T A
PRI, FERAR R A Y ) 3L R B )
AT DAIE A o) e PR N A AT R, HEWT B T )
HYIIHE ( Engel et al., 2012 ), M T H>RKREHE
Y NmBAEY N R G R B S8, P HeTE
VAR EdEA74325 (Engel et al., 2012 ), X
THRE IR HEAT BRI 22 i L IR [R5 , mT LA [ B
ANFVAE AR Z BB C R . Bl : Zheng 5%
(2019 ) 33 X 28 W4 g 1 TR AFF 110 22 S PRI A 4B
I W i b 0 T K T A AR
H W2 Bifidobacterium F Gilliamella ., 18]35 3
AR 0 7 B e PR 3 o o 4 W 2 e i 3 A
Yioiae, ik, FERE— RS ERIE

3.3 EEFENEYERRBRETE

HIE N E AR T 2 MR KB B S i
W 2SR RS AL (Hroncova et al., 2015 ),
PUER . R BRI A SOWR AR
SR A R 2 A 2 52 M B 0l B TR P A S
e ( Schwarz et al., 2015; Potts et al., 2016 ),
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CRISPR-Cas9 5 [K g 45 H AR FRAE R 5 L AR
HACRS, TELIRIEE AT . RIEMRR | 2k
B RGP LT R I 55 7 TH BB T SR
HEJR( Jinek et al.,2012; Cong et al., 2013 ; Doudna
and Charpentier, 2014 ), ¥T4EAK, AZKZEHINIR
B A f5 AR RN & | 4R g AT
8 | RO S5 B i S 2 ) 455 T 1Y) EE ) g

(Ridaura et al., 2013; Brownetal., 2019 ), #&
THTA R B, 5 TEARBEIR NN B Y [ i A3 5E
A TE A 75 P, DTSR 1 32 T AR it O B I T
FHGRE S (Abt et al., 2016 ), [HI, &Fx)
— W 8 R 1) A A T B R R AR R TR R
B . AR R Y T2 B Y IR B A A
Clostridium difficile P&, LGBt RIRTTY
230 MU B R ZEL | TR 2P S R R PR IR g
45, Nale 55 (2018 ) 38 1o 5 [N 4 5 010 1R s B A
FL 10T BRAIRZF AT I , IF H T LABS 1kt —20
BH . BRImERMER RS, Leonard 55 (2020) it
TR0 RNA T4 (RNAI) G0l 52 i 2 i
Wi AR S. alvi, Z3EMGER S, alvi 7] LR E
Hh E G A e R B, JF 7 A WUEE RNA
dsRNA 7 FLIE Y RNA, IR IEZF A B
WG, XA IEAAT AARIESS R, 38 AT AR
O R B S AT R o M T A ) e TR
B, EAEAE RS A TR A W, FTLASTE
Hb B = 1 RIS I

4 KRFEHRRE

e pE A LA ROE MRS, B
8 M LHER 5 AL LB . FEXT e 1B 2L
AW S E EEAEXRAVR H R E R 5 AR
M A Z AR NE, AR FEE2E . Rl
RS BN, R E A
B AY) (Engel and Moran, 2013 ), KAt
2D B9 W 1 DA R R P S | D) RE I i S
PRl S A BT DR, T AR el i T 3 K
P14 f R i (T L

41 EEFHEEHEEGE

— it BRE A 3 TR R B AR H

HT A DA 220 58 o SR 3 ek g 8 A A A 1
e | LD A R A 2H 25 A B ST 58 R 1) i TR
BERY, W] DA SRR e 1574 v B A i
5 A K A e FE, BRH DL R RET ] |
TG T B TR TR T 1A, 3 A7 A — LR S
B BT AR W, XA 0 M FT LA A i i
PRI AASE R F) A S S HE RO BE Al 4 Martinson 55
(2011) il3d 165 rRNA ZMATH B E AE Y R
LR B, KB A PN A D AR T
AW AR R ] AT O E VR AR REE T
LU, HAT A THERE . 1 A R B
HITRAL | TR R SR (Cox eral., 2003
Tellenbach et al., 2016; Puente-Sanchez et al.,
2018 ) FFAE T VE I W6 4 B 5 5 BB A T e i
BER , MAATE TAEP AR s 0 15 v 0 0 40 v vl LA™
e B-H - L-TN & FR( B-methylamino-L-alanine,
BMAA ) it 8%, BMAA SEYHEE H£IF
G #EA AR, AT 35000 i AL ] JR 2% it RO
( Kamjunke et al., 2002; Cox et al., 2003 ; Murch
et al., 2004; Zhang et al., 2009 ), {H2, f#1E
TR IR HE AR A RN | AL S T RE H
AN AE o IEAh, Bk B 22 T 580 i 1 TR R
f) 16S IRNA 7 #fr 7k, HH P2 A
PN TR AN M B A T, X %8 B A 11
A BTN FEZ AR R, NI T it Bl i e MR
1) AR E PR . PRI, 0 7 3 PN A e Tl
WA R T — P S I

42 EXFERHIEEZHE

ERT, O 0% 0 1Y) i 1 TR R LA SR
Y. RgsmAE E . fREHAL . SRR B &
JEETE BT 05 EM (Engel et al., 2012, 2013;
Zheng et al., 2017, 2019; Liberti and Engel,
2020 ), {HJE, XEEWFFTMARET > 1 i mIE TE
R DI RE SN [T A ) Z [ H AR AMERIL

Evans 5¢ (2006 ) 3 32 X % 16 G2 A OC 1Y 42
LD I, e BB Y S AR G BE R 71 4,
1M 2R W Drosophila &N R 196 4>, AN E 2R b4 N
1)—2} ( Lemaitre and Hoffmann, 2007 ), #MH%
W) G e BE DR 5 R AN ] Ak, SRR 1E N
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WAROTERE, BEAE 5 Pl .o mbit
( Martinson et al., 2012; Wong et al., 2013 ),
PRI, SR i A ) 5 18 EAH AR TR Y S i ik
TR S AR AR S W AH DG I BIFY . Imd. 5 5-36 i
W AR R B L ) G T I L 2 AR DR AP i
Rz G VR, H S A A T 2 AR
FPLEIA FRIF5T . A % Imd 5538 B AUHARE 5
30 (6 118 R EAE ] O e ] 4 5 e 1% £ B R LS
FRATTNT 48 W S e KL e T 1) T i, IRt X A2k

B g2 o 28 ) PR SFAIL A i Ak 500 58 0 IR
CAWFE R, B R L 3 1 1 1 TR A
SRS, AR H X HET AT &
( Liberti et al., 2020 ), Rothhammer 2§ (2018 )
5% ¢ W g 2 2 T A A 7 4 T LA S K ik
7N S A B B 5 RO, SCRE TR AL TR o A4 i 1Y)
TEPE, AR RAE o WA P A BUBL AT B 7T
e 1 77 A PR Y R T AR 3= 5 R ki A7 58
it (Kesnerova et al., 2017 ). M-Hikhi<k /e H
BLIA R Tt — 20 gk . B U E W 28 A%
et KT MM S 1A g m H
HI AN 2 . Quinn 4F (2020 ) fH AL, (58
SRS PTAR i , i Ak A T RO R
SR B AR/ N R AT A 2= s, SR PEAL T E
AL Sk 2E nse i, I E A Y
PBT LI i 2 B, 5 25 2 SR 0 &
o 1T A S P A AR S e 1 R B A
BT, BLAh, B4R P9 B A 25
SRR PSS B TR R RE . BN, FLIR
FFRZR & A KRR R A, RAFIE
—RE . BRA e AT AL, FRATR 0% i 18
ZRAFBUR Y TR PR, X PEAS T 18 M 2
PR3 09 BARPLEI 5T, W A ik
J TR A HIL T E AT A B

43 EBEEFEMEVERRBRSELENY

WA ) R R IR . k2. &
BRAAGEAE A KA BT R S 2P R T, BT
W EEAR AR DRI T e )N, RNAL & LHE
BN AE DY 1) B MU P BE BT AL o R A
[F %% CRISPR-Cas9 7 A 1T L) 4 i 2 14 iz 36

3 A TR B m K PO R B .
Leonard %5 (2020 ) ¥%E S alvi ¥R THEH,
AL DA LR Y B RNAT S, 8 3 PRI 75 2E
UG 1Y) LG A7 T PR I S M SR W B L%
— S0 B PR P ) i U Y AT R R AR 25 T
At W FEEGEGRHMEY I S %55 Riptortus
pedestris & N B 3 A A o B R TR
Burkholderia ] LAREff AR ( Kikuchi et al.,
2011, 2012 ), FEARAR 245 D REHE DR (14 & BLA ] T
1 o B DR A e i v M B2 R T o REI R AT X
S ERASMEAR A TE B AR B RS A 3 R A AR
1k, Zhang 55 (2019) AIIEE Buchnera W)
PR TT LASE A F2 B, DR T DAGE 3ok
PR A R R L T AR B R Y R 2 4t
A TR AT DA T B TR i, 0 AN BRI TR - 170 2
filh ORI iR . AN, TR W I DR G R R
AT EE NSRS, R R R, W
AT LA NP TR YT B8 Al

AR e W T T AE Y Y, — 5 T AT AR
FHAR SN $5 37 I 7 F5 DR 21 4 56 5 B 8 Tl 2B 0 1) b
2, TEBLFERE A1) 3 PR A AR 2 255 S AT
SE RN 8 AR 5 55— T AT LA SRR G
# (40 CRISPR-Cas9). HIHEHEH A, REIRK
AWIZ 8 e AR L R ThBe . -2k
FHBILEN | Bz A B A B9 VR B 550 G fe g
T EAEALE], SR TR B A I
Hh, EwEN AR S WAL (R AZE) 17E
FELe Ty B —E AR TR AT i e iz 18
DARE, o] g NP5 1 20 285 W I DA K 2 e
ORISR Rg e =
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