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BEHEYRNEE
Sy

HRIMYE R A Rk 220, 1200241

HE: BARAMYE RIS F N T RZRRZ —, LRAAMA Y FART N EZAR, B FHEDOAR,
EA AR B TORENEAB A REFmen {L A THAGAEERN S5 0 CEBFT 5 A5 ARE 4
RE. BERRBIENGEAAY, ) 2 aLEE(Physcomitrella patens) /& T 88 X a4 69 3 & 84}, T ARG B3I
J i AR 3k, i@ F) R & 4004 & CRISPRAY 7 ik A 2| K R SAAA=SUR 00 B 9. & T 8688 N F 9 R 36 AL
WA RRT MR LARA, 7 A TADRKFE EFRBA GRS BEAR. KT TEFRE EMY

WE AN AT RS RBATT A,

1 PNIBEBREMRNER

FA S AR T 2 Al AR AR AR ) 2 B
Ro 32 BN FRINECE B4 0 %, 7E 1)L
AN R AR A 2 A — e g A 50 2 B AR AF
RS, FFUR 52, I H 40 BT BOHT 10 T 40 M Bl 3
T, MM TEZ AL B S 2H U8 51 80 B i
HABEMRE. HTAREHEERS), A%
FEYDIE AP T F I RS 2 — o Rl A=
J 2 AR A R T I . TSRO
HESHAMRKREY) . HTHEYALEA Y
JoBE, 2 2338 B 4H B ARSI A B L I R, A
LU RS S A A B AR, RE XT3
AL E A CHBONRAN I, Y85
A R HLERAR SR S B ) A= ) 5 0t 9 1Y) B B A0

AT LAk, FERE X4 B I (Arabidopsis
thaliana)F % T FAE W FES 7 — R 5| HE
fE . XESH SRR A T TR A AR B
RAE LS A K MG 7 R R SR AR AR
KA FE I E B (TkeuchiZ$2016; Hufl1Xu 2016;
Sugimoto®$2019). #R1, &A —L5C T HA K
TR FEARRTAR 2D, 5 40 P AR R i AR R, el R A
FAR IR 41 P iy s O ) TR %, AR AN RS sh Al
MR AR A R A AR R A R AR ML S . 1K 2K ] i@t
OB FE 75 A0 B 1) B 00 . RERS LR AT 4 i PR
EE S I TE A4 R P i AT

EREAE DAL T Y AR 5, R R A
PIm Sy, FEAFEE R #EEE]

MALEHYITT(Shaw52011). BATHE K & i 18
Hh 2 28 1 TR R 1Y) B Z 2 4 i 45 Y B (Schuster
1983). L H AR AN TR BANIE i i Y AL KR T
JE, R R T AN ALK b R AR ) R A R
W 5t (Ishikawa%52011; NishihamaZ$2015). i ‘&4
BN SR G R A A B B8 T 5T AR T kb
AL EESH,

/INSTREE (Physcomitrella patens) & T 8 5HH
Vi), i EERE, AT LA S £ ¥ (polyethylene gly-
col, PEG) /™5 19 Ji A2 3 AR MR W DNA ) 5 32 A T 1
Pt Ak, I H I L [R5 35 20 f) U 20 380 5 DR R o
() H [ (Cove 2005)., 7E20084F H: 3 K ZH 1 B 78 ik
W J5 (Rensing%5:2008), BT 257 1 B¢ 3 it
9177 1%(Schaefer fl1Zriyd 1997; Kubo%42013; Collon-
niers5$2017)F1 77 (i ) 55 K 52 Y (Zimmer552013), /)N
ST AR R R 2 b S T B AR ) 2 A )
(IR FE o A LK X &5 B AR 1) T 26 R s FNBIT 728k
JEIHAT 40
2 NI EERE K FNEE

B B B AON B HAR E, HE
BUE KIS FR AR AT AR . NS RIEE B IR A
B 1 2 AT J 22 AR RN 25 A B e 45 44 12 3K (Cove
2005). JE 2R R R A K R — 51 g R

ks 2019-11-12  f&F  2020-04-09
BE EF HRRIEEES(31270332) ML INTE K5 S 4.
* JEHAEE (ysun@bio.ecnu.edu.cn).
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AHIE IR o b IS A JFE T i 248 L 40
IR b Do 22 A () AR KT SR A R o T AR K e 24 I
22 AR KB — e WY B, A e B T 40 A ) A B A
073 o R o ke A 2, 7 AR I T A B, gk
— W AR, TR 2248 55 3 (Kofujifi Hasebe
2014), EEREYM R 28— EAWMIES. &
WAL 5 A 7= A ) iR 22 AR G e A, 2 B
iE it s A oA 22, L4 B RH 422 A 1R 24 i B o B
TR K m . gezthant—ent AR )E,
M AR, TSR AR S B>, A M A ()
0 Jf B AR} T R 22 A B T e, I R S 22 4
Wk hee k. Rk E B —EMBE, —1
ATl v 40 o R AR TEBE 2 IRy R, AR5y SCI AT B
TER— N4 A a5, BN EF . Fait—F
KE 7 WIFIE R EA 2 258 A 25 AR A
ENURUNIIE Su e s N b Sl R S NIV E (VS
R L2 AR ) B G A M S5 ), BERR ORI . fE B B
VIR A YA TERY B, 7 AR R ) 35050 2% A0 AR
TR T2 NZEAR EAK K. a8 iR
TR IO S S A NAE T AT
— BRI AR . R R B R
J B, 7R3 AR 7R REAE B R AR R 2, PR AR R
ST, FFETR I RO S PR H SR (Cove 2005,
KofujiflHasebe 2014).

MR B 24T LB A 23N ), 5 A8 0 1) T 4
FOE 5 B8 Fh, 43 R Lk 22 AR T A AL . ey 22 4R T4
Ml ZEMHATAI . BAR T, SR A T4
K48 T, A T4r 4. 7Ep
THEPF, FAMAAFAE T R R AR B
TE B AR AP AR S s e b, T4 R AR AR T ¥
RB B T X P M o A S A AR
(156 A4S — LU U8\ Dy, T T 40
R0 2 LA 2 MTC 2 P 1 44 R 42 L ) o A
R M SR I (KofujiflHasebe 2014). 1 4nfE 1
PRI B K B M AtRHD6FARSL 1 HE R {E
/INSL g 8 R ) [ 5 KL PpRSL I M PpRSL 235} JiR
22 A (R 23 AR AR g PEAE B (Menand 452007
Tam&52015). 44K, — L& 20 g iR F AL i o 72 it
e R A B, 9 0 78 R (Marchantia polymor-
pha)th, fm s AR B R & M S EE RIMpRSLIT

MpFRH1 (FEW RHIZOIDS1) microRNA (miRNA)
IAE & A TR ARALE, 78 H A 2 A FE B
i A= ) b % F $ 2 (Honkanen<52018) . ££ f
THEY) B e R b, T 00 T 40 B A AL 2
FEpEE — AR ER AL, Bl inclass 1
KNOXE:FIE 1 7 I o T i 3 A= 2H 23 1) 4 ¢
A EZREIER, (HRE/N L BsE R e Ih
At 5 T4 i 5 7 A 41 21 1 % T 9% (Sakakibara®s
2008).

/NS TGEE 1 I AN E B 0 B A M 2R, R
WA T RAOWEE . 1 H, MWEEr R B A
A DATE 3B AT AT SRR IR 5% 1R T PR AR Hh R 22 4
(IshikawaZ52011), 3X — s 5 R IF B AR A
HARA ALz Ab, T HLEC G35 25 BN B, TR 5
WEE, FE BT FCAE A T A AT 0 A 42 0 A AR

3 BETHBEERTHERLERR

fE— B RAM N, YA R Emis
B, ONT4IM . (RS2, HARITE LT &M T
{140 24 i 5 2 F R T At L, AN 0 40 40 R R 08 R
AR N T4 . FEBRTF 3 (Onoclea sensibilis) 1] 5
AR K BT, 28— ZERT M
Ko MIEANTAMMHERICIE, H — R4
i 25 B Ak 1 25T 40 B (Tilney 28 1990) . K, &
— MBI 2T R S RN, )T BT A
Ji A BCA T4 M PR AT R, A H IR A
S I A 40 B 1) i 12 % 4% (Korn 1993; Holloway
FlLantin 2002). % Ji P A 1447 72 24 o o oot - o)
21 BV, L 20 5 AR P o g 2 5 O S A s B
AR o X AN M i A R 2 P
W28, A KT )T 4a PR (Korn 1993; Holloway
HMLantin 2002). 522 FL, 45N /N S A -4
M5t b A A o T S, KSR REAE E Bl AR R
JE 22 AR o 2 hH AT P S 0 — A 20 25 1D
16, FAR R R AR e B R BRAG, R A # R AH
— R AR RS L RIS RE R, 24
6L %) 20 A% S H B T R, (RS — N A A
HIL T DNAG . 102440 i o ] an 2R — Nt
41 A B )1, P AR R AR RCR AN i T AR
FAR—F£(Sato&5E2017).




FINER: B AR AR 1705

/INST gt P 5 A o A AR e AR v e AR R
(A RE, 2 J5 P2, 7 A 2 AR 40 i 5 TR Ik
greefl . XA S B H RS R R R L. X
ANk = iR NN S e RN T g R A S DB
AT &5 SRR, /N Lmi s A A AR
Fh-F RIS & B 1S DL (WangZ52014) .

TE & SEAEY) T IE A — B AN [R) 2H 23 1R) FAH % 46
IR o I, /)N 375 8 (1) S 22 A7 T iy 40 0 £E O
R UG T M2 A% il 22 AR A0 i, T £
iﬂﬂﬁﬁiéﬂiﬁﬂﬁ/ﬁkﬁ’]ﬁiéﬂﬂﬂﬂqj H87% X &= T R4k
AR AN, A 5%z Gk ELTY Ll 22 AR T 40, 55
Hhik ﬁ5%ﬁ/ﬁkzﬂﬂ¢$éﬁﬂﬂ@ A 3% M40 217
1E43%4(Cove flIKnight 1993). Jifi 4 £ & (NAA)
R 0 12 2l 22 AR 1 7 A= T e D 4 PR SR R e
PR HEZE A 1 R A2 (Decker£5:2006; von Schwartzen-
bergZ42007, 2015; Thelander52017), [Hith, A4 K- 2=
5 905> R R B AT ] e 5 B0 22 4k 4 X
AR AN A -t s e R 2

TEVe B (Sphagnum squarrosum)vp 224K i 22
A& A 53 S A B BT v 4 L 2 0 A R IR R 22 4
T2 B, 17 7 R SR 22 A4 B 5 S 2 T 1 22 4R R
ZLARTE R, KAE PP ST BN K B ik 2E
7+ B ROCR (Zhaod52019). X LEHL G /N AL
@*E’J%%%Tﬁlﬂﬁ%ﬂ@m?éﬂﬂﬁﬂj Re 2 A A 4w

B ILRA — e R ib . BARTREE LS
i B — AT

4 RETFHRRRIMISIHLEERFF X

I fENature Plant R FE W R T ET
TR 1 AP2/ERF# i 5 K -1 K i ——/IN3L
T &% 1Y) STEMIN fig 1% 18 It %% {1 A 420 240 . /) R O 2k
PRI Y H3 K 27 ) 2 UL 63 A% A5 i >R 1 425 B0 2 L 1) i
BHAR, Ml O, FFFAR 70 RE N AR
A (Ishikawa%2019), 7EH-PIF24 b5, STEMINTE
P DA B B RIK; AT I Sk 22 PR A P R A P e 2
f5r%L 5, STEMIN 217 2% (IshikawaZ52019).
STEMINE [K| {1l 5 3 1K REWS A /N SE R S 1) -y A2
AN B A S RO SR N H ERAE R A
SIS 53 AN R SE A STEMIN2 FISTEMIN 3
FR) = o TR AR () B A I R AR R R B . Ut

bb, STEMIN1~3%E K0T+ Jif 22 4 3 T o 40 fifd i A=
IRFE T AR AR IS T 4 Lt A S AL R R AR
A (IshikawaZ$2019),

LRSI I H3K 27 B 4F 32 2 PRC2 (Poly-
comb Recruiting Complex2)5¢ filfi(NekrasovZ52005;
Yuan%$2012), PRC2J& Fpolycomb group protein
(PcG)tE & A 1K(Goodrich%$1997; Grossniklaus&s
1998; Luo%$1999; Ohad%:1999). H ' FIE (FER-
TILIZATION INDEPENDENT ENDOSPERM){£1{E
T HT A IPcGE &1k 24 74 (Ohad%:1999). 7EHLES
It FIE-PeGR G4 B I 3 24 T I s e PR I
AR IE] AR ) AR (Goodrich%51997; Kohler4s
2003; Guitton¥$2004). i /£ /N SLHi&F H (1) FIEHE ]
ACAE 25 A 10 T 240 P B3 IEAE HEAT A is F AR 1)
i g 6 35 (MosqunaZ§2009) . ik 2 FIEFE A [ /)
ST B 25 R T A L S e B AR, ASRERE— b
A& Hoovk e N YA TERY BE(Mosquna®$2009) .
LRI T+ W FIESE R e % F 7 Pk B2 /N S B fie 2 A2
PRI IR . M0 53— J7 1, /NSRS 8 ) FIES: A
W REME 1 73 VK 52 40 T fie AR AR ¥ 2L 4L (Mosquna
££2009). [, XMFIEZ 5% 0 T4 dris
S AL ) 76 R 0 1A P R v 2 LI = A T A AL
i, FER) & B R R C 4 A & 7 (MosqunaZs:
2009),

5 £ KRS /PNIBIEET AT

FE K2R 5 43 M A0 B X 5 SRR BA, /N ST B
H EAFFHEYP R K EE R R B9
B PRI S S A O R, R % H B/ (Rens-
ing%52008). H s H K Ok 5F 1 1Y)
R AH SR B DR A AR ALY T B (Eklund52010; Prigge4s
2010; Viaene%52014; Coudert?:2015; MittagZ5:2015;
TaoflIEstelle 2018). 3l /N7 B & H ) PpPINA &
bR 4 v 1 A K FR AR 38 i AR PIN 5K 2k
DRl ) (RIS RS A, 1 H B A e A AR s Eis i
[ Th g (ViaeneZ5:2014); /N7 T % v ikt b GH3 ]
SENPEE KRS ET S MittagdE2015); /N2
#E R SHIBE K 2 515 4 K & A R ((Eklund%52010);
INSIHEEFPAUXIAAFE N S 5 E KRG 5 S %
(Prigges%2010). fHjE, X T AEKERAE/NLHiEEH
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1) Bk A2 38 ) Be I ST D
Lt b 22 PR FBAR 1) 7 A

KRS 5T AR R R
AkiE. WAL RAEAEN, EKREAERE
ZINSE TG A iR 22 A4 4 i 1 A 3 P OEE A (Aoyama
252012). FEYIEE AP #E 42 R 7 R A A
A AP2/ERF DNA%E & 45 #4381 54 44 (Kim%52005)
TEAL RS T I IX AN S R KR I AINTEGUMENTA
(AN R A 8L, 43 I AANT. AIL (AIN-
TEGUMENTA-LIKE). PLTI (PLETHORA 1),
PLT2. PLT3. PLT5. PLT7F1BBM (BABY BOOM)
FEIH, I e 5 R #5541 i 0 7= AR RD 4E HE A R
(Galinha%§2007). H A PLT1/23E F 5 HE 42T 4
SEIITE LA B 44 4 355 2% DA D% (Aida®52004)
ANTEAKFEE S RE T A MG IS 54K
H A H (MizukamifliFischer 2000), BBMid &%
K BES T ARG R 77 4 (Boutilier®:2002) . 7E /)
SLHEE Y, AN GG 4N R, 50 NAPBI~4.
X PYASAPBHE R #1125 A T iy - 40 i P e 2 3R
ko HHAPBI. 3. 47ERN 22 AR 3 SCE G 40 AN
FLoR ARG M #0 G 3Rak, TAPB2ANAE il 2244 53 32
IR R R IE . apb4 587 A4 1) fil 22 A4 A 40 D
WA ZEMAR AL, i B R IKAPBARENS HE =y 22 4k
A T 4 200 20 Ak 9 ZE R g b . 9 HL, AR
FEE S FANAPBRF IR . Rk, /N7 1 i
APBIER (1) FF 23215 & 25 AR 40 i 43 A 1) 0 22
% (AoyamaZ2012).

6 TEYILEAES Th A A T AR T AU R T
Ik

Wit L B0 0 40 B RE 0% 5 5 A e T 20 BT B )
Lin28 (Yu#52007)J& T ¥4 ¥ & [ (cold-shock domain
proteins, CSPs). CSPst [ & F R IUAEA HE R
Y B HP R IR, S R SR kI RS T AN AR
B FITAEAA G, Forp ¥ B 4s #35(cold-shock do-
main CDS)TEZH B . Bl AEAE AN 5 A2 sh i o s
457 (NakaminamiZ5:2006) .

/LR R [ PpCSP1 (physcomitrella patens
cold-shock domain proteinl)5Lin28 E. A 3F & #HL
IR 7 51 DA S R L R S5 3, Lin2852 0 FL3)

— R, KRR

Yirh 5 PpCSP TR P f e 1) B: R (Li%52017)
PpCSPIHERITE IE 5 AE K IR 3 22 AR TN iy 22 AR T g T
S 6 LA BT H B IRD  AS TOL i 4 A o R IR SR B,
INE T RES ERE T AN RS G, Hdmet R
4k _E U] R % SRR, PpSCPIAE B A4 11 4k
S ) RO S B T v, R R o R R A T 4
o R A A P o BB, e A2 R 9
K (PpCSP2H1 PpCSP3) #A R bk 1) = SR AR, 5
PRI ) P AE 2 3 B A (Li552017)

& EE YA i B AR i B S5 sh Al i
7 9058 1) VR s AL XA BT %o A A 4 A i
PRI 1 5 sh P A A i AR BL 2 A T BT IR
40 B 55 2 Re 141 il (induced pluripo-
tent stem cell, iPSC)FE K e 75 5 4 fu 5 A5 Sy 4= B
T4 MAn A FVEIE DN, A YR SR,
PIEIBRARANBNL o T TR v 2 B 3 AL 2
PUG# N EEB RN

7 BEEHTHESMHTEYBENRRE

P AR R ) — A E A R A P R Ny
KA, MR8 A dris o AER TR,
AR 73 2R I A — R A5 (AR GH 7> 2R G 1
(den BoerfliMurray 2000). 7E5H F1i8 2 25 H Ay
B S T, CYCD (D-type cyclin)ik, 5CDKA
(A-type cyclin-dependent kinase)%h & J HCDKA/
CYCDE &1k, EXNMEEMETEMRAS RS IR
$%E2F (E2 promoter binding factor). RBR (retino-
blastoma-related) FIDP (dimerization partner)ixX =/
1 1A R T, A2 A4 B NG LI A\ S SH
(InzéF1Veylder 2006). HEIRFhFNIE % 2B, RBRAI
CDK AR A Bt~ 47 v 48 it ) 31 e A AR S
SRR J DR 1) 20k k2 3] 90 1/ H (Borghi 552010,
Gaam-ouche552010), {H i T g 77 73 A2 4 2R 41 Ffd Ax
%, MEVAE R PR S EE, IX AR AEE S

B FC R I, AE /N SR 25 A 1 /N i o, 2
15 L AESHARIAHA, LI 20 28 58 1 T 8HE )
Ji ) & il (IshikawaZ52011). 1% — s 5 R R0
J IR IEAEGUHAE IR RANR . R AE i ITDNA
B AN SR A T, /N SL A 5 A 45 1 A P
A 248 i T g A R AT B 22 A B i R ) SRk AN 32 2]
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] o 177470 1] CDK K )y BE B 10| CDK AR 323,
2 () F 407 of1) 200 ) 9 R A 4 B P B 22 A s 1 i
Rl iE o DRI CDK A 2 /) 37 Tt 88 P 240 i P A e 7
eI 240 ) 39300 0 i i 3 R 00 B S A A
%K T (IshikawaZ$2011)

YR AR N 22l — SR a4l
ZURERE, Rl 2 E N T AR R, @
ZUHR G M. L0551 & AR 1 F A
b, MR ML BN R AL TR, T H AT 2
HMERIRE Y AE AT AL P . A S
FAESMFEY RS AR ? ER T2 AR
KRAEFRGidREF, WOX (WUS-related homeobox)
FIGEEEF A e Rf 2O E T, ST wox
IR L DR R BEA R 7T AR 73 3 AN T 200 3
. Ao ] S AT ERAR S (Nardmann2%$2009; van der
Graaff3$2009). IASAAFAE TR b, Hrp
WUSCHEL (WUS) (Laux%$1996; Mayer%:1998;
Leibfried%$2005). WOX5 (Kamiya%$2003; Sarkar
£52007; KongZ52015). WOX3 (ShimizuZ$2009)
WOX4 (JiZ52010) 73 HIAEZER . RIS, HAIZER R
KB EFEN A AT 4Rl . R,
WUSHIWOXS5 B AE 734 40 i 537 1 R A L 23RN
A 2 i JUR P 3o A P R A FH (Zu0452002; Haecker4%:
2004; Sugimoto2010), iS¢ 7 7E T 3H 4
TEN 4D T . B WOXIMWOXSHES ¥
KB AV B Al ) ok g 1 AR R AR T (Wu52005;
Breuninger’%2008; UedaZ$2011), WOX1IFIWOXI2
(LiuZ52014; Hufl1Xu 2016)7E A @ MM ES fA Ik
PRI P EE . W2 SR T a4
BEAAENKITA &EED T . WOXI3)E T 1%
W, 5 E BRI AC P WOXEE R b BE B
ENZ5REMTHEMBEERLE. B, JHE
FsF B AR TE B 25 T e (Deveaux 252008; Romera-
Branchat%2013). /NZHi#EE 33N WOXIEH, &
#8540 RE I+ B WOX T3 %A S (van der Graaff¥
2009). HH, PpWOXI3LARMPpWOXI3LBYEFT A
HZA L b R IA (Sakakibara®$2014) . EAFEE
(2, BATTAE 5 22 A T S 240 D w1 2 B S B T
Ui I T FR) 40 BE SR, E DR A0 A 5 1 b i LG R
AR om . RE R AR B V)RR, 455 0

Ab P TR IR B iR o X AN SR DR (1) B B SR AR A
AT W R, (E A PpWOX13LA/BURAR R &
TR E MR I B 2 57 % (Sakakibara®52014).
B 4 11 A PR AR H 5 22 A TR R 2 B 2 BRI, T
£ L 4 0 I 22 A o i R 1 2 0k B gl 5 B A Y
BAREZER. EEEHET, AL
T SR L2 AR B B AR, (B TE IE 515 4%
R, WRAAR M R AR M BR85S 8RR
Zeol o R L2 A P A AN B A P AR I XUR AR A A 12
AN BE NS (2 1 200 B BE A St P Pl (1) 22 PR 0 7K1 ]
ik T B4 AU (SakakibaraZ2014).

8 /&

/INSLTEEE AR I AR AR fT o, D AR
AT AR R A B R AR T U, RIK R 22 AR A
DR, B B 22 A To i T B, 2 0 4R 70 2T A
W R AR ZA A I 5 B H S H L,
AR EARZ TR Y A R TR B iR
LD ) PR A R — R SR G 1, & SR
() AEAA & TSk 43 IR ik, AR b
T E SRR AR e . Bk, A E
BETT EAEY P AL RS LB 5E, R 68 ER R R
L AE 1 AR R P R AR A T, AT DAL B AT
FELA) v A DA 00 38 1) 2R T R I 3R AR TR 2 AL
o XL Ry T AR TR ) AR BT TR
HER S, 53— J7 HOE Y AR L) B
GANREE =R SV PSS
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Abstract: Regeneration is one of the important strategies for plants to adapt to external injuries as well as an
important biological question for plant science. Many remarkable results have been achieved in seed plants,
mainly involving the mechanism of new tissues and organs regeneration and the regulation of auxin, cytokinin
and other plant hormones in those processes. Bryophytes are the most primitive higher plants. It is easy to carry
out genetic modification and achieve the goal of gene knock-in and knockout by homologous recombination in
Physcomitrella patens which belongs to Funariaceae. Since the regeneration of Physcomitrella can occur with-
out exogenous hormones, it is very convenient to study the regulation of regeneration at the cell level. In recent
years, some important research results have been published on the regeneration of Physcomitrella. In this paper,
the regeneration characteristics and important research progress of Physcomitrella are introduced.
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