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naturally-primed life strategy 
plasticity of dimorphic Aethionema 
arabicum facilitates optimal habitat 
colonization
Samik Bhattacharya  1,5*, Katja Sperber1,5, Barış Özüdoğru2, Gerhard Leubner-Metzger  3,4 
& Klaus Mummenhoff1

plasticity in plant dispersal traits can maximise the ability of a plant species to survive in stressful 
environments during colonization. Aethionema arabicum (Brassicaceae) is a dimorphic annual species 
that is hypothesized to survive stressful conditions during colonization due to adaptive plasticity in life-
phase (vegetative vs sexual) and fruit morph (dehiscent [DeH] vs indehiscent fruits [inD]). We tested 
for adaptive plasticity in life-phase and fruit morphs along laboratory environmental stress gradients 
found in the natural habitats of Ae. arabicum. We considered optimal environmental conditions 
(750–2000 m above sea level) to be those that resulted in the following fitness parameters: higher 
biomass and a higher total number of fruits compared to stressful habitats. We found evidence of 
plasticity in life-phase and fruit-morph along a stressful environmental gradient. High hydrothermal 
stress proportionally increased the number of dehiscent morphs and non-dormant seeds germinating in 
autumn. This offsets natural phenology towards dry and cold winter (less hydrothermal stress), yielding 
fewer fruits that dehisce in the next generation. We conclude that the plastic responses of Ae. arabicum 
to natural stress gradients constitute a strategy of long-term adaptive benefits and favouring potential 
pathways of colonisation of the optimal habitat.

Spatial distribution of species diversity is vital to our understanding of why species assembly within the same area 
tends to be distinct from assemblages anywhere else1, as introduced by Darwin2 and Wallace3 in their seminal 
work on biogeography. While animal migration to find suitable habitats is distinctly visible, for sessile plants, the 
strategy is cryptic and mostly involves adaptive structural/functional modifications suitable for such colonization. 
Morpho-physiologically diverse fruits and seeds (heteromorphic diaspores) and phenotypic plasticity are thought 
to influence greatly population establishment and local adaptation4,5. Moreover, plasticity plays an important 
role during environmental change or colonization and is likely to favour plastic individuals to more successfully 
survive and reproduce than the less plastic individuals6,7. However, empirical evidence is scarce on whether plants 
can tune their life strategies to colonize optimal habitat8,9.

The production of distinct heteromorphic diaspores is considered as an outcome of constant fine-tuning of 
different tactics for successful dispersal and appropriate germination timing10,11. This diversity allows alternative 
strategies of dispersal, germination, dormancy, and seedling competitive ability12,13. Both spatial dispersal and 
dormancy are considered part of ‘bet-hedging’ strategies in unpredictable environments, where offspring are 
distributed over space or time to optimize their opportunity for successful reproduction irrespective of the pre-
vailing conditions. This strategy maximizes the geometric mean fitness across generations, which is very sensitive 
to extreme environmental conditions14, as on mountain slopes.
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Early eco-physiological perspectives for classification of plant species15 considered two apparently independ-
ent environmental variables, stress and disturbance, to propose that inhabitants within continuously unproduc-
tive, disturbed conditions (e.g., cold and warm deserts, mountains) exhibit a stress-tolerant strategy16. Organisms 
living at the boundaries (edges) of their ecological niches may experience environmental conditions that deviate 
from the optimal conditions for normal growth and development17,18. The induction of phenotypic plasticity via 
environmental cues are well documented (reviewed by Morris7, and references therein), however, a thorough 
understanding is lacking about the plastic adaptation to changing environment at different altitudinal ranges and 
calls for more integrative eco-physiological studies.

From an adaptive viewpoint, fruit and seed heteromorphism might pose a predicament, because not all dias-
pores are optimally adapted to the prevalent environmental conditions, which risk the long-term reproductive 
success of the offspring. Whereas an ecological perspective highlights the advantages of diverse fruit morphs 
considering their development is often plastically synchronized to abiotic19–21 and biotic13 stress experienced by 
the mother plant at different ontogenetic stages. As in the heteromorphic Diptychocarpus strictus (Brassicaceae), 
both severe water stress and simulated herbivory by defoliation22 led to the production of a greater proportion 
of indehiscent fruits. The diverse morphology of heteromorphic species, living in arid and semi-arid, stressful 
habitats23,24, provides an excellent opportunity for the diaspores to escape uncertain fate in time and space from 
the complex environmental gradient in the mountainous terrain.

Aethionema arabicum (L.) Andrz. ex DC. is an annual member of the Aethionemeae and occurs mainly in the 
East Mediterranean and Irano-Turanian region25, the hypothetical centre of origin for Brassicaceae26,27. The spe-
cies constantly experiences unpredictable climatic conditions in the semi-arid steppe (Central Anatolian Plateau), 
along elevations of the mountain slopes and screes (Fig. 1) with occasional microclimates along elevation in the 
major mountain belts28. Aethionema arabicum exhibits true dimorphism of the fruit (e.g., size, seed number, 
septum formation, fruit dehiscence) and seeds (e.g., surface structure, mucilage production, and germination 
behaviour) with complete lack of intermediate morph29,30. While the morph with low dispersal ability remain 
close to mother plants and germinate more quickly (mucilaginous seeds released from dehiscent fruits, DEH), the 
morph with high dispersal ability germinate later (indehiscent fruits, IND) due to their dormancy31. Such a com-
bination has also been observed in other species and interpreted as a way to overcome high sibling competition 
in local populations14,32. The dimorphism displayed dynamic flexibility in the production of reproductive parts33 
and in the proportion of two fruit morphs (DEH: IND) produced on the same plant in response to temperature29, 
branch removal33,34, mechanical damage, and herbivory35. This distinct dimorphism of Ae. arabicum presents a 
fascinating model system with which the optimal plastic response of parental generation is observed that allows 
the plants to modulate their dispersal and germination ability in response to environmental cues thereby gaining 
strategic advantage potentially via bet-hedging.

Based on the above premise, we hypothesized that the environmental gradients along the habitats of Ae. ara-
bicum regulate plasticity in life phases (vegetative and sexual) and fruit morphs (DEH and IND) which promotes 
colonisation at the optimal habitat. In this study, we used an integrative empirical and meta-analytical approach i) 
to estimate the plant fitness and plasticity of life phases and fruit morphs in response to the natural equivalent of 
optimal (as control) and sub-optimal (as stress) abiotic and biotic conditions, and ii) to interpret the consequence 
of stress-mediated plasticity upon the life-strategies of dimorphic Ae. arabicum and possible pathways of migra-
tion towards its optimal habitat.

Results and Discussion
Distinct environmental and edaphic factors define optimal habitat of Aethionema arabicum.  
Environmental factors. An extensive survey of 238 Ae. arabicum collection sites in 10 countries on the East 
Mediterranean/Irano-Turanian mountain slopes highlighted the unpredictable and stressful natural habitats of 
the species (Fig. 1). Detailed analysis of climatic and edaphic factors along the elevations (Materials and Methods, 
Table S1) revealed a distinct ‘optimal habitat’ between an elevation of 750–2000 meters above sea level (masl) that 
supports the natural phenology of the species (Fig. S1a).

During germination of seeds and seedling establishment in spring, the monthly mean temperature at the opti-
mal habitat remains 14 ± 2 °C (with day/night variation of 18/12 °C), while during vegetative and reproductive 
growth the summer temperature is 20 ± 2 °C. However, the summer temperature is higher than optimal (24 °C, 
Tmax = 33 °C) at the lower edge of the optimal habitat (0–750 masl). On the other hand, the spring temperature 
at the upper edge of the optimal habitat (2000–3000 masl) is sub-optimal (3 ± 2 °C, Tmin = −1.2 °C, Table S1) 
for germination of seeds and seedling establishment but suitable for vegetative and reproductive growth during 
summer (15 ± 1 °C). Rainfall was consistently scarcer during the summer months (17 ± 4 mm), irrespective of 
the elevation along the mountain slope (Fig. S1b) than in autumn (36 ± 8 mm), spring (57 ± 9 mm) and winter 
(55 ± 20 mm), which is typical of Mediterranean/Irano-Turanian climate.

The congregation of Ae. arabicum plants between 750–2000 masl on the rocky mountain slopes and screes 
(Figs 1, S1), defined from an exhaustive biogeographical survey and curve fitting of environmental parameters, 
falls within the ‘Irano-Turanian bioclimate’, with characteristic hot and dry summers and cold and moist win-
ters36. Field observations in the Central and East Anatolian region (Çağatay Tavşanoğlu, Hacettepe University, 
Ankara, Turkey; M. Firat, Yüzüncüyıl University, Van, Turkey, Kurtuluş Özgişi, Osmangazi University, Eskişehir) 
confirmed the abundance of Ae. arabicum at the optimal habitat. While the basic geophysical parameters driving 
plant adaptation along the mountain slope is often studied in tandem with regional parameters37,38, the surface 
topology may confound such parameters and differs strongly from standard meteorological data39. Therefore, 
we considered all interacting factors equally during our study and analysed their overall effect on phenotypic 
plasticity.
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Edaphic factors. The observed occurrence of Ae. arabicum on the stony mountain slopes and screes (Fig. 1) was 
consistent with their aggregation in habitats showing a more coarse soil profile above 750 masl than at the lower 
elevations (Fig. S1b). Although soil organic carbon and cation exchange capacity varied marginally with altitude 
(Fig. S1b), an expected decease in nutrient availability at high altitude on the Irano-Turanian mountain slopes40 
prompted us to test three progressively declining nutrient availability grades. Interestingly, soil coarseness and 
other edaphic conditions also aggravate the scarcity of water at sub-alpine and alpine altitudes (>2000 masl) 

Figure 1. The bio-geographic diversity of natural habitats of Aethionema arabicum accessions in ten East 
Mediterranean/Irano-Turanian countries. The coloured circles represent the common sites of occurrence of Ae. 
arabicum. Representative pictures highlight the natural stress gradient in habitats of Ae. arabicum in scree, stony 
and mountainous slopes with low inter- and intra-specific competition. Harsh climatic and edaphic conditions 
at the natural habitat are evident in the arid and semi-arid environments of the Irano-Turanian region. Picture 
courtesy: Bariş Özüdoğru (Hacettepe University, Turkey), Kurtuluş Özgişi, Osmangazi University, Eskişehir. 
The map was generated using the software R (ver. 3.4.3) and package ‘ggmap’.
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with low precipitation, which physiologically delimits the occurrence of cohabitants due to drought and nutrient 
stress41. Therefore, we tested the relevant intra-specific competitive stress gradient on plasticity.

control parameters of the optimal habitat provide ideal fitness to Aethionema arabicum.  
Environment simulation in glasshouse experiments with abiotic and biotic conditions of the optimal habitat of 
Ae. arabicum provided ideal fitness to the plants. Total biomass and the number of fruits produced in a lifetime 
per plant were significantly higher in control conditions (Ctrl.) than in hydrothermal (HT1-5), nutritional (N1-2) 
and competitive (C1-3) stress conditions (Figs 2, S2) similar to the sub-optimal edges.

Low proportion of DEH fruit morphs (DEH: IND = 1.7: 1) produced at control optimal habitat conditions is also 
corroborated by field-collected data (obtained from Çağatay Tavşanoğlu, Hacettepe University, Ankara, Turkey) of 
the fruit morphs (DEH: IND = 1.9: 1) from the optimal and edge habitats. Approximately 5089 DEH fruits (1089 
intact fruits and >20,000 seeds from DEH fruits = 4000 fruits) were collected from optimal habitat compared to 
2669 IND fruits in recent field visits in Çankırı district, Inner Anatolian mountain slopes (750–2000 masl).

A natural stress gradient driven by temperature and moisture differences affected the plas-
ticity of life phases and fruit morphs. Hydrothermal stress to the parental generation significantly 
changed the proportion of vegetative and reproductive parts upon maturity, thus producing a varied number of 
fruits in their lifetime with a proportional change of DEH vs IND fruits per plant (Fig. 3, Table S3). Similarly, high 
temperature (thermal stress) and low water availability (drought stress) had significant effects on the plasticity 
in life phases and fruit morphs (Fig. S3, Table S3). High nutrient deficiency stress, which was equivalent to low 
available nutrients at high altitude of >2500 msal, had an overall adverse effect on the growth of the plant and 
produced fewer fruits with less DEH fruit morphs compared to control (Fig. 3, Table S3). Similarly, intraspecific 

Figure 2. Higher fitness of Aethionema arabicum (total dry mass and total number of fruits produced in a 
lifetime) was achieved in experimental simulation of abiotic and biotic conditions of the optimal habitat than of 
the sub-optimal and stressful lower and upper habitats. Total biomass (g, vegetative and reproductive parts) and 
total number of fruits (dehiscent and indehiscent) produced in a lifetime per plant were represented as box and 
whisker plots. The box delimits the first and third quartiles of the data; the solid line within the box represents 
the second quartile, whiskers, upper and lower fence; and dots, outliers. Different letters (a, b, c, and d)  
designate significantly different means as determined by Tukey’s HSD (P < 0.001) of an ANOVA. Control 
experiments (Ctrl., ca. 55 mm rainfall, 20/12 °C, day/night), hydrothermal stress gradients (HT1, ca. 35 mm 
rainfall, 20/12 °C; HT2, ca. 20 mm rainfall, 20/12 °C; HT3, ca. 55 mm rainfall, 25/20 °C; HT4, 35 mm, 25/20 °C; 
HT5, 20 mm, 25/20 °C), nutritional stress gradients (N1, 0,1%; N2, 0% v/v fertilizer), and competitive stress 
gradients (C1, 3 plants, C2, 5 plants, C3, 7 plants per pot) were tested for the fitness parameters (see materials 
and methods for details). See Table S1 for comparative biomass, fruit numbers, and representative proportions 
of life phases and fruit morphs.
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competition did not influence either the vegetative: reproductive parts ratio or the DEH: IND fruit morph ratio 
(Fig. 3, Table S3).

Biomass is often treated as a fitness proxy and can correlate positively with the reproductive output42. We 
found no significant proportional changes in the dry mass of vegetative and reproductive parts or the number of 
fruits produced in control and stressed conditions for nutrient and intra-specific competition (Fig. 3, Table S1). 
These results indicate that the species is capable, although stressfully, to colonize optimal and suboptimal habitats 
without significant perturbation from sibling competition and from resource availability12,13. However, the high 
proportion (Fig. 3) of multi-seeded DEH fruits generated from high hydrothermal stress conditions produce 
quick and uniformly germinating DEH seeds with low dormancy and is considered a high-risk strategy. A similar 
effect of maternal stresses (nutrient, salinity) on seed traits was observed in the dimorphic species, Suaeda aralo-
caspica43. Conversely, the single-seeded IND fruit morph, whose seeds show delayed and fractionated germina-
tion, offered a low-risk strategy to ensure survival by going into soil seed bank for a long time29.

Thermal and hydrothermal were the major stress gradients influencing plasticity. While plas-
ticity was coherent with the propensity of the stress gradients in the species’ natural habitats, a multivariate anal-
ysis revealed the relative influence of simulated stress gradient on the life phase and fruit morph changes (Figs 4, 
S5). Multivariate canonical correlation analysis (CCA) between the stress and the plasticity responses revealed 
that thermal and hydrothermal stress uniformly affected both life phase and fruit morph plasticity more than the 
other stresses (Fig. S5, Tables S4 and 5). The contrasting outcome from our simulated drought stress experiments 
indicated that the scarcity of water alone could not induce consistent plastic responses as it depends on several 
stochastic factors along the mountain slopes41, whereas an integrated hydrothermal stress gradient could do so. 
The converse dimensionality of the canonical vectors for the stress factors other than hydrothermal stress also 
confirmed that a synergistic effect is not evident when thermal, drought, nutritional and competitive stress gradi-
ents independently act on life phase or fruit morph ratio (Fig. S5, Table S4).

Stress-mediated plasticity influences the phenology of the dimorphic Aethionema arabicum.  
Ecological relevance of the stress-mediated plasticity was only apparent with a holistic consideration of the 

Figure 3. Hydrothermal, nutritional and competitive stress affect plasticity in life phases (vegetative, Veg: 
reproductive, Rep parts) and fruit morphs (dehiscent, DEH: indehiscent, IND fruits) of Aethionema arabicum. 
Deviation from control (Ctrl.) dry mass (Veg and Rep), and number of fruits (DEH and IND) as an effect of 
hydrothermal (HT1-5), nutritional (N1, 2) and competitive (C1-3) stress gradients are represented as box and 
whisker plot. Absolute values of dry mass and number of fruits in each control experiment are mentioned in 
respective plots. Codes for the stress gradients are explained in Fig. 2.
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observed natural life cycle of Ae. arabicum and seasonal hydrothermal gradient along the habitat (Fig. 5a). In the 
optimal habitat with low hydrothermal stress, seeds of Ae. arabicum germinate from the soil seed-bank during 
late winter/ early spring (Strategy # 1, stage 1 in Fig. 5b). Subsequently, the seedlings establish themselves, grow 
into a mature plant (stage 2), produce seeds in dry and hot summer months (stage 3), and the diaspores are dis-
persed in late summer and autumn (stage 4). Germination timing greatly influences the likelihood of seedling 
survival and fitness of the progeny as demonstrated in high mountain species, Primula alpicola and Pedicularis 
fletcheri, where a synchronized dormancy cycle with the seasonal environmental conditions allowed germination 
of seeds soon after snowmelt44. The inherent difference in diaspore germinability in Ae. arabicum, primarily 
assigned to 34-fold higher ABA content in the IND fruits compared to the seeds from DEH31, trigger germination 
of non-dormant DEH seeds in late summer or autumn immediately after their maturity and dispersal.

In eventual high hydrothermal stress conditions (Strategy #2, Fig. 5b) Ae. arabicum plants produce pro-
portionally more DEH fruits (from experimental evidence presented in Figs 3, 4) with immediate seed germi-
nation during autumn due to low their dormancy, while the IND fruits remain in the seed bank due to their 
high dormancy. During recent field studies in 2017 (late summer and early autumn), seedlings from freshly 
germinated seeds were observed between 1400–1500 masl in the mountainous slopes in Hizan district, East 
Anatolia (personal communication, M. Firat, Yüzüncüyıl University, Van, Turkey). This immediate germination 
of DEH seeds shifts the phenology to a subsequent vegetative and reproductive growth phase during cold and 
wet winter months and experience low hydrothermal stress. This changed phenology conceivably produces a 
comparably higher proportion of IND fruits (DEH:IND = 1.7:1) than in high-hydrothermal stress conditions 
(DEH:IND = 3:1), which go into the soil seed bank with their higher dormancy and wait until next spring to ger-
minate and recalibrate to the dominant phenology in strategy #1 (Fig. 5b). This stress-induced shifted phenology 
can potentially avoid spatial-temporal high stress conditions.

Elevation gradients and associated hydrothermal gradients are considered as discerning factors for intra-and 
interspecific phenology with contrasting responses in terms of flowering time and seasonal development45. In 
Capsella bursa-pastoris, variation in flowering time responses was observed among collection sites at different 
elevations across Europe46. Similarly, low hydrothermal stress in our simulated laboratory experiments produced 
a fruit morph ratio (DEH: IND = 1.7:1) comparable to the one observed in field studies in 2017 at the optimal 
habitat (DEH: IND = 1.9:1) and validated our hypothesis on plasticity in life strategies for Ae arabicum (Fig. 5b).

Naturally-regulated plasticity and stress-mediated colonization pathways to optimal habitat.  
We explained how morphological plasticity, often considered as a mode of adaptation and speciation4,47, is 

Figure 4. Correlation of hydrothermal, nutritional and competitive stresses on the plasticity in life phase 
(vegetative: reproductive) and fruit morph (DEH: IND). The blue regression line represent the correlation 
between the percentage of vegetative life phase (Veg) and dehiscent (DEH) fruit morph, with grey shaded area 
denoting 95% confidence limit of the regression. Pearson’s correlations are mentioned within each plot. For a 
comprehensive multivariate canonical correspondence analysis between the stress factors and the plasticity, see 
Fig. S5 and Tables S4–7).
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Figure 5. Natural stress gradient (temperature and rainfall) induce flexibility in fruit morph ratio in 
Aethionema arabicum to change their phenology and potentially influence the colonization of optimal habitat 
with the help of seasonal change in wind speed. (a) Seasonal temperature, precipitation and wind speed of the 
geo-location of 238 accessions of Ae. arabicum in ten Mediterranean/Irano-Turanian countries are represented 
as box and whisker plots. The dimension of more densely concentric contours (blue lines) represents the 
optimal habitat for the species than the less populated lower and upper habitat ranges computed from their 
natural occurrence along the elevation. (b) The schematic model explains the plasticity in life strategies of Ae. 
arabicum via stress-induced change in phenology and proportion of fruit morphs. The dominant strategy #1 is 
applicable for optimal habitat with low hydrothermal stress where DEH:IND fruit morph ratio are comparable 
between experimental results (1.7:1) and field observation (1.9:1). The alternative strategy # 2 is expected at 
lower and higher altitudes with high hydrothermal stress, resulting in changed fruit morph ratio (3:1) and 
phenology. Change in the colour of arrows refer to the change in hydrothermal stress conditions (red = high, 
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relevant to both local adaptation and spatial prevalence for Ae. arabicum (Fig. 5c). Both plasticity and phenology 
shift in response to stresses along the altitudinal distribution of Ae. arabicum allowed escape of the diaspores in 
space and time from the sub-optimal habitats. From field observation and experimental evidence, we suggested 
possible migration pathways for the diaspores developed under low and high hydrothermal stress conditions to 
colonize optimal habitat (summarized in Fig. 5c).

Seeds of dehiscent (DEH) fruits developed under low hydrothermal stress or produced in the field at optimal 
habitat germinated immediately in late summer or early autumn possibly near the mother’s site by anchoring 
to the substrate with mucilage31. However, the possibility of dispersal by rain (ombrohydrochory) cannot be 
ruled out for both dimorphic diaspores, but it is especially important for the abscission of the IND diaspores29,31. 
Moreover, very rare cases of long-distance transport are possible by adherence to animal vectors (exo-zoochory) 
as was shown for other Brassicaceae taxa with intercontinental dispersal48,49. Likelihood of transport by attach-
ing to the substrates that constantly move downhill in screes at East Mediterranean and Irano-Turanian moun-
tains28,41 adds up to the fate of DEH seeds dispersed at uphill elevations to move to the optimal habitat. Indehiscent 
(IND) fruits developed under similar low-stress conditions remain dormant in the seed bank to germinate later in 
the spring, follow natural phenology, and maintain the natural fruit ratio at optimal habitat (DEH: IND = 1.7:1).

Consistently high constant wind speed at the low altitudes (2.3 ± 0.6 m/s) with occasional strong wind gusts 
further enhances the opportunity of IND fruits to be dispersed by anemochory over hilly terrain via their aero-
dynamically winged pericarp (Fig. 5c). While the mean wind speed (seasonal and spatial) was not significantly 
different among the habitat ranges, daily maximum wind speed regularly reached more than 5.5 m/s, for several 
days in a month. Thus, there is a greater probability of experiencing higher wind speed at lower- than at higher- 
altitudes (representative data of Ankara, 938 masl and Amasia, 405 masl, Turkey, and overview of wind speed and 
direction map in mountainous regions of Anatolia, Fig. S5). Previous reports about flight capacity of IND fruits in 
simulated airflow31 can be upgraded to a high potential distance by considering the real field conditions (Fig. S5) 
and the non-diminishing airspeed that enables dispersal from low to high altitudes.

On the other hand, DEH seeds developed under high hydrothermal stress at the lower edge of the habitat shift 
their reproductive phenology (Fig. 5b) following immediate germination, which was also observed in field visits. 
The germinated seedlings would eventually experience cold and moist winter during seedling establishment and 
growth phases to produce a natural fruits ratio (1.7:1). Moreover, the re-dried mucilage of the DEH seeds can help 
in their dispersal across hilly terrain due to similar aerodynamic properties like winged IND fruits31. However, 
the IND fruits developed under stressed conditions should remain in the seed bank to germinate in the spring to 
experience again high hydrothermal stress and produce an altered fruit ratio (3:1). Nevertheless, the winged IND 
fruits can potentially fly upwards with the help of high wind speed (Figs 5a, S5) and occasional strong wind gusts 
observed in summer in fields at lower edge altitudes.

Altogether, plasticity and a perpetual shift in phenology due to the stress gradients along sub-optimal habitat 
edges aid adaptive migration and colonization at the optimal habitat (750–2000 masl). Further extensive field 
experiments on the specific dispersal mode, direction, and proportion of both fruit morphs will elucidate the 
spatial-temporal dynamics of the species along the mountain slope. Our study indicates that complementary 
exploration by integrating field observations, ecological modelling, and experimental validation with simulated 
natural gradients is suitable to test the long-standing hypothesis of adaptive benefits of plasticity in dimorphic 
species in a tractable way.

Material and Methods
natural distribution of Aethionema arabicum. Aethionema arabicum is an annual herb widely dis-
tributed in the arid and semi-arid environments of East Mediterranean/Irano-Turanian countries (Fig. 1). The 
geo-location of 238 accessions in 10 countries was determined from field sampling by the working group of Eric 
Schranz (member of ERA-CAPS “SeedAdapt” consortium project, Wageningen University and Research Centre, 
Netherlands), private collection and personal observations of Barış Özüdoğru, preserved samples in Hacettepe 
University Herbarium (HUB) Turkey, JACQ virtual herbaria, Vienna (http://herbarium.univie.ac.at/database), 
and digitized records in GBIF50. An exhaustive compilation of accessions was prepared, which included all pos-
sible synonyms of Ae. arabicum, from archived documents in Herbaria at Botanical Institute, Azerbaijan (BAK), 
Department of Plant Taxonomy and Geography, Armenia (ERE), and Georgian National Museum, Georgia 
(TGM). The accuracy of elevation for the recorded coordinates was validated in www.geoplaner.com. Field data 
on distribution pattern, fruit morph proportion and natural germination times in the mountainous habitat in 
Turkey (specifically Inner and South Anatolia) were collected from April to October 2017.

climatic data collection. The climate data for the natural habitats of Ae. arabicum distributed over 
0–3000 m above sea level (masl) were accumulated from the Worldclim database (http://worldclim.org/version2). 
We used the high spatial resolution GeoTiff images (30′′ grid = ~1 km2) to extract the average monthly climate 
data for minimum, mean, and maximum temperature (°C), rainfall (mm) and wind speed (m s−1) for 1970–2000 
in R (ver. 3.4.3) using the packages raster, sp, rgdal, foreach, ggmap, rJava and xlsx51.

blue = low). (c) The Gaussian density and dot plots of 238 studied Ae. arabicum accessions (blue curve) are 
compared in its optimal habitat (750–2000 m above sea level, masl), higher (2000–3000 masl) and the lower 
altitudes (0–750 masl). Spatial hydrothermal stress gradients potentially influence the colonisation of optimal 
habitat via changes in life strategies. Possible pathways of colonization for both fruit morphs (DEH and IND) 
are briefly explained below the infographic.
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edaphic data collection. All available soil parameters for 238 accessions were collected from global soil 
grid database52–54 (https://soilgrids.org). Data for soil coarse fragment percentage (v/v), pH in H2O, cation 
exchange capacity (cmol + kg−1), and soil organic carbon content (g kg−1) at 0.05 m depth from the surface were 
extracted from GeoTiff images (resolution 1 km2) in R.

Seed collection and germination. Mature plants were grown from seeds originally collected from Turkey 
in 2007 and provided by Eric Schranz29. After-ripened seeds were stratified on sterilized rooting-media agar plates 
(0.043% Murashig & Skoog Medium basal salt mixture, Duchefa, Haarlem, Netherlands; 1% Agar; pH 7) for four 
days at 4 °C in darkness followed by incubation in a growth chamber at 14 °C with 16 h daylight (155 µm s−1 m−2). 
After 15–20 days, the germinated seedlings were transferred to 0.5 l pots filled with soil consisting of Einheitserde 
(Einheitserdewerke Gebr. Patzer GmbH & Co. KG): autoclaved sand: perlite (7:2:1). The plants started flowering 
one month after germination and produced seeds after another two months.

Controlled growth conditions. Environmental conditions of the optimal habitat with high species distri-
bution (750–2000 masl) were considered optimal for the growth of Ae. arabicum and used as control parameters, 
along with parameters extracted from previous hydrothermal modelling of seed germination and growth29. All 
control experiments (Ctrl.) were conducted in long-day light condition (16 h light) and optimal temperature cycle 
(20/12 °C, day/night), corresponding to the natural phenology (Fig. S1a) of the species in spring and summer55 
in East Mediterranean/Irano-Turanian countries. Each group of 15 plants received 800 ml of water (≡55 mm 
rainfall) and ca. 35 ml of added fertilizer (0, 2% v/v solution of Wuxal Super, Aglukon, Düsseldorf, Germany) 
every week.

induced stress conditions. Hydrothermal stress. Hydrothermal stress gradients on the life phase and fruit 
morph plasticity were simulated in laboratory by providing 600 ml (HT1 ≡ 35 mm rainfall, 20/12 °C) and 400 ml 
(HT2 ≡ 20 mm rainfall, 20/12 °C) water, respectively to batches of 15 plants per week for each treatment. High 
thermal stress was induced at four-leaf rosette stage by exposing batches of 15 plants to higher temperature (HT3, 
25/20 °C). To test the natural equivalent of hydrothermal stress on plasticity, two more binary combinations of 
stress gradients (HT4, 35 mm, 25/20 °C; HT5, 20 mm, 25/20 °C) were examined on groups of 15 plants.

Nutritional stress. As suggested by the altitudinal gradient of soil cation exchange, pH and organic carbon con-
tent, equivalent nutrient stresses were tested by supplying less (N1, 0,1% v/v, moderate stress) or no additional 
nutrient (N2, water placebo, high stress) contrary to the control nutrient supply (0.2% v/v).

Competitive stress. The observed altitudinal gradient of soil coarse fragment size, which potentially regulates the 
habitability of plants in a particular habitat, were extrapolated to test the intra-species competitive stress. Instead 
of only one plant per 0.5 l pot in control experiments (no stress), three (C1, low stress), five (C2, moderate stress) 
or seven plants (C3, high stress) were grown together with identical growth conditions. The target plant was sur-
rounded by competitor plants during growth (Fig. S6).

Data collection for life phase and fruit morph plasticity after stress treatments. After 3 months 
of stress treatments, aboveground vegetative parts (stem and leaves) and reproductive parts (fruit valves; dehis-
cent, M + seeds; and indehiscent, M- seeds) from each of the treated and control plants were collected individu-
ally in paper bags for drying in an oven at 80 °C for 48 h and weighed for dry mass. Roots were excluded from the 
measurement of vegetative structure in all cases due to the technical difficulties of washing off soil/sand particles 
without significantly damaging the root system. The number of DEH and IND fruits was counted for each control 
and treated plant.

Statistical analysis. The average monthly data for climatic parameters were aggregated for the four seasons 
as follows: winter (Dec, Jan, Feb), spring (Mar, Apr, May), summer (Jun, Jul, Aug), autumn (Sep, Oct, Nov). All 
climatic and edaphic factor data were subjected to Locally Weighted Least Squares Regression (Loess) in R with 
the respective elevation at geo-locations of accessions with a 2D polar contour analysis to determine the opti-
mal habitat features. Depending on the Gaussian distribution of Ae. arabicum along the elevation, the habitat 
range was further categorized into lower (0–750 masl) and upper edge (2000–3000 masl) of the optimal habitat 
(750–2000 masl).

Analysis of variance (ANOVA) was performed to compare the effect between control and stress treatment 
conditions on the dry mass of vegetative- (Veg.) and reproductive- (Rep.) plant parts and proportion of dehis-
cent (DEH) to indehiscent (IND) fruits, followed by post-hoc mean grouping with SPSS (version 24). For all 
non-parametric and proportional data, Kruskal-Wallis test (H) was performed to compare the effect of the 
individual or combined stress levels on life phase and fruit morph plasticity. A significant difference of means 
from the control was determined by Dunn’s pairwise tests for H and adjusted using the Bonferroni correction in 
SigmaPlot 13.0.

To determine the effective magnitude of the stress gradient to the plasticity and interactive correspondence 
between the life phase and fruit morph changes we performed multivariate canonical correlation analysis in R 
package ‘cca’ and ‘vegan’.

Data availability
All data generated or analysed during this study are included in this published article (and its Supplementary 
Information Files). Datasets that are more detailed are available from the corresponding author on reasonable 
request.

https://doi.org/10.1038/s41598-019-52520-y
https://soilgrids.org


1 0Scientific RepoRtS |         (2019) 9:16108  | https://doi.org/10.1038/s41598-019-52520-y

www.nature.com/scientificreportswww.nature.com/scientificreports/

Received: 21 January 2019; Accepted: 9 October 2019;
Published: xx xx xxxx

References
 1. Lomolino, M. V., Pijanowski, B. C. & Gasc, A. The silence of biogeography. J. Biogeogr. 42, 1187–1196 (2015).
 2. Darwin, C. On the origin of species by means of natural selection, or the preservation of favoured races in the struggle for life. (Murrey, 

London; 1859).
 3. Wallace, A. R. The geographical distribution of animals: with a study of the relations of living and extinct faunas as elucidating the past 

changes of the earth’s surface, Vol. 1. (Harper & Brothers, New York; 1876).
 4. Arendt, J. D. Effects of dispersal plasticity on population divergence and speciation. Heredity (Edinb) 115, 306–311 (2015).
 5. Liu, R., Wang, L., Tanveer, M. & Song, J. Seed heteromorphism: an important adaptation of halophytes for habitat heterogeneity. 

Front. Pl. Sc. 9 (2018).
 6. Simpson, G. G. The Baldwin Effect. Evolution 7, 110–117 (1953).
 7. Morris, M. R. Plasticity-mediated persistence in new and changing environments. International journal of evolutionary biology 2014, 

416497 (2014).
 8. Guisan, A. & Thuiller, W. Predicting species distribution: offering more than simple habitat models. Ecol. Lett. 8, 993–1009 (2005).
 9. He, Q., Bertness, M. D. & Altieri, A. H. Global shifts towards positive species interactions with increasing environmental stress. Ecol. 

Lett. 16, 695–706 (2013).
 10. Steinbrecher, T. & Leubner-Metzger, G. The biomechanics of seed germination. Journal of Experimental Botany 68, 765–783 (2017).
 11. Baskin, J. M., Lu, J. J., Baskin, C. C., Tan, D. Y. & Wang, L. Diaspore dispersal ability and degree of dormancy in heteromorphic 

species of cold deserts of northwest China: a review. Perspectives in Plant Ecology, Evolution and Systematics 16, 93–99 (2014).
 12. Venable, D. L. & Brown, J. S. The population-dynamic functions of seed dispersal. Vegetatio 108, 31–55 (1993).
 13. Imbert, E. & Ronce, O. Phenotypic plasticity for dispersal ability in the seed heteromorphic Crepis sancta (Asteraceae). Oikos 93, 

126–134 (2001).
 14. Rubio de Casas, R., Donohue, K., Venable, D. L. & Cheptou, P.-O. Gene-flow through space and time: dispersal, dormancy and 

adaptation to changing environments. Evolutionary Ecology 29, 813–831 (2015).
 15. Grime, J. P. Plant strategies and vegetation processes. (Wiley, New York; 1979).
 16. Grime, J. P. Evidence for the existence of three primary strategies in plants and its relevance to ecological and evolutionary theory. 

Am. Nat. 111, 1169–1194 (1977).
 17. van Straalen, N. M. In Environmental Science & Technology 325–330 (ACS Publications, 2003).
 18. Roelofs, D., Aarts, M. G. M., Schat, H. & Van Straalen, N. M. Functional ecological genomics to demonstrate general and specific 

responses to abiotic stress. Funct. Ecol. 22, 8–18 (2008).
 19. Lu, J. J., Ma, W. B., Tan, D. Y., Baskin, J. M. & Baskin, C. C. Effects of environmental stress and nutlet morph on proportion and 

within-flower number-combination of morphs produced by the fruit-dimorphic species Lappula duplicicarpa (Boraginaceae). Plant 
Ecol. 214, 351–362 (2013).

 20. Mandák, B. & Pyšek, P. How does density and nutrient stress affect allometry and fruit production in the heterocarpic species 
Atriplex sagittata (Chenopodiaceae)? Can. J. Bot. 77, 1106–1119 (1999).

 21. Sadeh, A., Guterman, H., Gersani, M. & Ovadia, O. Plastic bet-hedging in an amphicarpic annual: an integrated strategy under 
variable conditions. Evol. Ecol. 23, 373–388 (2009).

 22. Lu, J. J., Tan, D. Y., Baskin, J. M. & Baskin, C. C. Phenotypic plasticity and bet-hedging in a heterocarpic winter annual/spring 
ephemeral cold desert species of Brassicaceae. Oikos 121, 357–366 (2012).

 23. Imbert, E. Ecological consequences and ontogeny of seed heteromorphism. Perspect. Plant Ecol. Evol. Syst. 5, 13–36 (2002).
 24. Venable, D. L., Dyreson, E. & Morales, E. Population dynamic consequences and evolution of seed traits of Heterosperma pinnatum 

(Asteraceae). Am. J. Bot. 82, 410–420 (1995).
 25. Moazzeni, H. et al. A taxonomic revision of the genus Aethionema s.l. (Brassicaceae) in Iran. Phytotaxa 356, 241–266 (2018).
 26. Franzke, A., Lysak, M. A., Al-Shehbaz, I. A., Koch, M. A. & Mummenhoff, K. Cabbage family affairs: the evolutionary history of 

Brassicaceae. Trends Plant Sci. 16, 108–116 (2011).
 27. Al-Shehbaz, I. A., Beilstein, M. A. & Kellogg, E. A. Systematics and phylogeny of the Brassicaceae (Cruciferae): an overview. Plant 

Syst. Evol. 259, 89–120 (2006).
 28. Akhani, H., Mahdavi, P., Noroozi, J. & Zarrinpour, V. Vegetation patterns of the Irano-Turanian steppe along a 3,000 m altitudinal 

gradient in the Alborz Mountains of Northern Iran. Folia Geobot. 48, 229–255 (2013).
 29. Lenser, T. et al. Developmental control and plasticity of fruit and seed dimorphism in Aethionema arabicum. Plant Physiol. (Rockv.) 

172, 1691–1707 (2016).
 30. Solms-Laubach, H. G. Z. Cruciferenstudien II.: Über die Arten des Genus Aethionema, die Schließfrüchte hervorbringen. (Verlag von 

Arthur Felix, Leibzig; 1901).
 31. Arshad, W. et al. Dispersal biophysics and adaptive significance of dimorphic diaspores in the annual Aethionema arabicum 

(Brassicaceae). New Phytol. 221, 1434–1446 (2019).
 32. Dubois, J. & Cheptou, P. O. Competition/colonization syndrome mediated by early germination in non-dispersing achenes in the 

heteromorphic species Crepis sancta. Ann. Bot. (Lond.) 110, 1245–1251 (2012).
 33. Lenser, T. et al. When the BRANCHED network bears fruit: how carpic dominance causes fruit dimorphism in Aethionema. Plant 

J. 94, 352–371 (2018).
 34. Zohary, M. & Fahn, A. On the heterocarpy of Aethionema. Palest. J. Bot. Jer. Ser. 5, 28–31 (1950).
 35. Bhattacharya, S., Mayland-Quellhorst, S., Muller, C. & Mummenhoff, K. Two-tier morpho-chemical defence tactic in Aethionema 

via fruit morph plasticity and glucosinolates allocation in diaspores. Plant Cell Environ. 42, 1381–1392 (2019).
 36. Manafzadeh, S., Staedler, Y. M. & Conti, E. Visions of the past and dreams of the future in the Orient: the Irano-Turanian region 

from classical botany to evolutionary studies. Biol. Rev. Camb. Philos. Soc. 92, 1365–1388 (2017).
 37. Thuiller, W., Lavorel, S., Midgley, G., Lavergne, S. & Rebelo, T. Relating plant traits and species distributions along bioclimatic 

gradients for 88 Leucadendron taxa. Ecology 85, 1688–1699 (2004).
 38. Rumpf, S. B. et al. Range dynamics of mountain plants decrease with elevation. Proc. Natl. Acad. Sci. USA 115, 1848 (2018).
 39. Körner, C. The use of ‘altitude’ in ecological research. Trends Ecol. Evol. 22, 569–574 (2007).
 40. Manafzadeh, S., Salvo, G., Conti, E. & Ebach, M. A tale of migrations from east to west: the Irano-Turanian floristic region as a 

source of Mediterranean xerophytes. J. Biogeogr. 41, 366–379 (2014).
 41. Parolly, G. The high-mountain flora and vegetation of the western and central Taurus Mts.(Turkey) in the times of climate change, 

In Climate Change Impacts on High-Altitude Ecosystems 99–133 (Springer, 2015).
 42. Younginger, B. S., Sirova, D., Cruzan, M. B. & Ballhorn, D. J. Is biomass a reliable estimate of plant fitness? Appl. Pl. Sc. 5, 1600094 

(2017).
 43. Wang, L. et al. Seed dimorphism, nutrients and salinity differentially affect seed traits of the desert halophyte Suaeda aralocaspica via 

multiple maternal effects. BMC Plant Biol. 12, 1–11 (2012).
 44. Wang, G. et al. Timing of seed germination in two alpine herbs on the southeastern Tibetan plateau: the role of seed dormancy and 

annual dormancy cycling in soil. Plant Soil 421, 465–476 (2017).

https://doi.org/10.1038/s41598-019-52520-y


1 1Scientific RepoRtS |         (2019) 9:16108  | https://doi.org/10.1038/s41598-019-52520-y

www.nature.com/scientificreportswww.nature.com/scientificreports/

 45. Halbritter, A. H. et al. Trait differentiation and adaptation of plants along elevation gradients. J. Evol. Biol. 31, 784–800 (2018).
 46. Neuffer, B. & Hurka, H. Variation of development time until flowering in natural populations of Capsella bursa-pastoris (Cruciferae). 

Plant Syst. Evol. 152, 277–296 (1986).
 47. Fitzpatrick, B. M. Underappreciated consequences of phenotypic plasticity for ecological speciation. Int. J. Ecol. 2012, 1–12 (2012).
 48. Mummenhoff, K. & Franzke, A. Gone with the bird: late tertiary and quaternary intercontinental long‐distance dispersal and 

allopolyploidization in plants. Syst. Biodivers. 5, 255–260 (2007).
 49. Norton, D. A., Delange, P. J., GarnockJones, P. J. & Given, D. R. The role of seabirds and seals in the survival of coastal plants: Lessons 

from New Zealand Lepidium (Brassicaceae). Biodivers. Conserv. 6, 765–785 (1997).
 50. GBIF.org (16th March 2018, GBIF Occurrence Downloads, https://doi.org/10.15468/dl.itlbpu, https://doi.org/10.15468/dl.abzqvw).
 51. R Development Core Team (R Foundation for Statistical Computing, Vienna, Austria.; 2016).
 52. Hengl, T. et al. SoilGrids250m: Global gridded soil information based on machine learning. Plos One 12 (2017).
 53. Hengl, T. et al. SoilGrids1km-Global Soil Information Based on Automated Mapping. Plos One 9 (2014).
 54. Shangguan, W., Hengl, T., Mendes de Jesus, J., Yuan, H. & Dai, Y. Mapping the global depth to bedrock for land surface modeling. 

Journal of Advances in Modeling Earth Systems 9, 65–88 (2017).
 55. Mohammadin, S. et al. Genome-wide nucleotide diversity and associations with geography, ploidy level and glucosinolate profiles 

in Aethionema arabicum (Brassicaceae). Plant Syst. Evol. 304, 619–630 (2018).

Acknowledgements
The authors thank Sara Mayland-Quellhorst for assisting with stress experiments, Ulrike Coja for technical 
assistance, Nils Wiegand and Simon Clausing for helping harvest fruit material, and Botanical Garden Osnabrück 
for support with plant cultivation and seed propagation. We thank Setareh Mohammadin and Michael Eric 
Schranz (Wageningen, NL) for plant propagation; Kurtuluş Özgişi (Osmangazi University, Turkey), Çağatay 
Tavşanoğlu, (Hacettepe University, Turkey), and M. Fırat (Yüzüncüyıl University, Turkey) for field observation 
data. This work is part of the ERA-CAPS “SeedAdapt” consortium project (www.seedadapt.eu) and was 
supported by grants from the Biotechnology and Biological Sciences Research Council (BBSRC) to G.L.-M. 
(BB/M00192X/1) and from the Deutsche Forschungsgemeinschaft (DFG) to K.M. (MU 1137/12-1). This 
study is dedicated to the 80th birthday of Ihsan A. Al-Shehbaz (Missouri Botanical Garden) for his significant 
contributions for more than 40 years to our understanding of the evolution of Brassicaceae.

This study is dedicated to the 80th birthday of Ihsan A. Al-Shehbaz (Missouri Botanical Garden) for his signif-
icant contributions for more than 40 years to our understanding of the evolution of Brassicaceae.

Author contributions
K.M., K.S., S.B. and G.L.-M. planned and designed the research; K.S., S.B. performed experiments; S.B., K.S., 
G.L.-M. and K.M. analysed and interpreted the data; B.Ö. contributed to the collection and interpretation of the 
field data; S.B., K.S., G.L.-M. and K.M. wrote the manuscript; all authors revised and approved the final article.

competing interests
The authors declare no competing interests.

Additional information
Supplementary information is available for this paper at https://doi.org/10.1038/s41598-019-52520-y.
Correspondence and requests for materials should be addressed to S.B.
Reprints and permissions information is available at www.nature.com/reprints.
Publisher’s note Springer Nature remains neutral with regard to jurisdictional claims in published maps and 
institutional affiliations.

Open Access This article is licensed under a Creative Commons Attribution 4.0 International 
License, which permits use, sharing, adaptation, distribution and reproduction in any medium or 

format, as long as you give appropriate credit to the original author(s) and the source, provide a link to the Cre-
ative Commons license, and indicate if changes were made. The images or other third party material in this 
article are included in the article’s Creative Commons license, unless indicated otherwise in a credit line to the 
material. If material is not included in the article’s Creative Commons license and your intended use is not per-
mitted by statutory regulation or exceeds the permitted use, you will need to obtain permission directly from the 
copyright holder. To view a copy of this license, visit http://creativecommons.org/licenses/by/4.0/.
 
© The Author(s) 2019

https://doi.org/10.1038/s41598-019-52520-y
https://doi.org/10.15468/dl.itlbpu
https://doi.org/10.15468/dl.abzqvw
http://www.seedadapt.eu
https://doi.org/10.1038/s41598-019-52520-y
http://www.nature.com/reprints
http://creativecommons.org/licenses/by/4.0/

	Naturally-primed life strategy plasticity of dimorphic Aethionema arabicum facilitates optimal habitat colonization

	Results and Discussion

	Distinct environmental and edaphic factors define optimal habitat of Aethionema arabicum. 
	Environmental factors. 
	Edaphic factors. 

	Control parameters of the optimal habitat provide ideal fitness to Aethionema arabicum. 
	A natural stress gradient driven by temperature and moisture differences affected the plasticity of life phases and fruit m ...
	Thermal and hydrothermal were the major stress gradients influencing plasticity. 
	Stress-mediated plasticity influences the phenology of the dimorphic Aethionema arabicum. 
	Naturally-regulated plasticity and stress-mediated colonization pathways to optimal habitat. 

	Material and Methods

	Natural distribution of Aethionema arabicum. 
	Climatic data collection. 
	Edaphic data collection. 
	Seed collection and germination. 
	Controlled growth conditions. 
	Induced stress conditions. 
	Hydrothermal stress. 
	Nutritional stress. 
	Competitive stress. 

	Data collection for life phase and fruit morph plasticity after stress treatments. 
	Statistical analysis. 

	Acknowledgements

	Figure 1 The bio-geographic diversity of natural habitats of Aethionema arabicum accessions in ten East Mediterranean/Irano-Turanian countries.
	Figure 2 Higher fitness of Aethionema arabicum (total dry mass and total number of fruits produced in a lifetime) was achieved in experimental simulation of abiotic and biotic conditions of the optimal habitat than of the sub-optimal and stressful lower a
	Figure 3 Hydrothermal, nutritional and competitive stress affect plasticity in life phases (vegetative, Veg: reproductive, Rep parts) and fruit morphs (dehiscent, DEH: indehiscent, IND fruits) of Aethionema arabicum.
	Figure 4 Correlation of hydrothermal, nutritional and competitive stresses on the plasticity in life phase (vegetative: reproductive) and fruit morph (DEH: IND).
	Figure 5 Natural stress gradient (temperature and rainfall) induce flexibility in fruit morph ratio in Aethionema arabicum to change their phenology and potentially influence the colonization of optimal habitat with the help of seasonal change in wind spe




