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TR AEAEEE

PREABTMEAMRERAAEEEEFENNETHNA

IWT, BT, IR AW AT

e [ AR 2 B AE R B A BT, bR 100081; H LT K%, K E 050024

FE SRR E Pl A5 R S IR R AR S5 SE LB AR PRI 2, R IR Al R KL B AR AR, R
M AEE Rl IR BEEOR o % SC AT E (BB 1 SR B A A R AN AR SRR S TR, S T
I JRE B R G B A 3 (KPR N SRR A S ORI B AR B P BORAE S AE 1 7 (Medicago  sativa)&s & RHICRE H 1 1 T 2

17 TR AR

K PR EREOR, RRREROR, SRMOE, HAE

E8R, £, EHG, T, WG (2022). PR E MEORBTFUIE R KILAE B RS S TR R R . AR 5T,

756-763.

A 44 (haploid) 22 i H AT BC TR G (AR 30 H 1)
Kk, X% 1A (doubled haploids, DHs)f2 fi #f 4
28 3k et A ST I FORE I i 48 fE Ak (Ren et al,
2017), X i IR 13 46 & R AR 6 5 OO XSRS AR B
Pl LG BT EESL SR AL NH B A FEIR
A G R IRIE, (HXCR A AR AR S ARTE 8 L2
] JoE A4k, IR A5 1S B oK AT DR 5 2 B AR PR
(Gilles et al., 2017a). K, H51E5i438 & Fh7 1240
be, B AREMEOR S g2l RIEF R, S E
TR (Prigge et al., 2012), X4l A= HA 55N
R A .

R BT B PO AR HE AR Ml 5 1) 1 B2 (1
SRTER, R TE ST 2 I B 45 M T ) AR A
AR, B R RAETE AT B4 &, X 425 A R W5 |
i TR E WK . ik, N THEERGR, ©
N e E L. AL E TE (Medicago sativa)
R—MEZFARAGRHEY), HEFRNEEE. &N
RE 5 HL= i, o P R s T AR B K I — R AR
2 UEZE” 3 (Yang et al., 2019). 5H'E
FEREVIFL, B BAAZAEM, AR K

Wik H 391: 2022-08-09; #2532 H 11: 2022-10-09

LGRS A W v, XA R L R S
ARIF A, B FECE S BRI HAERZIEE
RER “2.00R7 (& RS, 2021). IS T Fh
BRI — RBVIUARA: W 25 5 R £ & B oA i) 77
W, FTRE T HRE ol A A3 28 v i P A5 PR o DA
F, RHATRA M E R FBL, Rk iR Ry e
REFF AR . ACFERL T F SR A4 ok
A EARINAT AR5, VEANIER 7 i3 R gm A
SRR N R FHAR, RN T SRR E i
ARAE T8 S B A R

1 FEEVRESETENEXFER
5id

1.1 BR=EREEF

SEHW A, AFEHE (Nicotiana tabacum). 7K
(Oryza sativa)fil kK (Zea mays)7E A 11400 ¥ Fif
HRERAFAE B R A AR R L % (Kasha and Malus-

zynski, 2003). 7E%%# J&(Brassica)ta¥+, Thomp-
son (1974)#k3E | H RSN 77 A B AR FT LUIE B
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ai & AR FE SRR, AN E B4 2 B (inde-
terminate gametophytel, ig1)S S0k 1 a5 48 g =
A AT AR IR G (Kermicle, 1969); 76454 1 75 #E 4 o
BRI T 1A B R [ E 18 545 44 (Stanford and
Clement, 1958). HARIX L [ A BLAE A AT LAVK ST 1k
BUELAE AR, AR RS TE SO ARAR, A2 DLR T4
TEVIE i

1.2 EEEALIESR
ME#Z & B (gynogenesis) 2 i7s 5 7= A B A 1) — Fh i
DLJ7 %, A s R RS 24 i ] O T 1 Ak (G A R
2 RS B GP AH W ) 7E AR Ah B R B TR AR, (R BT
TG R, X AR R4k K T BEAR R B iR
B fEMAM ST R, MR IER B (Alan et al.,
2003; Bohanec et al., 2003). 177 3 [ 2H Bl A0 IR 22 (1)
KB B B S 35 o 0 Hoad ke B2 FE 1 82 1 (Keller
and Korzun, 1996). Kk, W LARIEVI A A A ik 4%
RZRGIRER . b5 BAE 2 S A AT B i R 77 . I
4k, SaundersFIBingham (1972) & 81, B 75 A 3
F I AENIMER AT Y B AR 5 5%, W] R Th3k S
A 1 P AR

A, R IERE N XA RS MR K E
(Kalinowska et al., 2019). 41, 75—LLpA F AT Lo
IS AR SR AR, SRS T REA R AT 5 AI0ME
G SR, AEERAEE A T AR RO Z A8 IR AR
Az B4 A (Armstrong, 1959).

1.3 HEEREFARER

MERZ R B 8 HETC T 44 4 3 5 A4 A0 55 97 1A R B
k. FEUCIE AR, TC 1A 40 Bk AT T iR A2 5%
oA, JEEA IR A B A
o 20t L60FE MR EH R KN BETEFR ST B
(Datura)ft 24 1] LA 7= A B A% 44 5 RS P& (Guha and
Maheshwari, 1964). H {il, 1% /515 D& 7E FOK R
BH(Capsicum annuum). /N (Triticum aestivum)
HIH=E(B. napus)&s 2 M o 3 I i Th 3R45 5
k. AN S, TEEAEYIA T SR AL 218 .
19724F, WF 503 R IKE B A8 AR R /M 14T 2
ARG IR AT IR15 B fE A2 Mtk (Saunders and Bing-
ham, 1972). 198441 IRkiE | B IARIE 72 5 f5 4L 24 7]
PR RLARAR, (HAEZGEE IR AR AR I R 2 B 2

fih [K & 5 (Zagorska and Dimitrov, 1995). fil#1, #4
BHOEER AL /MR BH B IR TRAL B 625 (1 I
(B BE IR AR ESER RS AL . B8
J& 7E UK ¥ (Agropyron glaucum) (Chekurov and
Razmakhnin, 1999). M3 (Secale cereale) (Ma et
al., 2004)#13#E % (Avena sativa) (Kiviharju et al.,
2005)% 2 P e s i 2 1R 55 IR A 2 B /N K
UisiA5 7 FARER, IR AR R B — e
RLFUME, A AR E R R R SCHE .

1.4 EGERZFFHEE
W8 25 AT ARV I G (0 A4 B 3R A5 B A AR 1K 7
(Kasha and Kao, 1970), {Hx§ HAE R LHIFEATE .
LGN TE R RE TG 1, (HE T4
KA Re 2 FERXA YL OARIE RN R, (R A
RRENG; RIS, VR PR oy 20 o T B (Ui B,
R TICE - R, SRR AT U B A IR I A0
R I AR AR EE TR AT PR

H 197 04F KB #15 KZZ2 (Hordeum vulgare)5 4H
R PR K F2 2 A8 SR AR RE SRR S5 1, T VEIR R
B E B AL IR BEAT T 2uik (Kasha and Kao,
1970). AHFFEERM], # VUMK 6 E 15 (2n=4x=32)
YERBEAR S A5 RE 8 R AT L= AR “ Bk
(2n=2x=16)J5 X, kT B A E A 3RS BT E 15 1)
FRIN G, AH T A AR RCRAR, FEEAE AR
FHANIE [ (Bingham, 1971). [H 1, AR 15 75 L%
TR, DURIETE & M S Sk & 25 bl A

5 ] 7L

2 EAREEARNTFNEAREFES

1AM T SR B TR K 2 . MERER, Imim TG
T R SR AR N FH ) SR o i TR G i AR ) R AT
T N5 5 A5 A S DR PR 2 SR DAL AT, S ok
AR A R T A R s R R RS, R ) D A
YIRS B PR MR AP S 2. BT, EY RS
AR AR AR AR ) N U R R B FEMTL . PLD3.
POD65. DMPHICENH3. EAN[FEIYIFIr, XL py A
LRI R G P AR AR TS T A PPN R R i
FARAN TR AR5 T R R TEAE Y 1 B
LA .
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Table1 Related genes of in vivo haploid induction mediated by gene editing technology
ER:UE-7] LEEvEYR K R 9 i 28 1Y AR L (%) 27 R

AtCENHS3 Arabidopsis thaliana Gene replacement and insertion 25-45 Ravi and Chan, 2010
ZmCENH3 Zea mays Gene replacement and insertion/RNAi 0.16-3.6 Kelliher et al., 2016
TaCENH3 Triticum aestivum Gene replacement and insertion 7 Lv et al., 2020
ZmCENH3 Z. mays Site-specified knockout 0.5-5 Wang et al., 2021
ZmMTL Z. mays TALENs 6.7 Kelliher et al., 2017
ZmPLA1 Z. mays Site-specified knockout 1.55-6.67 Liu et al., 2017
ZmNLD Z. mays Gene replacement and insertion 0.5-3.59 Gilles et al., 2017a
OsMATL Oryza sativa Site-specified knockout 2-6 Yao et al., 2018
TaPLA T. aestivum Site-specified knockout 5.88-15.66 Liu et al., 2020a
TaMTL T. aestivum Site-specified knockout 11.8-31.6 Liu et al., 2020b
SIMTL Setaria italica Site-specified knockout 1.75-3.49 Cheng et al., 2021
ZmDMP Z. mays Site-specified knockout 0.1-0.3 Zhong et al., 2019
AtDMP8/9 A. thaliana Site-specified knockout 0.92-3.23 Zhong et al., 2020
MtDMP8/9 Medicago truncatula Site-specified knockout 0.29-0.82 Wang et al., 2022
SIDMP Solanum lycopersicum  Site-specified knockout 0.49-3.68 Zhong et al., 2022a
BnaDMP Brassica napus Site-specified knockout 2.4 Zhong et al., 2022b
ZmPLD3 Z. mays Site-specified knockout 0.85-0.96 Lietal., 2021
ZmPODG65 Z. mays Site-specified knockout 0.9-7.7 Jiang et al., 2022

2.1 ERREBMRBIREERFFEYLEE

T KMATL (MATRILINEAL)FE K 5544 70 8 1 Ab 3\
AN AR 2 A 0 B AT SR AR AR B A, % R R R PR
NLD (NOT LIKE DAD) (Gilles et al., 2017b)aiPLAL
(Phospholipase A1) (Liu et al., 2017), HZmfg1eH
S 1 R IR I G s (Kelliher et al., 2017), £ %
7R A R kR ¥ O B 4E H (Prigge et al.,
2012). HFFEN Gl 2 K 9w i T BUE KRG N
7+ (Setaria italica)H 73 7 G| 7 mtIRAZ A, IR
ZRA G AR A= A B B4R, R A R Y
% S R A [H (Yao et al.,, 2018; Wang et al.,
2019; Xie et al., 2019; Liu et al., 2020a, 2020b;
Cheng et al., 2021; Sun et al., 2022). H i, MTL3#
PRI LE L7~ A ) o B BB AR S AN IRD, T AE T P
T I AR UE SR 15 B 75 3 A5 AR M RE /1. B Ah,
RO K LIS (2021) K B, TR KB T 1 DL 2K Ik
B 2 — [ R KB fEEED3 (ZmPLD3) T fiE ke 2k 5 4%
WA LU 3 TOK BHE A5 44, IF H zmpld3/zmmtl XY
RAZRI) HAL AR T A BT zmpld3 5 R AR KR &
TAfg. el K S i E R B E S K E A
R EVEMRNT 1 1 AR SR R 7 A B AR ) 1

FAMLH], K ILE M4 (reactive oxygen species, ROS)
TE SRR R R R E AN, J% e H14 ]
DA 5 7 A= B R 09 397 2 Rl —— K 74 5 Mk i AL
Wl 4 1D FE K (ZmPODG65), E i A AR & F g
T — 4L R4 (Jiang et al., 2022).

2.2 CRISPR/Cas9%i$DMPiES B fE K

ZmDMPTE TR R D) BB R v] 5 S A5 1A, (A5
AV H0.1%-0.3%, # [F i R4 ZmDMP F1ZmPLAL
AR R R i 5-61%(&1) (Zhong et al., 2019). W4T
BN, TEXFHHEYILFF 7T (Arabidopsis thaliana)
[F) I} ik [ AtDMP8 A1 AtDMPO 1, g % 5 7= A= 8 1% 44
(Zhong et al., 2020). H [F Al FF7 Bt 78 141 BUA I,
16 $E 8 1 15 (M. truncatula) 7 i o 5 ] 4 5 35 R ¥
MtDMP8HIMtDMPO [F] ] it b I 5 AN [7] A= A Y SR AR Ik
A AT DL R AR BEACSR YR (1 B A5 4, 1X K W DMP 2[RI 7E
SRHEY T B REAR AR TE R R T . 1 TN B
A6 5 A1 K . (Glycine max)&s & RHI B A E
P AR R 265 7 HESA(Wang et al., 2022), [
Ji KILAETS fn(Solanum  lycopersicon). 4k &A1 jH 5%
S HEBATEY T, DMPEN R4 J5 thAE 1% G 7= i
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Figure 1 Molecular mechanism of MTL/PLAL1/NLD and DMP genes inducing plant haploid

A ' B
B8 [ (66 (B8 ) |86
AR REAR :%ﬁsscz;: CENH3ZEAs /&R A :’f‘%ﬁ:ﬁtz{:
Afm
i)l
—ERET
TAERIRRG €[ AN et BRI

(HF A P40 L PR )
B2 T CENH3FI AR S RY A Hm YL ok T M 7
(A) IEWEAZAT; (B) CENHIZASAREA 5 1EH XA AT

Figure 2 Model of the uniparental chromosome elimination in the CENH3-based haploid inducer
(A) Normal parent crossing; (B) Cross between CENH3 mutant female parent and normal male parent

5k, RS R H % % (Zhong et al., 2022a, oh R Th SE I BAAS4R 1 S . RavifliChan (2010) & XiiF
2022b). X W] LADMP-HI £ G N LAl i B 44k 5 SE, X CENH3#EAT AH AB M nT FE L I v s 3 7= AR
PR RAE R R B R (3 A 1 R (EI2). BEEWTIC R, RS IFCENH3 NG 2

BB 5 25 4 0k R ) K N-tailswap S e m, S 8™
2.3 CRISPR/Cas9%a#8CENH3E L RAER BR R, W LAE(Rav et al, 2011), X

HAT, WHRELE 2 i AU AICENHI R E 2 MR RIS FOURE 7 N J2 0 A 2L B A T o A B 4 175
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S %. fEE K (Kelliher et al., 2016). 7 i fll /K
(Kalinowska et al., 2019) 5t & B 7] 48 [ N J2. 358 %%
AT Y, 25 RAEIX LLY) P 38 i T i 5 A A4
Fbk. RS SRR, HA 2 DAEXT CENH3)
Ny ] A 2 303047 2 66 i B 1) OB R A5 AR 15 2 R
wIEWF AR, 75 £ K CENH3/cenh3 %k & F 7] i
SR RARAR, I H RSN R BEAR LA RS AR N
FERSE S R E (Wang et al., 2021). 46, SEIEIAA
R FCR I, (E/NFE 2N, LIRS A
BTN AT 5 /N 2 A B4R (L et al., 2020).

3 tEPRBEMERE

ZATRAE MY S WAL, 5 R A R A I
T )% 0 R A B0 16 s R PR P2 A 2 ik, PR AR 2
AR R AR S R AR I B B AR, SRt bR
FTAERAEEE . ESLhrEr= NS, A
Y TCIEAE N R BT, RIS SRR
E B DA G A3 A 75 B SR A I A R R AR AT DA%
IRAF 2l R AN DL A2 ) Folk 16 42 77 75 3R (Chaikam - et
al., 2019).

31 BRKRE
43 ) I R AR ALK TT L B B Pk 3 IR A PR
o Wlan, JKFEH B KR N 202 N 50%—
60% (Segui-Simarro and Nuez, 2008). {H/& 4L taik
fi5 i B RS B A BEALE RUAR e v, DR ey v
T SEBRAE A

32 AIi&ES

N T SR EL RN 75 15 o W) B J7 32 mT DLIdE ik i
TUURH A o0 (P 2 TO0 28 ) 5 LAk SR 3550 A8 AL AR 1) T 10 350 67
FEAE LN A A LA (B K T, 1994), SR G BT
5 2 20 0 A P A AN e A, T 3R AT G A i
B IR P 21, B Ja X R4S B A P 2H S AT 8 7R
AR IE 8 5 BT VRS T A AR A 1t
A—EMBENLYE, SeBRA e o RTER A PR AE
F o A28 G Al F e 22 HON FH B 1 22 A5 AR SR B
X, HAHNE L E SRR O, H
REBE SN A 20 24 MRk, {3 4 (o A 45 i 72
SR, G UG VAR H N (Kleiber et al.,

2012), Ak A2 FR A A 2 0 R 22 i A e AR 15
ORISR . AR, FRKKALBR G 5 2 65 (A7 25
FRCRAC, XHEYAT S F IR LA S LR & R
SR A

4 BEAEHEAEREEEFREE
M EI N

AL E R AR 2R R, 2 R E A AR
A SRV EAEY), HiTHEA RN, Bk
B LK F A SRR SR e e, T PR T
16 H T [1)384% 2 R A E A3 (Chen et al., 2020). Fii
BRIV HN 7 HAR M PRI R &, CA TR & 1
AR S8 DR 205 R AT 4%, T 88 K (Chen et
al., 2020). & 15 (Shen et al.,, 2020)fH 45
(Long et al., 2022). [Fit, wmjfi &K I0E 7E B FHE
SRR T AE SR R D RE T 7 B A — E 4R R AE
F o SRR E P R T 8 I B A A AR P AN 24 HHAR
R AT SRELAl R A, X R T Al R ik R IR
Pm T AR, REWAEYEMPRE TR ST
AR, HAET, ERLERE T, FEES RS
2. MET AR H SRR G, B T T 2
B2 7 A= R B AR, (H AR T RCR UK, N
FRAEW P2 10 i A9 (Croser et al., 2006). tH4F,
SRHEYIAR N AR T T T R AR 2218, FR
il 7 B AR T Bl R AR 1 1S S SRR R R
F o faeilr, o O B 2= B AT 7 A B 2 DR G 4R 4
ARAE S RHE P 92 2 B 78 P O] T A 8 SRR 1R Ak
#A(Wang et al., 2022), MfftT GEHEY) AT RS T
MU LA R B S8 A0 7 56 SR R E D) 51 F
PR ARAR R PR T B %

5 RE

5] 4 R R X T R M B D B
BEEA, 2E®EM L6361, (HLkRA
LR AR R AR R RO AN 2 o SRR TR N )
TR, AEERMEEE. MARR. &N
AP B AR A, 5 MO E ) ATE
Pt E I B RLE E R R (Radovié et al., 2009;
Wang et al., 2016). 2840 5 & 75 Fh i 52 B E i
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R 7 SRR AR R T AR e =, (R E A
HABMEREK RN, R E M EREIEREE Ak
LHMET N B E MR BT N TECORR M7
AR I Bk ik AR R R bR, R B LR
SR ) B B BB AS s, 24 R R e A
AR B E R E T, I B 4SS S
REF BT XE(Gao, 2021). 164 & FlEE & M
K AEE A, I BRI E TS B B AR K 2 A1k
BAEER A, RHEEEMHEARIFREAELRLEE
NEM “2.0 B (EHlksE, 2021). K, £4FH
PO A RFIEERE. SRS TEM
BARRRLE, BEadm 50Ky FEMHEEE
AR ER & AR E R A, W T RS E T E M
KRN B RGP B O E . DR s Ay
SEER REE BRI B R AR IA R .

FARE AR PR TE P AR N Bk vT DUIRAS 845 1 5t
G AL, 48K T OUE SR IS B R, 2 eI
WEMMSA N E SR PR, AEEENAME. 2
WA TG Ak B2 SR A0 B 1S A5 1A 5 OB R R, W
R g8 T 1 s RO AR E 1 AR SRR, FRIE
R Gt tiinfis 7k, @ Sr s RN SR AL S 15 LA i
BRI R, NI E 5 ORI I8 S o
KRR )50

e PE N
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Advances in Haploid Breeding Technology and Its Application in
Alfalfa and Other Legume Forages
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Abstract Doubled haploid breeding can achieve rapid homogenization of genetic material through the combination of
haploid induction and doubling technology, which significantly accelerates the speed of pure line production and the se-
lection process in hybrid breeding, is a common key technology in agricultural breeding. In this paper, we briefly review
the methods and progress of plant haploid induction and chromosome doubling, introduce the latest gene edi-
ting-mediated in vivo haploid induction technology, and discuss and prospect the application of haploid breeding techno-
logy in Medicago sativa and other legumes forage.
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