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segregated as a double-flowered mutant from the same origi-
nal population of wild-type plants as Flore Pleno; (ii) it arose 
from a novel recessive mutation in an unrelated population; 
(iii) it originated as a somatic variant of Flore Pleno, was rec-
ognized as different and became an established variety.

Given the 200 years between the original documentation of 
the two varieties, and their geographically different origins, we 
considered the first possibility to be unrealistic as the original 
mutant heterozygote is unlikely to have been maintained and 
propagated. In considering a recessive mutation in S. dioica 

Fig. 6. Analysis of the SDM1 gene products in double-flowered varieties. (A) Agarose gel image of PCR amplification products of SDM1 from flower bud 
cDNA of Flore Pleno (FP), Rosea Plena (RP), Thelma Kay (TK), Firefly (FF) and wild-type male (WT). Size markers (SM) in kb. (B) Alignment of predicted 
amino acid sequences of SDM1 in double-flowered varieties and wild-type S. dioica with S. latifolia SLM1 using the standard single letter code. Amino 
acid differences between SLM1 characterized here and the original SLM1 sequence (Hardenack et al., 1994) are highlighted in bold. The single amino 
acid difference between SDM1 and SLM1 is shown in bold boxed gray. Stop codons are shown by an asterisk and divergence from wild-type is 
highlighted grey. Genbank accession numbers for SDM1 sequences: male Silene dioica wild-type, KM598332; Flore Pleno, KM598329; Rosea Plena, 
KM598330; Thelma Kay, KM598331; Firefly, KM598328; S. latifolia SLM1: KP954655.
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it is important to recognize that it cannot self: homozygous 
recessive individuals can only arise by crosses between male 
and female heterozygotes. Given the similarities between the 
floral architecture of Flora Pleno and Rosea Plena we con-
sidered it probable that the mutants share a genetic common 
origin rather than having arisen independently. RAPD data 
similarly suggested a common genetic relationship between 
the three female mutants (Fig. 5).

We speculated that the S.  dioica homologue (SDM1) of 
the S.  latifolia gene SLM1, would be responsible for the 
S. dioica double-flowered phenotypes. SLM1 was identified 
by homology to the Antirrhinum majus PLENA gene and 
shows expression (Hardenack et  al., 1994) consistent with 
C-function MADS-box genes from other species such as 
Arabidopsis thaliana (Yanofsky et al., 1990) and Antirrhinum 
majus (Bradley et al., 1993). Mutation of SLM1 would there-
fore be predicted to lead to a double-flowered phenotype. 
SDM1 and SLM1 cDNA sequences share over 99% nucleo-
tide identity (Supplementary Fig. S1), the encoded proteins 
differ by only one amino-acid residue (Fig. 6B), and we have 
no evidence from available genomic and RNA-Seq data for 
additional C-function-like genes in S.  dioica or S latifolia. 
These observations, together with the identification of two 
independent mutant alleles of SDM1 that are each associated 
with the double-flowered mutant phenotype lead us to predict 
that SDM1 is the locus responsible for the double-flowered 
mutants. However, the sterility of these mutants precludes 
classical genetic segregation or complementation analysis.

We were able to isolate cDNA sequences for SDM1 from 
all four double-flowered mutants, which revealed that the 
locus was still expressed. Non-quantitative PCR analysis 
(Fig. 6A) revealed differences in PCR band intensity between 
the mutants and wild-type and this could reflect differences in 
transcript abundance. Analysis of cDNA sequences revealed 
that all four double-flowered mutants of S. dioica carry muta-
tions within the SDM1 locus and we interpret this as the 
potential cause of the double-flowered mutant phenotypes. 
Sequence comparisons further reinforced the independent 
origin of Firefly, which carries a unique allele with a 44 bp 
insertion in exon seven (Fig. 6A). Our data also demonstrated 
that Flore Pleno, Rosea Plena and Thelma Kay all carry the 
same 7 bp insertion into exon four (Fig. 6A) and this confirms 

their common origin and the development of Rosea Plena as 
a somatic variant of Flore Pleno.

The SDM1 mutation in Flore Pleno, Rosea Plena and 
Thelma Kay causes a frame-shift, which results in trunca-
tion of  the encoded polypeptide within the K2 domain. The 
MADS-box protein K domain is involved in protein-protein 
interactions and heterodimer formation (Yang et al., 2003; 
Yang and Jack, 2004; Kaufmann et al., 2005). This mutation 
in SDM1 would therefore be predicted to disrupt the ability 
of  SDM1 to interact with partner proteins. The frame-shift 
mutation in Firefly SDM1 occurs near the start of  the C 
domain. The C domain has been shown to be involved in 
stabilization of  protein complex formation and transcrip-
tional activation (Cho et  al., 1999; Egea-Cortines et  al., 
1999; Honma and Goto, 2001; Pelaz et  al., 2001). Again, 
this mutation would be predicated to disrupt function of 
the encoded protein. The Glu2-Asp2 substitution found in 
Rosea Plena, as compared to wild-type and other mutants, is 
within the MADS domain, which is involved in DNA bind-
ing specificity (Nurrish and Treisman, 1995; Riechmann 
et  al., 1996). This mutation is however not anticipated to 
interfere with protein function as these two amino acids are 
similar in structure and both contain negatively charged R 
groups.

Comparison of the genomic sequences of SDM1 
(Supplementary Fig. S1) from Flore Pleno, Rosea Plena and 
Thelma Kay allows for comparison of individual differences 
between these varieties. When comparing the sequence of 
SDM1 in Thelma Kay to that in Flore Pleno there are four 
SNPs, but when comparing Thelma Kay to Rosea Plena there 
are seven. The RAPD data (Fig. 5) shows that Thelma Kay 
and Flore Pleno have matching profiles while Rosea Plena 
occasionally differs. While it is not conclusive, our com-
parative analyses of SDM1 sequences therefore suggest that 
Thelma Kay arose from Flore Pleno rather than from Rosea 
Plena. A schematic model for the predicted origins of the four 
double varieties is shown in Fig. 8.

When comparing the genomic sequence of SDM1 in plants 
that do not share a common origin, the large numbers of 
accumulated SNPs and INDELs found are not unexpected 
given the different geographical origins of the plants. Within 
the three cultivars, Flore Pleno, Rosea Plena and Thelma 

Fig. 7. Schematic diagram of the genomic structure of the SDM1 locus. The intron-exon structure of the SDM1 locus is indicated for the four double-
flowered varieties and wild-type S. dioica. Black boxes denote exons, lines denote introns, long introns are shown interrupted by //. The length of exons 
and introns in bp are shown above and below the genes respectively. White boxes marked * indicate the locations of insertion mutations that cause the 
mutant phenotypes.
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Kay—which share a common origin—we identified SNPs at 
eight positions; these changes must reflect somatic variation 
that has accumulated since the reproductive isolation of the 
locus ~400  years ago, and may also reflect chimeric differ-
ences within each plant. It is therefore possible that somatic 
mutations either at the SDM1 locus, or other loci, are respon-
sible for the subtle differences in floral phenotypes, including 
colour. These double-flowered varieties of S. dioica provide a 
distinctive overview of phenotypic variation after 400 years 
of asexual reproduction in plants sharing the same original 
mutant allele.

The floral structure in Firefly is most similar to that pre-
dicted by the ABC model of flower development where sta-
mens are replaced by petals and the carpel by a second whorl 
of sepals (Coen and Meyerowitz, 1991). As Firefly produces 
an average of 33.3 (±1.5) petals (Table 1), mutation of SDM1 
must also lead to an increase in organ primordia within 
the flower and not just conversion as seen in other double-
flowered mutants of hermaphrodite species (Bowman et al., 
1989; Yanofsky et al., 1990; Bradley et al., 1993). The lower 
number of petals when compared to the three female mutants 
(Table  1) may reflect differences in the SDM1 alleles but it 
is also possible that suppression of the central floral whorl 
by the Y chromosome limits the number of organs that can 
develop.

The presence of an inner whorl of sepals in Firefly suggests 
that the B-function MADS genes are not active in this central 
whorl while extended expression of B-function MADS-box 
genes into the centre of the flower would be predicted to cre-
ate double flowers that produce repeated whorls of petals and 
no central sepals (Davies et al., 1999), as found in the three 
female varieties. Previous studies showed no expression of 
B-function genes SLM2 and SLM3 in the fourth whorl of 
male S. latifolia flowers (Hardenack et al., 1994). In contrast, 
low-level expression of SLM2 and SLM3 were detected in the 
fourth whorl of female flowers (Hardenack et al., 1994). It is 
interesting to speculate that the floral phenotype of Firefly 
may be directly linked to the male-specific pattern of expres-
sion of MADS-box genes due to the dioecious nature of the 
species.

The possible causes of the difference in floral phenotypes 
between the female varieties and Firefly also include the 

difference in length of the truncated SDM1 protein and the 
genetic background. The presence of the complete SDM1 K 
domain in Firefly may allow some residual function, particu-
larly in maintaining floral determinacy, although this would 
have to be through protein-protein interactions rather than 
modulating transcription because the K domain promotes 
dimerization rather than transcriptional activity (Yang et al., 
2003). While we cannot rule out the effect of either genetic 
background or protein function, we speculate that the differ-
ence in phenotype between Firefly and the female mutants 
could arise from the sex-specific differences in B-function 
MADS-box gene expression.

The phenotype in the female varieties is similar to that 
created by mutation of PLENA in Antirrhinum majus and 
AGAMOUS in Arabidopsis thaliana, where there is conver-
sion of stamens to petals and the initiation of a new flower 
in place of the fourth whorl, leading to further proliferation 
of sepal tissue and multiple whorls of petals (Yanofsky et al., 
1990; Bradley et al., 1993; Davies et al., 1999). The three female 
varieties of S. dioica contain a similar proliferation of multiple 
whorls of petals and, in Flore Pleno and Rosea Plena, the rings 
of petaloid sepals could be seen to be equivalent to the reoc-
curring rings of sepals found in plena and agamous mutants 
although the occurrence of these rings does not form a regular 
repeat and sepal development is partial rather than being the 
initiation of a distinct flower.

In Thelma Kay the two internal rings of  petaloid sepals 
have been lost (Fig.  4). Average petal number in Thelma 
Kay is slightly higher but total organ number is very simi-
lar (Table 1) so the absence of  the petaloid sepals may rep-
resent a transformation to petal tissue. Thelma Kay flowers 
are closer to the phenotype seen in a plena/farinelli double 
mutant of  Antirrhinum majus, which shows similar pro-
liferation of  petals and loss of  the intervening whorls of 
sepals (Davies et al., 1999), and agamous superman/flo dou-
ble mutants in Arabidopsis thaliana (Schultz et  al., 1991; 
Bowman et al., 1992). SDM1 is the only C-function gene to 
be identified so far in S. dioica, but it is possible that an addi-
tional somatic mutation at a different locus of  similar func-
tion to FARINELLI (Davies et al., 1999) or SUPERMAN 
(Bowman et  al., 1992; Schultz et  al., 1991) is the cause of 
changes to floral phenotype in Thelma Kay.

In the 4th Century bc Theophrastus commented on the 
existence of roses with 100 petals (Hort, 1980). Whatever the 
basis for the changes that underpin the differences between 
Thelma Kay and its progenitor Flore Pleno, it is certainly a 
match for Theophrastus’ roses in terms of petal number.

Supplementary data

Supplementary data can be found at JXB online.
Supplementary Fig. S1. Multiple sequence alignment 

of SDM1 genomic DNA from different double-flowered 
varieties.

Supplementary Table S1. Petal and sepal counts, mean 
values and standard errors for individual flowers of double-
flowered mutants.

Fig. 8. A model depicting the origins of the double-flowered varieties of 
S. dioica. Labelled photographs of flowers indicate varieties and arrows 
show descent based on genetic analysis. The date when the variety was 
first recorded is shown.

 at U
niversity of E

ast A
nglia on A

pril 20, 2015
http://jxb.oxfordjournals.org/

D
ow

nloaded from
 

http://jxb.oxfordjournals.org/lookup/suppl/doi:10.1093/jxb/erv139/-/DC1
http://jxb.oxfordjournals.org/lookup/suppl/doi:10.1093/jxb/erv139/-/DC1
http://jxb.oxfordjournals.org/


Page 10 of 11 | Ingle and Gilmartin

Acknowledgements
We thank Jonathan Cocker for assembling the Illumina sequencing data gen-
erated by The BBSRC-funded Genome Analysis Centre (TGAC), Norwich 
Research Park, and Andrew Davis for photography. We thank Alex Widmer 
and Niklaus Zemp for Blast analysis of SDM1 against with their cDNA and 
genomic data. We are grateful to reviewers for their helpful comments. The 
image from Hortus Floridus Altera Pars is reproduced with permission of 
Utrecht University Library. This work was supported by a grant from the 
Leverhulme Trust RPG-238. We thank the University of East Anglia for 
support and the BBSRC-funded John Innes Centre for hosting PG’s labora-
tory under the UEA-JIC Norwich Research Park collaboration.

References
Airoldi CA, Davies B. 2012. Gene duplication and the evolution of plant 
MADS-box transcription factors. Journal of Genetics and Genomics 39, 
157–165.

Anon. 1837. Onzième et Douzième Exposition des Fleurs d’Hiver, à Liège. 
Liege: Collardin.

Barbacar N, Hinnisdaels S, Farbos I, Moneger F, Lardon A, 
Delichere C, Mouras A, Negrutiu I. 1997. Isolation of early genes 
expressed in reproductive organs of the dioecious white campion (Silene 
latifolia) by subtraction cloning using an asexual mutant. Plant Journal 12, 
805–817.

Besler B. 1613. Hortus Eystettensis. Nuremberg.

Blake G. 2009. Silene Plant Named ‘Firefly’. US: PP20041.

Blavet N, Charif D, Oger-Desfeux C, Marais GAB, Widmer A. 
2011. Comparative high-throughput transcriptome sequencing and 
development of SiESTa, the Silene EST annotation database. BMC 
Genomics 12, 376.

Bowman JL, Sakai H, Jack T, Weigel D, Mayer U, Meyerowitz EM. 
1992. SUPERMAN, a regulator of floral homeotic genes in Arabidopsis. 
Development 114, 599–614.

Bowman JL, Smyth DR, Meyerowitz EM. 1989. Genes directing flower 
development in Arabidopsis. Plant Cell 1, 37–52.

Bradley D, Carpenter R, Sommer H, Hartley N, Coen E. 1993. 
Complementary floral homeotic phenotypes result from opposite 
orientations of a transposon at the Plena locus of Antirrhinum. Cell 72, 
85–95.

Brown B. 1996. A description of Silene dioica Thelma Kay. The Hardy 
Plant 18, 18–23.

Cegan R, Marais GAB, Kubekova H, Blavet N, Widmer A, Vyskot B, 
Dolezel J, Safar J, Hobza R. 2010. Structure and evolution of Apetala3, 
a sex-linked gene in Silene latifolia. BMC Plant Biology 10, 180.

Cho SC, Jang SH, Chae SJ, Chung KM, Moon YH, An GH, Jang SK. 
1999. Analysis of the C-terminal region of Arabidopsis thaliana APETALA1 
as a transcription activation domain. Plant Molecular Biology 40, 419–429.

Coen ES, Meyerowitz EM. 1991. The war of the whorls—genetic 
interactions controlling flower development. Nature 353, 31–37.

Curtis W. 1777. Flora Londinensis. London: William Curtis.

Davies B, Motte P, Keck E, Saedler H, Sommer H, Schwarz-
Sommer Z. 1999. PLENA and FARINELLI: redundancy and regulatory 
interactions between two Antirrhinum MADS-box factors controlling flower 
development. EMBO Journal 18, 4023–4034.

Delichere C, Veuskens J, Hernould M, Barbacar N, Mouras A, 
Negrutiu I, Moneger F. 1999. SIY1, the first active gene cloned from a 
plant Y chromosome, encodes a WD-repeat protein. EMBO Journal 18, 
4169–4179.

Egea-Cortines M, Saedler H, Sommer H. 1999. Ternary complex 
formation between the MADS-box proteins SQUAMOSA, DEFICIENS and 
GLOBOSA is involved in the control of floral architecture in Antirrhinum 
majus. EMBO Journal 18, 5370–5379.

Encyclopedia Perthensis. 1816. Encyclopaedia Perthensis, or, Universal 
Dictionary of the Arts, Sciences, Literature etc. Edinburgh: John Brown.

Farbos I, Oliveira M, Negrutiu I, Mouras A. 1997. Sex organ 
determination and differentiation in the dioecious plant Melandrium album 
(Silene latifolia): a cytological and histological analysis. Sexual Plant 
Reproduction 10, 155–167.

Filatov DA, Charlesworth D. 2002. Substitution rates in the X- and 
Y-linked genes of the plants, Silene latifolia and S. dioica. Molecular 
Biology and Evolution 19, 898–907.

Gerard J. 1597. The Herball or Generall Historie of Plantes. London: John 
Norton.

Gerard RA. 1996. Woutneel, de Passe and the Anglo-Nederlandish print 
trade. Print Quarterly 13, 363–376.

Grant S, Hunkirchen B, Saedler H. 1994. Developmental differences 
between male and female flowers in the dioecious plant Silene latifolia. 
Plant Journal 6, 471–480.

Grant SR, Hardenack S, Ye D, Houben A, Saedler H. 1995. 
Differences in gene expression between the sexes of the dioecious plant 
Silene latifolia. Developmental Biology 170, 748–748.

Guttman DS, Charlesworth D. 1998. An X-linked gene with a 
degenerate Y-linked homologue in a dioecious plant. Nature 393, 
263–266.

Hardenack S, Ye D, Saedler H, Grant S. 1994. Comparison of MADS 
box gene expression in developing male and female flowers of the 
dioecious plant white campion. Plant Cell 6, 1775–1787.

Heijmans K, Ament K, Rijpkema AS, Zethof J, Wolters-Arts M, 
Gerats T, Vandenbussche M. 2012. Redefining C and D in the Petunia 
ABC. Plant Cell 24, 2305–2317.

Hobza R, Lengerova M, Cernohorska H, Rubes J, Vyskot B. 2004. 
FAST-FISH with laser beam microdissected DOP-PCR probe distinguishes 
the sex chromosomes of Silene latifolia. Chromosome Research 12, 
245–250.

Honma T, Goto K. 2001. Complexes of MADS-box proteins are sufficient 
to convert leaves into floral organs. Nature 409, 525–529.

Hort AF. 1980. Theophrastus Enquiry in Plants II translated by A.F. Hort. 
MA, Cambridge: Harvard University Press.

Jackson BD. 1876. A Catalogue of Plants Cultivated in the Garden of 
John Gerard, in the Years 1596–1599. London: Pewtress and Co.

Jenkins TH. 2002. Sex determination during flower development in 
dioecious Silene latifolia. PhD thesis, University of Leeds.

Kaiser VB, Bergero R, Charlesworth D. 2009. Slcyt, a newly 
identified sex-linked gene, has recently moved onto the X chromosome 
in Silene latifolia (Caryophyllaceae). Molecular Biology and Evolution 26, 
2343–2351.

Kater MM, Colombo L, Franken J, Busscher M, Masiero S, 
Campagne MMV, Angenent GC. 1998. Multiple AGAMOUS homologs 
from cucumber and petunia differ in their ability to induce reproductive 
organ fate. Plant Cell 10, 171–182.

Kaufmann K, Melzer R, Theissen G. 2005. MIKC-type MADS-domain 
proteins: structural modularity, protein interactions and network evolution 
in land plants. Gene 347, 183–198.

Lengerova M, Kejnovsky E, Hobza R, Macas J, Grant SR, Vyskot 
B. 2004. Multicolor FISH mapping of the dioecious model plant, Silene 
latifolia. Theoretical and Applied Genetics 108, 1193–1199.

Loudon JC. 1830. Varieties of British plants cultivated and sold by Mr 
James Smith and Son at Monkwood Grove near Ayr. The Gardener’s 
Magazine 6 (III), 713–717.

Mach J. 2012. A Petunia Twist on the ABC Model of Floral Organ 
Specification. Plant Cell 24, 2237–2237.

Matsunaga S, Kawano S, Kuroiwa T. 1997. MROS1, a male stamen-
specific gene in the dioecious campion Silene latifolia is expressed in 
mature pollen. Plant and Cell Physiology 38, 499–502.

Matsunaga S, Kawano S, Michimoto T, Higashiyama T, Nakao S, 
Sakai A, Kuroiwa T. 1999. Semi-automatic laser beam microdissection 
of the Y chromosome and analysis of Y chromosome DNA in a dioecious 
plant, Silene latifolia. Plant and Cell Physiology 40, 60–68.

Nishiyama R, Ishii K, Kifune E, Kazama Y, Nishihara K, Matsunaga 
S, Shinozaki K, Kawano S. 2010. Sex Chromosome Evolution Revealed 
by Physical Mapping of SIAP3X/Y in the Dioecious Plant Silene latifolia. 
Cytologia 75, 319–325.

Nurrish SJ, Treisman R. 1995. DNA-binding specifity determinants 
in MADS-box transcription factors. Molecular and Cellular Biology 15, 
4076–4085.

Parkinson J. 1629. Paradisus in Sole Paradisus Terrestris. London: 
Humfrey Lownes and Robert Young.

 at U
niversity of E

ast A
nglia on A

pril 20, 2015
http://jxb.oxfordjournals.org/

D
ow

nloaded from
 

http://jxb.oxfordjournals.org/


Double-flowered mutants of Silene dioica | Page 11 of 11

Pelaz S, Gustafson-Brown C, Kohalmi SE, Crosby WL, Yanofsky 
MF. 2001. APETALA1 and SEPALLATA3 interact to promote flower 
development. Plant Journal 26, 385–394.

Pnueli L, Hareven AD, Rounsley SD, Yanofsky MF, Lifschitz E. 1994. 
Isolation of the tomato AGAMOUS TAG1 and analysis of its homeotic role 
in transgenic plants. Plant Cell 6, 163–173.

Riechmann JL, Wang MQ, Meyerowitz EM. 1996. DNA-binding properties 
of Arabidopsis MADS domain homeotic proteins APETALA1, APETALA3, 
PISTILLATA and AGAMOUS. Nucleic Acids Research 24, 3134–3141.

Robertson SE, Li Y, Scutt CP, Willis ME, Gilmartin PM. 1997. Spatial 
expression dynamics of Men-9 delineate the third floral whorl in male and 
female flowers of dioecious Silene latifolia. Plant Journal 12, 155–168.

Schultz EA, Pickett FB, Haughn GW. 1991. The FLO10 gene product 
regulates the expresion domain of the homeotic henes AP3 and PI in 
Arabidopsis flowers. Plant Cell 3, 1221–1237.

Scutt CP, Gilmartin PM. 1998. The Men-10 cDNA encodes a novel form 
of proline-rich protein expressed in the tapetum of dioecious Silene latifolia. 
Sexual Plant Reproduction 11, 236–240.

Scutt CP, Jenkins T, Furuya M, Gilmartin PM. 2002. Male specific 
genes from dioecious white campion identified by fluorescent differential 
display. Plant and Cell Physiology 43, 563–572.

Scutt CP, Kamisugi Y, Sakai F, Gilmartin PM. 1997a. Laser isolation of 
plant sex chromosomes: studies on the DNA composition of the X and Y 
sex chromosomes of Silene latifolia. Genome 40, 705–715.

Scutt CP, Li Y, Robertson SE, Willis ME, Gilmartin PM. 1997b. Sex 
determination in dioecious Silene latifolia - Effects of the Y chromosome 
and the parasitic smut fungus (Ustilago violacea) on gene expression 
during flower development. Plant Physiology 114, 969–979.

Scutt CP, Oliveira M, Gilmartin PM, Negrutiu I. 1999. Morphological 
and molecular analysis of a double-flowered mutant of the dioecious 

plant white campion showing both meristic and homeotic effects. 
Developmental Genetics 25, 267–279.

Simpson JT, Wong K, Jackman SD, Schein JE, Jones SJM, Birol I. 
2009. ABySS: A parallel assembler for short read sequence data. Genome 
Research 19, 1117–1123.

Steven JC, Delph LF, Brodie ED, III. 2007. Sexual dimorphism in the 
quantitative-genetic architecture of floral, leaf, and allocation traits in Silene 
latifolia. Evolution 61, 42–57.

Sugiyama R, Kazama Y, Matsunaga S, Kawano S. 2002. Identification 
of a Y chromosome specific BAC clone from Silene latifolia. Plant and Cell 
Physiology 43, S32–S32.

Theissen G. 2001. Development of floral organ identity: stories from the 
MADS house. Current Opinion in Plant Biology 4, 75–85.

van de Passe C. 1605. Hortus Floridus: Altera Pars. Utrecht: Hans 
Woutneel.

Weinmann JW. 1737. Phytanthoza Iconographia. Regensburg: 
Hieronymo Lentzen.

Westergaard M. 1958. The mechanisms of sex determination in 
dioecious flowering plants Advances in Genetics 9, 217–281.

Yang YZ, Fanning L, Jack T. 2003. The K domain mediates 
heterodimerization of the Arabidopsis floral organ identity proteins, 
APETALA3 and PISTILLATA. Plant Journal 33, 47–59.

Yang YZ, Jack T. 2004. Defining subdomains of the K domain important 
for protein-protein interactions of plant MADS proteins. Plant Molecular 
Biology 55, 45–59.

Yanofsky MF, Ma H, Bowman JL, Drews GN, Feldmann KA, 
Meyerowitz EM. 1990. The protein encoded by the Arabidopsis 
homeotic gene AGAMOUS resembles resembles transcription factors. 
Nature 346, 35–39.

 at U
niversity of E

ast A
nglia on A

pril 20, 2015
http://jxb.oxfordjournals.org/

D
ow

nloaded from
 

http://jxb.oxfordjournals.org/

