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Legumes are bee-pollinated, but to a different extent. The importance of the plant–
pollinator interplay (PPI), in flowering crops such as legumes lies in a combination of
the importance of pollination for the production service and breeding strategies, plus
the increasing urgency in mitigating the decline of pollinators through the development
and implementation of conservation measures. To realize the full potential of the PPI,
a multidisciplinary approach is required. This article assembles an international team of
genebank managers, geneticists, plant breeders, experts on environmental governance
and agro-ecology, and comprises several sections. The contributions in these sections
outline both the state of the art of knowledge in the field and the novel aspects under
development, and encompass a range of reviews, opinions and perspectives. The
first three sections explore the role of PPI in legume breeding strategies. PPI based
approaches to crop improvement can make it possible to adapt and re-design breeding
strategies to meet both goals of: (1) optimal productivity, based on an efficient use of
pollinators, and (2) biodiversity conservation. The next section deals with entomological
aspects and focuses on the protection of the “pest control service” and pollinators
in legume crops. The final section addresses general approaches to encourage the
synergy between food production and pollination services at farmer field level. Two basic
approaches are proposed: (a) Farming with Alternative Pollinators and (b) Crop Design
System.
Keywords: heterosis breeding, legume landraces, breeding for seed yield, pest control, Farming with Alternative
Pollinators and Crop Design System

Agricultural land serves first and foremost to produce food and, to an increasing extent, it should
contribute to the “green economy” by enhancing diversity in agro-ecosystems. It is therefore often
necessary to support farmers in their efforts to improve the biodiversity level on their farms.
Legumes are bee pollinated. To realize the full potential of the plant–pollinator interplay (PPI),
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a multidisciplinary approach is required. The article assembles
an international team of genebank managers, geneticists,
plant breeders, experts on environmental governance and
agro-ecology and comprises several sections. Section “Basic
Application-Oriented Questions in Heterosis Breeding: The
Potential of Insect-Mediated Outcrossing in Grain Legumes”
deals with heterosis breeding strategies. Regarding hybrid and
heterotic population breeding, current strategies for using
heterosis center on finding ways of reducing the cost and
increasing the efficiency of producing hybrid seed. Optimum
pollination should be focused on seed production technology
based on insect-aided outcrossing. Section “Exploring the
Role of Plant–Pollinator Interplay in Grain Legume Landrace
Germplasm Conservation and Management” describes landrace
pollination aspects from the perspective of ex situ and onfarm multiplication. The role played by pollinators can have
positive or detrimental effects. While gene flow between different
multiplication seed fields can be problematic, insufficient
outcrossing within a single population can also create troubles.
Data should be available to genebank curators, breeders and
farmers to allow the selection of the multiplication strategy
in the presence of pollinators and to predict or assess its
impact on landrace genetic structure and seed production.
Section “Developing Strategies for Seed Production and Seed
Producers in Forage Legumes” focuses on strategies for seed
production and seed producers in forage legumes. In forage
legumes, the potential seed yield (PSY) is very high; many
ovules are present per unit area at anthesis, but only a
small part of them turns into mature seeds. Seed production
is influenced by several factors including the presence of
pollinators around seed crop. The section describes general
strategies for seed production in forage legumes. Section
“Protecting the Pollination Service from Pesticides” brings
entomological aspects and focuses on the protection of the
“pest control service” and pollinators in legume ecosystems.
The use of pesticides to control pests not only affects
negatively the pollinators but also the pests’ natural enemies.
Enhancing the pest control service of legume ecosystems, by
avoiding pesticides and adopting adequate alternative control
methods, and by promoting ecological infrastructures, has a
positive impact on pollinators. Section “General Approaches
to Encourage the Synergy between Food Production and
Pollination Services” addresses general approaches to encourage
the synergy between food production and pollination services.
It is increasingly recognized that pollination has multiple
aspects: farmers may use both pollinator-friendly crops and
implement practices in the overall production scheme and
management of their farms to increase the occurrence, health
and visitation of pollinators, whether these are wild or
managed. Designing the right crop and identifying the suite
of practices, appropriate and effective in a particular site, is
where management of pollination becomes key. Two basic
approaches are proposed to manage pollination by farmers at
field level: (a) Farming with Alternative Pollinators (FAP) and
(b) taking into account that flowering crops could be effective
determinants of bee diversity and density, the Crop Design
System (CDS).
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BASIC APPLICATION-ORIENTED
QUESTIONS IN HETEROSIS BREEDING:
THE POTENTIAL OF INSECT-MEDIATED
OUTCROSSING IN GRAIN LEGUMES
Background
Heterosis (or hybrid vigor) is a natural phenomenon whereby
hybrid offspring of genetically diverse individuals display
improved physical and functional characteristics relative to their
parents (Fu et al., 2014). Heterosis has been increasingly applied
in breeding for nearly a century, with the aim of developing
more vigorous, higher- yielding, and better-performing cultivars.
Hybrid breeding is a success story in several allogamous species
such as maize (Zea mays L.), sunflower (Helianthus annuus L.),
and other crops, where, greater yield has been achieved (Coors
and Pandey, 1999). Although it is technically more challenging,
hybrid breeding is also being approached in partially outcrossing
crops such as canola (Brassica napus L.) (Longin et al., 2012).
Heterosis results in from 20% to over 50% yield increase in inbred
species (Tester and Langridge, 2010). For many self-pollinating
crop plants, hybrid breeding has been established only recently.
The reason for this may lie in the limitations of methods available
for controlling pollination and hybrid performance prediction, in
particular when established heterotic groups are absent. Strategies
for using heterosis more widely to increase yields in inbred crops
center on finding ways of reducing the cost and increasing the
efficiency of producing hybrid seed (Zhao et al., 2015). In grain
legumes, very limited progress has been made in the use of
heterosis. So far, hybrid pigeonpea [Cajanus cajan (L.) Millsp.]
is the only success story to tell in legumes (Palmer et al., 2011).

Goal and Key Constraints
This section deals with the hybrid breeding technology for the
exploitation of heterosis in legumes; it does not review the
status quo of hybrid breeding, but highlights the main problems
currently limiting our capacity to utilize heterotic potential by
using the knowledge from the PPI.
The biological constraints of legumes (for more details, see
Crop Design System) hamper the implementation of a costefficient hybrid seed production technology. The details have
been discussed recently (for review, see Palmer et al., 2011; Suso
et al., 2015). Briefly, Palmer et al. (2001), listed four components
that are crucial for the successful development of hybrids in
food legumes: parental combinations that produce heterotic
progenies with yield higher than the best pure-line cultivars, a
stable male-sterile and female-fertile system, an efficient pollen
transfer mechanism from pollen parent to pod parent, and a
profitable level of seed increase for the seedsman and grower.
However, in legumes, most of the above mentioned components
are lacking, making hybrid research an uphill task. Legume
hybrid breeding has been less successful, than in other crops
because of the lack of knowledge about high-yielding heterotic
groups coupled with difficulties in implementing a cost-effective
system for hybrid seed production as result of an efficient pollen
transfer mechanism from pollen parent to pod parent (Palmer
et al., 2011).
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Once a stable male-sterility system is obtained, it is necessary
to transfer the pollen from the male parent to the female parent.
For soybean, a major limitation is the movement of pollen
from male parents to female parents. Most of cross-pollinations
have been conducted with hand-emasculated plants. Manual
cross-pollination to produce large quantities of hybrid seed is
difficult and time-consuming. Ortiz-Perez et al. (2006a,b) and
Palmer et al. (2009) recommended insect-aided technology for
hybrid seed production and considered that the exploitation
of the heterosis depends on basic information available on
different aspects of the PPI. The role of pollen vectors in soybean
production has been generally disregarded, with producers
relying on self-pollination and pesticides to maintain yield levels
(Milfont et al., 2013). However, growing evidence links improved
soybean production to the activity of flower visitors. The studies
by Martins (2013), Milfont et al. (2013), and Monasterolo et al.
(2015) showed that pollinator activity is important for this crop,
leading to increased yield.
Insect-aided crossing potential depends on the functional
floral pollinator-related traits of the female and male parents.
Studies in cultivated soybean revealed significant differences for
floral discovery, attraction and reward traits of the seed parent
(Ortiz-Perez et al., 2006a). Ortiz-Perez et al. (2008) indicated
that the bees’ preference for certain parental lines was the key
factor in reducing hybrid seed production. Among various traits
that influence outcrossing, volatiles are crucial. Differences in the
emission of flower volatile compounds among soybean cultivars
mediate the attractiveness of high and low seed set male-sterility
lines. Suso et al. (2010) showed that higher seed setting of malesterile lines was associated with increases in the length of the
standard and changes in its lobe shape. Wild soybean species have
a greater ability for outcrossing. G. syndetika Pfeil and Craven
is a perennial species noted for its relatively intense perfume. In
this species, several volatile organic compounds were identified
(Palmer et al., 2012; Pappas et al., 2012). Altogether, these results
can be exploited to genetically enhance annual soybean cultivars
for increased outcrossing.

Heterotic groups – genotypes or populations – that produce
high-yielding progeny after crossing need to be identified. The
determination and identification of heterotic combinations or
associations require a large number of parental recombinations
to be evaluated over a number of years, in many locations, and
with an adequate number of replications per location. In legumes,
a limiting factor in the study of heterosis is the lack of hybrid
seed available for the agronomic performance tests. Most studies
were based on a low number of environments with small-sized
plots and low seed density (Ortiz-Perez et al., 2007; Palmer et al.,
2012).

Key Examples
Despite these drawbacks, major attempts have been undertaken
in the public and private domain to develop hybrid breeding
programs in some legumes. Moreover, these attempts at
crop improvement programs were recently stimulated by the
demand for increased agricultural productivity per area in
the face of dynamic environmental and biotic threats which
the rapid global environmental changes will make increasingly
challenging (Tester and Langridge, 2010). We summarized
current knowledge on the extent of hybrid breeding technology
through selected examples: a successful story, pigeonpea
[Cajanus cajan (L.) Millsp], a predominantly selfing crop,
soybean [Glycine max (L.) Merr.] and a partially allogamous crop,
faba bean (Vicia faba L.).

Pigeonpea
The research by ICRISAT and its collaborators into sterility
systems and agronomic performance studies was the catalyst
that ensured the success of the pigeonpea hybrid. Saxena et al.
(2013) reported that ICRISAT scientists, working with their
Indian counterparts, developed the Hybrid ICPH 2671, which
showed around 47% superiority for grain yield over the popular
cv. control cultivar ‘Maruti’ in multilocation on-station testing
and in the on-farm trials. The cytoplasmic-nuclear male sterility,
combined with natural outcrossing of the crop (outcrossing was
facilitated by a prolonged flowering period) was used to develop
viable hybrid breeding technology. Saxena et al. (2013) reported
that good amounts of seed set were obtained even with 25–
30% outcrossing. The pollen vectors may visit the male-sterile
plants several times, and on each visit, a certain proportion of
the flowers are pollinated to set the pods, while the un-pollinated
flowers should drop. This is followed by the emergence of new
flowers on the same plant, some of which again set pods through
open pollination. The outstanding performance of this hybrid has
led to its release for cultivation in India by both a private seed
company and a public university.

Faba bean
Although good hybrid combinations have been found, none of
the many published CMS (cytoplasmic male sterility) systems
are employed in practical breeding, mostly due to instability
and spontaneous reversion to pollen fertility (for an in-depth
review, see Palmer et al., 2011). Hybrid cultivars are not available
commercially yet, and are unlikely, due to the high cost of
producing and growing very large seeds (Gnanasambandam
et al., 2012).
Partially allogamous crops are bred as either self- or crossfertilizers. Breeding as a self-fertilized crop (line cultivar) leaves
heterosis unexploited; moreover, there is a risk of lower yield
stability (Maalouf et al., 1999). Genetic uniformity is now
being questioned in sustainable agriculture, thus open-pollinated
highly heterogeneous and heterozygous populations (mixture or
synthetic cultivars) should be an objective in itself (Gasim and
Link, 2007; Goldringer et al., 2010).
The heterozygosity level of a population is a function of its
outcrossing rate. The expression of heterotic effects in synthetics

Soybean
A number of male-sterility systems with appropriate maintainers
and restorers are available for soybean hybrid technology. The
identification of cytoplasmic-nuclear male-sterile lines along with
their maintainers and restorers has been achieved by intraspecific
and interspecific hybridizations. Heterosis studies have shown
that yield levels above the best parent are possible (Palmer et al.,
2011).
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see Crop Design System). Self-pollination has contributed to crop
segregation against wild crop relatives (McCouch et al., 2012)
and other related legume crops. However, self-pollination can
limit the crop diversity and adaptation to the environment, and
many crops have kept alternative pollination and reproduction
mechanisms to overcome these constrains. Thus, legume selfpollination cannot be seen as an unvarying process (Lloyd and
Schoen, 1992), and can be compatible with a variable amount of
pollen transfer within the inflorescence or between plants within
populations or between populations.

is particularly dependent on the degree of outcrossing (Maalouf
et al., 1999). A prerequisite of breeding synthetic cultivars is the
breeding of lines with high cross-fertilization rate (Gasim and
Link, 2007).

Conclusions and Future Perspectives
Hybrids and heterotic populations can contribute to food security
through higher yield and resilience. The development of hybrid
technology is severely limited, primarily because of its high seed
cost due to low outcrossing. Optimization of the insect-aided
outcrossing technology is required and should be coupled with
the development of a clear understanding of the PPI.
In the context of pollinator decline (Klein et al., 2007), the
efficient use of pollinators emerges as a key target (Christmann
and Aw-Hassan, 2012; IPBES, 2013; Cost Action FA1307, 2014;
Garibaldi et al., 2014). Besides, legume breeding for sustainable
agriculture is linked to the development of non-food services
such as environmental services (Helenius and Stoddard, 2007;
Duc et al., 2014). As it has been the case in other problem-solving
matters in plant breeding, the solution lies in the interdisciplinary
domain rather than in unique expertise. Structured dialog,
as suggested in the framework of the European Innovation
Partnerships – Focus Group on Genetic Resources1 , among
pollination biologists, entomologists, as well as breeders, farmers
and, beekeepers, offers promising possibilities to overcome the
constraint. Significant breakthroughs can be made by mixing
disciplines: combining expertise in the core disciplines of agroecology, apiculture/entomology, and breeding could result in the
development of insect-mediated outcrossing technology.

Assessing Grain Legume Landrace
Diversity and Structure
Many grain legumes are traditionally cultivated and maintained
worldwide resulting in the evolution of wide genetic diversity
represented by landraces (Negri et al., 2013). Genesys (2015)
allow us to have an idea of the number of these landraces
conserved ex situ. There are as many as 75,796 bean landraces,
69.11% of bean germplasm held in genebanks, 19,702 cowpea
landraces (63.13%), 31,880 chickpea landraces (57.88%), and
5,754 faba bean landraces (27.95%).
Crop landraces are locally adapted heterogeneous populations
and a potential source of genotypes with functional traits
needed for PPI and breeding improvement. Landraces have
been the matter of widespread analysis but not always of
consensual understanding (Zeven, 1998; Pinheiro de Carvalho
et al., 2013). However, the importance of landraces, including
legume landraces, for crop evolution, food production and
agriculture sustainability (Upadhyaya et al., 2011) and eventually
for the implementation of the IPM, FAP, and CDS approaches,
is widely recognized (see Reducing Pesticide Application by
an Integrated Pest Management Approach, Farming with
Alternative Pollinators – An Approach to Gain a MassBasis for Pollinator Protection, and Crop Design System).
Legume landraces are the result of evolutionary adaptation
to agro-ecological conditions, and their structure includes the
commitment to genetic singularity (assembly of genes and
alleles defining the landrace), ecological complexity (defined by
environmental adaptation) and socio-cultural value (Brush, 1999;
Negri et al., 2009; Freitas et al., 2011).
Legume landraces are submitted to a general trend in modern
agriculture characterized by its fast replacement by modern
cultivars, with increasing danger of erosion and extinction
(Almekinders and de Boef, 1999; Negri et al., 2009; Pinheiro de
Carvalho et al., 2016). This trend determines an overall concern
for their ex situ conservation in germplasm collections, while
almost 150 thousands landraces of six major grain legumes are
actually stored (see Genesys, 2015).
An important factor for understanding the role of legume
landraces in PPI is the knowledge of landrace population
structure, in order to comprehend their genetic diversity and
the presence of genotypes with required functional traits, and
to optimize their ex situ and in situ (on-farm) conservation and
management and/or use in breeding programs. According to our
knowledge, the research into this issue has been insufficiently
developed. Legume landraces are, by nature, heterogeneous and

EXPLORING THE ROLE OF
PLANT–POLLINATOR INTERPLAY IN
GRAIN LEGUME LANDRACE
GERMPLASM CONSERVATION AND
MANAGEMENT
General Introduction to Grain Legume
Pollination
In modern agriculture, 19 grain legume crops provide food for
mankind, worldwide, or locally (Broughton et al., 2003; Smýkal
et al., 2015). Eleven of these crops have records of naturally
occurring cross-pollination mediated by PPI (Purseglove, 1968;
Klein et al., 2007; Suso et al., 2015). Among these crops are
soybean (G. max), common bean (Phaseolus vulgaris L.), runner
bean (P. coccineus L.), lima bean (P. lunatus Benth.), faba
bean (V. faba L.), adzuki bean (Vigna angularis (Wild.) Ohwi
& H. Ohashi), mungo bean [V. radiata (L.) R. Wilczek], and
cowpea [V. unguiculata (L.) Walp.], etc. Many legume crops
are considered predominantly self-pollinated (Suso et al., 2011)
and their domestication process has favored this pollination
behavior (Allard, 1999) with the corresponding adaptation of
flower structure and traits (further information is presented in
1

http://ec.europa.eu/eip/agriculture/en/content/genetic-resources-cooperationmodels
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The global strategy of ex situ conservation of legume landraces
has resulted in the interruption of evolutionary processes
(Brush, 1999). The process can restart periodically, during gene
banks management actions, with regeneration or multiplication
of accessions. Under cultivation or in on-farm conservation,
landraces continue evolving and adapting to environmental
conditions. However, this evolution can be threatened by genetic
erosion resulting in the extinction of landraces when farmers
abandon them or in their genetic pollution by bred cultivars.
These cultivars are characterized by genetic gains in yield, but are
homogeneous and may not hold the useful traits required for PPI
improvement and hybrid seed production (Palmer et al., 2011;
see also Key Examples). There are benefits derived from natural
outcrossing within landraces for creating new variability and
selecting highly adapted yielding cultivars (Saxena and Kumar,
2010). Cross-pollination can also be hazardous for the breeder
wishing to maintain the genetic identity and purity of the crop
cultivar (Gómez, 2004). The natural outcrossing occurring in
several grain legume crops can affect the reliability of the breeding
programs when improved cultivars outcross with unimproved
plants in nearby fields (Rahman et al., 2001).
The gene flow occurring between landraces and related
species depends on outcrossing rates, in addition to the
socioeconomic conditions of their cultivation. Oaxacan farmers’
practice multiple landrace cropping systems using common bean,
runner bean and Phaseolus dumosus across an altitudinal gradient
as a strategy to mitigate risks across a broad range of agronomic
and household needs that cannot be addressed with single species
or races (Worthington et al., 2012). De Mooy et al. (1990) showed
that under traditional intercropping systems, outcrossing plays
a positive role in maintaining genetic variability and stability of
cowpea landraces. However, the outcrossing between landraces
and bred cultivars increases the risks of genetic pollution (De
Mooy et al., 1990). Additionally, the natural outcrossing in
pigeon pea can be considered a constraint for the maintenance
of genetic purity of the bred cultivars and genetic seed stocks.
New cultivars have been contaminated in a short period of
3–4 years (Gupta et al., 1981). However, Singh et al. (2005)
reviewed the long-term Indian pigeon pea breeding program
and showed that cultivars were selected from landrace variations
created by natural outcrossing, hybridization and segregation
events (Singh et al., 1990 cited by Saxena, 2005; Singh et al.,
2013).

have a complex structure, whereas traits and genes are evolving
in dynamic equilibrium with environmental conditions. The
heterogeneity of the landrace can be promoted by farmers in
the field through seed exchange, natural or accidental selection
and/or gene flow (including that mediated by pollinators
through the PPI) within or between closely related landrace
populations.
The sampling methodology of landrace material is aimed
at gathering as much genetic diversity as possible, while
keeping useful landraces traits. If the landrace is strictly selfpollinated, then the seeds harvested will change in terms
of the increase of genotypes, leading to a greater fitness
in population. In partially cross-pollinated landraces, which
allow limited pollen exchange between flowers mediated by
pollinators, even small natural outcrossing rates can create
many population crosses, since they are composed of several
genotypes cultivated in a proximity which allows PPI. In such
conditions PPI pollen transfer and allele shuffling will increase
the heterozygosity of the landrace. Recent data shows that natural
outcrossing can contribute to increasing the genetic diversity
of crop populations (Papa and Gepts, 2004; Barnaud et al.,
2008).

Impact of Pollinators on the Structure of
Grain Legume Landraces: Risks and
Opportunities
The impact of pollinators on the heterogeneous structure of
landraces is still not well understood. Pollinators can promote
self-pollination or outcrossing within each landrace and among
landraces or cultivars. Thus, landraces can be vulnerable to
changes determined by crosses with other cultivars. Outcrossing
with other homogenous cultivars can result in genetic loss of
one or several landraces’ useful genotypes and their functional
traits. On the other hand, inbreeding depression appears to be
related, with genetic erosion and reduction of heterozygosis,
when the natural outcross or environmental adaptation are
limited. The evolution of the landrace in the field and outcrossing
among its genotypes should be facilitated by PPI to avoid
inbreeding depression (Street et al., 2008c). Additionally, selfing
was found to alter the performance of an open-pollinated
population in a progressive way, leading to the expression
change of those characters associated with pollinator discovery
and attraction (Nadal et al., 2003; Suso and Río, 2014). Martin
and Adams (1987), studying the extent of outcrossing in 15
bean landraces in Malawi, identified three different categories
regarding their structure. One category was a group of four
seed types without evidence of outcrossing among genotypes
as result of recent landrace cultivation in the studied region,
differences in their flowering times, absence of pollinators activity
or pollen incompatibility. In the second category, intermediate
outcrossing events between landraces were observed, while in the
third category landrace structure had been largely determined
by many outcrossing events (Martin and Adams, 1987). These
observations point to a temporal change of landrace structure
and diversity, promoted by PPI, and need to be taken into
consideration, during landrace management.

Frontiers in Plant Science | www.frontiersin.org

Ex situ and On-Farm Approaches and
the Plant–Pollinator Interplay. A Complex
Issue
An important issue in genebank management is to maintain
the necessary level of the heterozygosity and heterogeneity of
landraces, which can be achieved through the management of
pollinator-crop interplay (Suso et al., 2015). Trying to identify
gaps in the management of grain legume landraces, Maggioni
et al. (2002) analyzed the maintenance and regeneration
protocols of 11 germplasm collections and realized that about
50% of them are multiplied under open-pollination conditions.
An average contamination rate of 12% for these landraces was
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population to provide breeders with high-value material (for its
outcrossing potential).

estimated, with a high variation between genotype frequency
(Maggioni et al., 2002). These data point out the need to
focus on collection management protocols, with particular
attention to the regeneration procedures and conditions.
Recently, recommendations have been drawn up for cowpea,
chickpea, faba bean and lentil landrace management (Dumet
et al., 2008; Street et al., 2008a,b,c) aiming at supporting
the positive results of outcrossing within landraces and to
avoid the detrimental effects of cross-pollination with different
cultivars.
The Global Crop Diversity Trust has also published
regeneration guidelines for many grain legumes, including
cultivated chickpea landraces. Even though chickpea (Cicer
arietinum L.) is mainly self-pollinated, an outcrossing rate of
5.6% has been detected (Rubio et al., 2010), mediated by insects
(Purseglove, 1968). An isolation distance of 90 cm between plots
has been recommended to avoid unwanted outcrosses (Street
et al., 2008c). In pigeonpea, covering the flowering plants with
muslin bags or insect-proof cages has been recommended to
avoid cross-pollination (Upadhyaya et al., 2008). Regeneration of
faba bean landrace germplasm (Street et al., 2008a) can take place
in screen houses to avoid insect-facilitated cross-pollination with
foreign landraces or cultivars, and it allows within-accession
crossing to prevent inbreeding depression. The regeneration in
open-pollinated conditions should keep isolation distances to
facilitate pollination by natural out crossing within accession.
Self-pollinated Lens culinaris Medik. shows a degree of
outcrossing, ranging from 0.06 to 5.12%, depending on the
cultivar, location, and year (Horneburg, 2006). Additionally, the
outcrossing rate between individual flowers in the inflorescence
can reach 22.2% within cultivars. Its regeneration will therefore
require specific management aimed at controlling pollination,
either by allowing insect pollination inside isolation cages or
tunnels or in-field free open pollination, keeping the minimum
distance between different landraces or cultivars to avoid
undesirable outcrosses.
It is vital to maintain landrace integrity, because some
genotypes have kept their floral structure, promoting natural
outcrosses, which have almost disappeared through crop
domestication. At the same time, the genetic mechanisms
facilitating the maintenance of outcrossing are relevant in
breeding (for both hybrids and populations). Therefore, these
flower functional traits will be a useful tool for crop improvement
as well as for in situ and on-farm conservation (see also Key
Examples).
Thus, when regeneration actions are implemented, it is
equally important to take notice of pollinators [particularly
honey bees (A. mellifera), bumble bees (Bombus sp.) and
hover flies (Syrphidae)] visiting crop flowers, and evaluate the
accessions for additional phenological and morphological data.
Street et al. (2008b) recommended: (1) coordinating periodic
field inspections with entomologists during the growing season,
to identify the most efficient visitor/pollinator and determine
the relationship between pollinator and flower morphology; (2)
evaluating the agronomic data in relation to phenology and
flower morphology and structure. Besides, all off-type plants
resulting from crossing should be kept and mixed to build a basis
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DEVELOPING STRATEGIES FOR SEED
PRODUCTION AND SEED PRODUCERS
IN FORAGE LEGUMES
Seed Production in Forage Legumes
Genetic and Environmental Factors in Seed
Production
Forage legumes show a wide variation in traits influencing
breeding programs, cultivar maintenance and seed production.
Perennial species are generally cross-pollinated by insects and,
consequently, predominantly allogamous. Cultivars of these
species (synthetic and improved populations from mass selection
or recurrent selection) are populations of different, highly
heterozygous genotypes assembled by the breeder in a delicate
equilibrium, conditioned by the cross-mating system, that must
be maintained during the lifetime of a cultivar, since eventual
inbreeding has deleterious effects on forage and seed yields
(Ceccarelli, 1986).
Annual medics and subterranean clover are generally selfpollinating species, with cleistogamous flowers and a selftripping mechanism (Katznelson and Morley, 1965; Lesins and
Lesins, 1979). Because of their reproductive system (predominant
autogamy) and the huge germplasm variation existing in nature,
the breeding of these species has mostly been based on a
pure-line selection from natural populations (Piano and Pecetti,
2010).
Seed yield, which is an important factor in determining the
success of a cultivar, is determined by genetic and environmental
(sensu lato) factors. The latter include the choice of the bestsuited environment (for soil and climate characteristics) and
the choice of an appropriate agronomic technique, where seed
sowing rate, care of the establishment (fertilization, irrigation,
grazing, and/or cutting management, weeds and pest control) and
number of pollinators should be carefully set up. Sub-optimal
environmental conditions, cultural and harvesting practices
and absence of pollinators negatively condition forage seed
yield (Lorenzetti, 1981, 1993; Lorenzetti and Negri, 1995).
While research has already clarified the best environmental
conditions for seed production (for the main forage species
at least), there is still a need to carry out further research
on genetic factors affecting seed yield, on which we will
focus the following section, with particular reference to minor
legumes.

Potential Seed Yield vs. Realized Seed Yield
In most forage legumes, the realized seed yield (RSY) is very low
compared with the potential seed yield (PSY). The PSY can be
estimated multiplying the Potential Seed Number (PSN) per unit
area by the average thousand seed weight (TSW) (Table 1). The
former depends on inflorescence number per unit area, flowers
per inflorescence, ovules-per flower (i.e., on the reproductive
system size). It is noteworthy that each of these components
interacts with the others. With the exception of ovule number
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(1998); ∗∗ Satta et al. (2000); ∗∗∗ Yagoubi and Chrki (2000).
∗ Martiniello

1
0.2

0.3
24.0

17.7
4.5

18.0
133,380

393,525

per flower, the less variable component, the other components
show a high variability in all species (Lorenzetti, 1981; Rosellini
et al., 1994), but few data on their hereditability exist. PSY is very
high in forages since many ovules are present per unit area at
anthesis; however, only a small part of these ovules turns into
mature seed and only a part of this seed is collected (Table 1).
RSY, in fact not only depends on the PSY, but also on the efficiency
of the reproductive system (seed setting and maturation) and the
percentage of harvested seed.
Pollination and fertilization are essential steps in the
formation of mature seeds (Fairey and Hampton, 1998) and
mostly depend on pollination. Pollinators like honey bees
(A. mellifera), leafcutter bees (Megachile rotundata Fab.), alkali
bees (Nomia melanderi Cockerell), and bumble bees (Bombus
sp.), while foraging, operate flower tripping and fertilization
and seed formation occur. Consequently, an adequate number
of insects is a key factor in the production of forage seeds.
Furthermore, crossing operated by pollinators allows the
maintenance of a high level of heterozygosity and heterosis
which, as mentioned above, condition important agronomic
traits, such as forage and seed yields (Veronesi and Lorenzetti,
1983; Strickler, 1999; Strickler and Vinson, 2000; Pecetti and
Proietti, 2003).
The environment strongly influences the success of pollination
and fertilization through its effects on flowering pattern,
flowering duration, pollen production and vitality, pollen tube
growth, stigma receptivity, and ovule viability (Clifford and Scott,
1989; Hampton, 1990; Thomas and Pasumarty, 1996). However,
the interplay plant-pollinator also plays a role. For example, in
alfalfa, the bee foraging behavior is influenced by flower color
(Steiner et al., 1992), flower aroma (Loper et al., 1974), and
nectar availability (Kauffeld and Sorensen, 1971; Pecetti and
Tava, 2000; Palmer et al., 2009). The latter are partially under
genetic control (Loper and Waller, 1970; Loper and Lapioli, 1971;
Loper and Berdel, 1978; Pecetti and Tava, 2000; Pecetti et al.,
2002) while flower color is totally under genetic control (Barnes,
1966).
Moreover, fertilization may be reduced by genetically
determined reproductive barriers such as incompatibility, plant
sterility, or unreduced-gametes (Falcinelli, 1999). In addition,
a high percentage (50%) of embryo sac degeneration and/or
fertilized egg abortion is observed in outcrossing forage legumes
(Thomas, 1996) as a possible consequence of the genetic
load resulting from deleterious recessive alleles (Wiens, 1984;
Burbidge and James, 1991; Pasumarty et al., 1993; Rosellini et al.,
1998). Breeding for traits like flower attractiveness to pollinators
or low genetic load, factors that indeed condition reproductive
efficiency, has been limited up to now.
Poor seed retention of forage legumes is another constraint
in achieving PSY, since it causes considerable seed loss before
and during harvesting. Forage legumes have not been fully
domesticated yet and often show pod dispersal and/or dehiscence
of pod prior to harvest. For example, seed shattering coupled
with dehiscence of pod is high in Lotus corniculatus L., while
pod dispersion is high in annual medics, Trifolium incarnatum
L. and T. repens, where losses up to 40% of the total seed yield are
reported (Clifford and McCartin, 1985).
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TABLE 1 | Component seed production, potential and realized seed yield of some perennial forage legumes (modified from Lorenzetti, 1993).
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pest outbreaks efficiently just by themselves in agricultural
ecosystems. Presently, the use of pesticides still dominates the
pest control programs of legume crops (Stevenson et al., 2007)
and natural enemies or introduced (released) ones are chronically
exposed to cocktails of pesticides. Predicted changes in global
climate are likely to further exacerbate such problems in the
future (Goulson et al., 2015).
Pesticides have a negative impact on the pests’ enemies (and
also on pollinators, as explained below) by direct mortality and
by physiological and behavioral sub-lethal effects. Pesticide effects
on their development, adult longevity, immunology, fecundity,
sex ratio, mobility, navigation/orientation, feeding behavior,
oviposition behavior and learning performance have a great
influence in the abundance and pest control performance of
those enemies (see details in Desneux et al., 2007). Pesticides
disrupt/ weaken the natural pest control service in agricultural
ecosystems.

Strategies for Increasing Seed
Production in Forage Legumes
Generally, the breeding programs of forage legumes are mainly
designed to achieve a balance between persistence, quality, yield,
and animal safety (Sewell et al., 2011), while they should also
be addressed to increase seed production, since the commercial
success of a forage cultivar also depends on its ability to produce
seed. High seed yield facilitates the spread of the cultivar because
low-cost seed can be easily placed on the market (Lorenzetti and
Negri, 1995). In addition, several studies have shown that in
forage legumes, seed yield is positively correlated with biomass
production (Bolaños-Aguilar et al., 2002; Torricelli et al., 2007).
There are still ample margins for genetic improvement in seed
production in forage legumes relying on existing genetic variation
for traits that condition SYP (such as inflorescence number and
seed number per plant, seed number per inflorescence and seed
weight per inflorescence) and there is a high correlation with
seed yield per plant (Bolaños-Aguilar et al., 2002; Sengul, 2006),
attractiveness for pollinators and seed shattering.
Breeding in these crops is still at an early stage compared
with other species. Both improved cultivars and populations are
characterized by a wide genetic base, and thus, there is sufficient
variation for seed yield to be substantially increased by selection
and breeding. Improvements in seed yield will confer substantial
benefits to breeding companies and farmers producing forages.
It is noteworthy in the context of this paper that cultivars
specifically bred for increased attractiveness to pollinators will
also help in maintaining the wild pollinator fauna and increase
honey production by honeybees (with a consequent increase in
economic returns for farmers).

The Effect of Pesticides on the
Pollination Service
Pollination service is another ecological service essential in
agricultural ecosystems, for both crops and wild plants. Many
insect species contribute to pollination, including bees, hoverflies,
butterflies, moths, and some beetles, by visiting a wide or narrow
range of flower species to collect food (nectar and/or pollen),
thus acting as generalist or specialist pollinators. Bees rely on
either nectar or pollen at different stages of their life cycle with
a total dependence on flowers, and are considered the most
efficient pollinators. European bee species comprise the managed
western honey bee (A. mellifera), 68 bumble bee species and over
1000 semi-social and solitary bee species (EASAC-The European
Academies’ Science Advisory Council, 2015).
There has been a steady decline in many pollinator
groups, which has been attributed to several factors, many
related to agricultural intensification, such as habitat loss
and fragmentation, decreased resource diversity and pesticides
application (Steffan-Dewenter et al., 2002; Kremen et al., 2007;
Carré et al., 2009; Potts et al., 2010; Brown et al., 2012; Nieto et al.,
2014).
Insecticides are the group of pesticides that pose the most
direct risk to insect pollinators, especially the neonicotinoids
(Woodcock, 2012; Sanchez-Bayo and Goka, 2014; Chagnon et al.,
2015; Rundlöf et al., 2015). However, herbicide application also
has the indirect effect of damaging the floral resources on which
pollinators depend and delaying the flowering, so the timing
between the period when food is most needed by pollinators and
food availability is disrupted (Boutin et al., 2014; Nieto et al.,
2014). Additionally, exposure to some fungicides can greatly
increase the toxicity of insecticides, such as neonicotinoids and
pyrethroids (Desneux et al., 2007; Goulson et al., 2015).
Pollinators can be exposed to insecticides during their
application, by contact with residues, or from the ingestion of
contaminated pollen, nectar, or guttation fluid. Exposure occurs
in agricultural crops, flowering weedy crop boundaries and also
in the neighboring semi-natural habitats where pollinators nest
and forage, owing to pesticide drift (Potts et al., 2010). Numerous

PROTECTING THE POLLINATION
SERVICE FROM PESTICIDES
The Pest Control Service in Legume
Crops
Legume crops are regularly attacked by several pests, pathogens
and weeds, at different times of their growth cycles (Stevenson
et al., 2007; El-Wakeil and El-Sebai, 2009; Pérez-De-Luque
et al., 2010; Sillero et al., 2010; Stoddard et al., 2010; Kharrat
and Ouchari, 2011; Stoddard, 2013; Arlauskiene et al., 2015),
which strongly affect crop yields worldwide. This frequently
compromises the choice of farmers for legume crops (Jensen
et al., 2010). These attacks not only affect the crops’ health but also
limit the rotation and intercropping schemes that use legumes
(Jensen et al., 2010).
Among the biotic constraints of legume crops, insect pests
play a major role in yield reduction and several species are
reported to be present in legume crops (Stevenson et al., 2007;
Stoddard et al., 2010). More than 70 arthropod species have
been reported attacking and damaging faba bean (Stoddard
et al., 2010). However, not all these enemies are economically
important (Nuessly et al., 2004; Stevenson et al., 2007).
The control of pests is crucial to optimizing production;
however, frequently, natural enemies are not able to control
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et al., 2006; Stevenson et al., 2007; Macfadyen et al., 2015). Pest
monitoring, together with the concept of economic threshold,
allows the perception on when and where to apply pesticides
and avoids unnecessary spraying. Removal and protection of bee
colonies is also advised (Riedl et al., 2006).
Integrated pest management in legume crops has been widely
discussed by several authors (e.g., Holt and Wratten, 1986;
Redden et al., 2005; Sharma et al., 2007; Stevenson et al., 2007;
Duc et al., 2010; Pérez-De-Luque et al., 2010; Rispail et al.,
2010; Sillero et al., 2010; Stoddard, 2013). The wide range of
regions where legumes are grown determines a high diversity of
crop enemies (Stevenson et al., 2007), and their presence and
abundance varies from region to region. Therefore, it is not
feasible to define a generalized IPM strategy- it has to be adapted
locally or at a regional level.
The biological control method may include releases of
artificially reared beneficial organisms; however, a more
sustainable way to implement this is to give the natural enemies
occurring there the best conditions to increase their density
and to enhance their impact on the pests – conservation
biological control (CBC). This enhancement of the pest control
service is achieved by managing the habitat and manipulating
environmental factors (Rebek et al., 2005; Stevenson et al., 2007;
Macfadyen et al., 2015).
The success of CBC, and also of the pollination service, is
strongly linked to the temporal and spatial availability and quality
of ecological infrastructures, inside and outside the farm limits
(within a radius of approximately 100–200 m) (Boller et al.,
2004), such as shrubs, herbaceous plants (ground covers, interrow strips, or crop boundaries), wooded field edges, stones,
and bare undisturbed soil areas, inside the crop land or in the
vicinity (Landis et al., 2000; Westerkamp and Gottsberger, 2000;
Richards, 2001; Rebek et al., 2005; Schellhorn et al., 2008; Van
Driesche et al., 2008; Köpke and Nemecek, 2010; Shackelford
et al., 2013; Sigsgaard et al., 2013). Diverse floral resources (pollen
and nectar), with phenological complementarity, apart from their
evident importance for pollinators, are of great importance for
both predators and parasitoids (Landis et al., 2000; Brown et al.,
2012; Döring et al., 2012). When managing existing or introduced
floral resources, implementing or preserving different types of
shelters, it is essential to know a lot about the ecosystem being
manipulated, including the morphology and bio-ecology of the
target organisms present there (Landis et al., 2000).
Generally, faba bean offers a rich foraging habitat for several
beneficial insects, with mass flowering and substantial amounts
of nectar and pollen (Westphal et al., 2003; Nuessly et al.,
2004; Köpke and Nemecek, 2010; Stoddard, 2013). For many
natural enemies and pollinators, faba bean is considered a
substitute for the loss of habitat diversity that results from
agricultural intensification (Richards, 2001). Diverse legume
leys provide a variety of flowers which bloom sequentially
throughout the season to extend the availability of pollen and
nectar for pollinators above that of standard leys (Brown et al.,
2012).
When adopting IPM and selecting the most suitable pest
management methods, it must be taken into account that not only
pesticides may be dangerous to natural enemies and pollinators.

deaths of pollinators can result from insecticide application to a
crop containing blooming weeds, even if the crop itself is not in
bloom (Riedl et al., 2006; Gregorc and Ellis, 2011).
Exposure to insecticides may have a lethal effect (e.g., Gradish
et al., 2010; Brittain and Potts, 2011; Tapparo et al., 2012;
Pisa et al., 2015) or sub-lethal behavioral or physiological
effects, such as a reduction in orientation abilities, reduction, or
absence of foraging behavior, reduced feeding and life expectancy
or compromised pollinators detoxification mechanisms and
immune responses, rendering them more susceptible to diseases
and parasites (Desneux et al., 2007; Mommaerts et al., 2010; Potts
et al., 2010; Brittain and Potts, 2011; Henry et al., 2012; Pettis
et al., 2012; Woodcock, 2012; Feltham et al., 2014; Godfray et al.,
2014; Goulson et al., 2015).
The life-history traits of pollinator species affect their
sensitivity to insecticides, such as body size (contact absorption
rate and forage ranges), sociality (colonies essentially
bioaccumulate pesticides and social pollinators experience
exposure at greater doses for longer periods than solitary ones),
flight season (overlapping with pesticide application periods),
voltinism (univoltine species foraging when pesticides are
applied are at a particular high risk), floral specialization (for
polylectic pollinators, sources containing pesticides may be
diluted by foraging in other plants or habitats), nesting behavior
(ground or above ground nesting may be differently exposed to
pesticides), and sex (different intrinsic susceptibility and body
size) (see details in Williams et al., 2010; Brittain and Potts,
2011). Although synergistic interactions among traits remain
to be explored, individual traits can be useful in predicting and
understanding responses of related species to environmental
disturbances (Williams et al., 2010).
It must be taken into account that the effects of pesticides
on honey bees are poorly representative of the effects on
other pollinators, including other bees. Indeed, bees (Apoidea)
constitute a highly diverse group, and bees from different
taxonomic groups differ widely in their vulnerability to pesticide
exposure (Desneux et al., 2007).
In conclusion pollination service benefits from a healthy,
robust pest control service in the respective agricultural
ecosystem, which reduces the need for artificial pest control such
as pesticide application.

Reducing Pesticide Application by an
Integrated Pest Management Approach
The development of pests’ resistance to pesticides, and the
economic, health and environmental risks they pose have
highlighted the need to reduce pesticide applications (see
the European Union Sustainable Use of Pesticides Directive
2009/128/EC) and to adopt alternative pest management
methods. To date, no single method provides efficient
pest control, and an integrated approach (integrated pest
management - IPM) is needed, in which methods are combined
in order to maintain enemy populations below their respective
economic threshold levels.
The use of pesticides is allowed in the IPM approach, but only
when absolutely necessary and after a careful selection (Riedl
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hybrids, and (2) the much higher number of natural plant
species having no human breeders;
• Most other ecosystem services rely on pollination to a
certain extent, and the partial, but simultaneous loss of
these ecosystem services too could cause a spiral of poverty
(Christmann et al., in review).

Cultural practices such as removing weeds, vegetal debris and
dead wood with insect galleries, as well as tillage procedures,
may have a very negative impact on the beneficial fauna by the
destruction of food and refuge sources (Fuchs and Hirnyck, 2000;
Riedl et al., 2006; Stevenson et al., 2007; Williams et al., 2010),
and so a trade-off of benefits- disadvantages must be considered
to reach a correct decision (Saunders et al., 2015).

Cultivated legumes do not have exclusive mutualism between
crop and pollinator as, e.g., fig, vanilla, or cocoa, but they
are mainly pollinated by wild bees and also by honeybees.
Legumes can play an important role in sustaining the diversity
of wild bees and some wild bee species are indispensable to
sustain some legumes, as the flower type of Fabaceae neither
allows all insect pollinators to provide the service nor permits
hand-pollination by humans. The extinction of wild bees (leaf
cutting bees, solitary bees, or bumblebees) could significantly
endanger legume production, in particular faba bean production
in temperate or high altitude (above 2500 m) regions and seed
production of alfalfa. Faba bean flowers early and faces increasing
risks of seasonal abnormalities in the course of climate change,
which can prevent honeybees from providing service. Honeybees
require 15◦ C and sunny days without rain and strong wind,
whereas the availability of, e.g., bumblebees around the field
can safeguard farmers’ revenues despite unfavorable weather
conditions.
Wild pollinators mostly work in a small radius (50–2000 m)
around their nests (Kohler et al., 2008). Thus, they are more
affected by monocultures, ploghing, chemicals, loss of diverse
field edges and landscape fragmentation than honeybees, which
fly up to 5 km and are supported by beekeepers (transport, food,
hives). So the protection of wild pollinators requires a massbasis of local stakeholders ready to engage themselves in long
term pollinator protection. Raising knowledge and awareness of
these issues can increase the readiness of smallholders and some
benevolent producers to engage in pollinator protection, but the
number of commercial producers ready to reduce chemicals and
to enhance habitats might be limited, if this action is based on
good-will alone (Christmann et al., in review).

GENERAL APPROACHES TO
ENCOURAGE THE SYNERGY BETWEEN
FOOD PRODUCTION AND POLLINATION
SERVICES
Farming with Alternative Pollinators – An
Approach to Gain a Mass-Basis for
Pollinator Protection
The Urgent Need to Get a Mass-Basis for the
Protection of Wild Pollinators
The global decline of pollinator diversity is mainly a
consequence of human mismanagement (agricultural chemicals,
monocultures, landscape fragmentation, habitat loss) as referred
to before, and increasingly of different climate change effects and
the interaction of these stress factors (Potts et al., 2010). Climate
change ultimately requires us to reflect on the PPI from a broader
perspective to gain sufficient support for the protection of wild
pollinators. Even in the case of agricultural crops, honey bees
provide only 8–15% of services (Nabhan and Buchmann, 1997;
see also MA, 2005, p. 759).
Pollinators have four key functions within ecosystems and
for mankind, which make them indispensable and highlights the
need for humans to enhance farming practices and the use of
landscapes:
• 87 of the 115 most important food crops depend or benefit
from pollination (Klein et al., 2007); this list of highvalue crops includes some food legumes such as faba
bean, pigeon pea, common bean etc. The total yield, e.g.,
from faba bean with open access to pollinators is 185%
higher compared to autonomous self-pollination (Nayak
et al., 2015). This example demonstrates the importance of
pollinators for food security and sustainable intensification
of agricultural production. Some forage legumes such as
alfalfa, clover and vetch depend mainly on wild pollinator
species (alfalfa/Megachilidae; clover/Bombus);
• 85% of all terrestrial plants require pollinators (Ollerton
et al., 2011), and so a loss of pollinators could cause a
cascade of extinctions (Biesmeijer et al., 2006) and even
pollinator population collapse if stress factors reached a
tipping point (Lever et al., 2014). Pollinator protection by
sustainable legume production can therefore contribute to
the protection of the biodiversity of natural plants;
• Cross-pollination can enhance genetic diversity and thus
adaptation to climate change (Christmann and Aw-Hassan,
2012), which is of importance for (1) legume-farmers, e.g.,
in remote mountainous areas with limited or no access to
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The Methodology of FAP
Hence, the leading research question for FAP (Christmann and
Aw-Hassan, 2012) is: how to get a mass-basis of intrinsically
motivated local actors? Such a high number of protagonists
cannot be paid; even in industrialized countries, the incentive
must be grounded on the economic value of ecosystem
services (The Economics of Ecosystems and Biodiversity (TEEB)approach; TEEB, 2010).
Based on broad evidence that a high diversity of pollinators
can significantly enhance the harvest of many crops in quantity
and quality and that distance between nest and crop is the
limiting factor (see literature in Ricketts et al., 2008; Christmann
and Aw-Hassan, 2012; Garibaldi et al., 2014), the hypothesis
is that by specific crop-based habitat enhancement the total
net income from many horticulture crops can be significantly
increased; the difference in income between FAP- and controlfields will be sufficient to motivate farmers in favor of pollinator
protection by habitat enhancement.
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Farming with Alternative Pollinators compares the net
revenue of FAP-fields and control fields: whereas control
fields have the main crop in the entire field, FAP-fields
use only 75% of the field for the main crop and 25% for
habitat enhancement, consisting of three-season-forage buffets
for pollinators and shelter (both based on further crops,
spices, herbs, and medicinal plants), nesting support made
out of local materials and a water source, e.g., a puddle
or pond. Twelve or more different crops with different
flower types and colors nourish pollinators for three seasons.
The habitat enhancement in the field itself can optimally
reduce the distance between nest and foraging crop. The
different flower types and colors of petals attract a higher
diversity of pollinators to FAP-fields during the flowering
of the main crop. FAP uses a wide range of marketable
plants instead of wildflower strips (e.g., (Garibaldi et al., 2014
recommend wildflower strips) to gain the highest possible
income gain as an incentive. As the habitat zone and
higher insect abundance also attract predators, FAP does
not measure the economic value of pollination services, but
of habitat enhancement. The methodology for fields and
orchards is described in detail in Christmann et al., in
review. The options of a purposeful combination of FAP
and CBC should be explored and the potential of FAP
for enhancing genetic diversity of crops and productivity
of seeds should be analyzed. Such supplementary positive
impacts on crop productivity by enhanced cross-pollination
might additionally motivate farmers to enhance pollinator
habitats.
Farming with Alternative Pollinators is a new approach
with a limited number of field experiments in Uzbekistan and
currently Morocco. The pilot project in Uzbekistan (main crops:
cucumber and sour cherry; partly faba bean and partly sainfoin
in the habitat zone; Christmann et al., 2014, in review) did
on-farm trials mainly with smallholders, because in general
they use less or no agricultural chemicals as they prefer low
production costs and healthy food for their own families.
Trials with smallholders can develop first data to convince
commercial farmers too. Starting with large-scale producers can
cause discussions about the use of chemicals. Also, due to their
high number, smallholders can be important protagonists for
pollinator protection.

Potential of FAP with Special Regard to Legumes
Pollinator-friendly legumes can significantly contribute to the
habitat zone. Due to their specific flower type and the (for crops)
unusual color of the petals, they can attract, e.g., wild bees,
which are also effective for many other crops. According to the
experience in Uzbekistan it is not difficult to convince farmers
to seed faba bean or sainfoin in the habitat zone, as they know
they also will benefit directly from these plants. They suggested
using crops themselves, and would not consent to plants such
as Laburnum anagyroides Medik or seed Indigofera tinctoria L.,
ornamental plants or wildflowers (weeds) to attract pollinators
(Christmann et al., in review).
Pollinator-dependent legumes might benefit also substantially
from FAP as a main crop. Current research on faba bean
supports this assumption, since pollinators from nearby natural
habitats can increase the harvest significantly (Musallam et al.,
2004; Aouar-Sadli et al., 2008; Andersson et al., 2014). Also the
production of string bean, soybean, kidney bean, and various
peas etc. as main crops, as well as alfalfa-seed production, might
benefit from FAP (Klein et al., 2007; referred also in the earlier
paragraphs of this article).
As soon as the additional income gain by FAP-measures
for these crops as a main crop has been assessed and
planting instructions are spread, the intrinsic motivation of
farmers for pollinator protection might rise significantly, as the
approach does not require investment or long-term training.
Including more marketable plants like other crops, spices and
medicinal plants, rather than just pollinator-friendly legumes,
can provide the necessary mass-basis for pollinator protection.
Enhancing the environment might be a better option than
the suggestion to breed for pollinator independent crops
(Chaplin-Kramer et al., 2014), which has several negative
effects: it does not take advantage of heterosis effect and
bears the risk of lower yields (see “Basic Application-Oriented
Questions in Heterosis Breeding: The Potential of InsectMediated Outcrossing in Grain Legumes”), creates the need
for continuous breeding to adapt to the changing climate and
runs the risk of local pollinator populations starving even
more.

Crop Design System
In the CDS approach, breeders incorporate the potential
benefits of pollen vectors into practices to increase the
efficiency of hybrid seed technology and, in parallel, increase
the occurrence, health and visitation of pollinators, whether
these are wild, or managed by developing pollinator-friendly
crops.

Results of First Field Experiments
The FAP-pilot project confirmed: the FAP-fields attracted a
clearly higher number of different pollinator and predator
species, including effective wild bee species; for sour cherry,
the harvest was double on FAP-sites, for cucumber even higher
(Christmann et al., 2014, in review). Solitary bees (important
pollinators for cucumber) used the nesting support. Due to
the project duration (18 months), it was not possible to assess
the adoption rate in the long term, but the readiness to
protect pollinators and to take effective action based on data
concerning yield increase was much higher in both project
regions (Christmann et al., in review) than described in case
studies recommending information campaigns (e.g., Kasina et al.,
2009a).
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Understanding the CDS Approach
The rationale is the following:
(a) Animal-pollinated crops grown today are often suboptimal
in attracting and sustaining their pollinator populations (Bailes
et al., 2015). Cultivars are generally bred by the artificial selection
of agronomic traits that are of commercial interest but with little
regard to pollinator-related traits and preferences. Consequently,
insect-pollinated cultivars may not be attractive to pollinators
(Kobayashi et al., 2010).
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pollinator protection, are required (Duc et al., 2014). Improved
value for the conservation of bee pollinators should be a key
breeding objective.

Legumes are known to have flowers with moveable parts
that have to be actively handled by insects for pollination
to take place. A flower has to be actively moved by a
visitor to access the flower reward and, consequently, to
perform pollination (Cordoba and Cocucci, 2011). Due to
the morphological specialization in floral phenotype, effective
pollen transfer requires several traits of the floral mechanism
of plants to be adjusted to the morphology and behavior
of animal pollen vectors (Garibaldi et al., 2015). Simple
morphological mismatches appearing in the flowers are an
obvious problem. For instance, hybrid seed production depends
on the production and use of male-sterility lines. These lines
are difficult to work with naturally in the fields, as the foraging
behaviors of bees often change when confronted with such
anomalies (Ortiz-Perez et al., 2006b). Information show that
some traits may respond to pollinator-driven natural selection
(Suso and Río, 2014). Suso and Río (2015) identified some
architectural and floral patterns in faba bean that are the result
of natural selection and reflect local adaptation to differences
in pollination environments. Volatile compounds emitted by
crop flowers mediate plant/pollinator interactions (Klatt et al.,
2013).
In the CDS approach, breeders and farmers develop
cultivars with enhanced heterozygosity and heterogeneity
as result of appropriate functional floral traits (discovery,
attraction, and reward) within the crop for supporting
the bee pollinator populations used as agents of crossings.
One idea proposed is to support native pollinators for
insect-mediated outcrossing by designing a crop with
appropriate functional flower traits (Suso et al., 2005;
Palmer et al., 2009; Suso and Maalouf, 2010; Suso et al.,
2015).
Legumes have great potential to be served by bee pollinators
as crossing agents because they are visited by a great number
of bees, such as bumble bees, honey bees, and wild bees (Free,
1993; Delaplane and Mayer, 2000). Non Apis bees, such as solitary
bees, are an essential group of visitors and of incalculable value
for pollination (e.g., Pierre et al., 1999; Kasina et al., 2009a,b;
Suso et al., 2015), even in self-pollinated species such as soybean
(Martins, 2013).
However, there is a gap in our knowledge about which
particular insects visit and cross-pollinate a particular legume
crop, and why. For many legumes, there is little specific
data available and even if information on pollinators is
available, the findings are often ambiguous (Suso et al.,
2015). Besides, the pollinator species can vary from country
to country, e.g., faba beans are mainly pollinated by wild
bees in Spain and England, but by different species of
Bombus in France (Bond and Kirby, 1999, 2001; Pierre et al.,
1999).
(b) Declines in bee populations have increased interest in
the ecological services of legumes (Köpke and Nemecek, 2010).
Legume cultivation provides some key environmental benefits
such as floral resources. Although the yield produced by legumes
remains a major objective for breeders, other issues such as
environmentally friendly, resilient production in the context
of climate change, as well as new ecological services such as
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Concerns and Constrains
Over many centuries, farmers have often selected many
legume crops for their autogamous abilities or self-fertility.
According to Hammer, (1984 cited by Smýkal et al., 2015), the
“domestication syndrome” for legumes includes the transition
from outcrossing to selfing. The shift from outcrossing or
facultative selfing to strict inbreeding has been described as the
single most common trend in legume domestication (Rick, 1988).
One common view on the mating system of grain legumes,
among germplasm curator and breeders, is that they display
autogamous or mostly autogamous mating systems (Suso et al.,
2011).
However, for the development of insect-aided outcrossing
technology, selfing has to be bred out again and functional
floral traits should be managed toward outcrossing. The
transition from outbreeding ancestors to autogamously
selfing lineages has been derived many times during plant
evolution and, in most cases, it is accompanied by a
characteristic set of morphological and functional changes
to the flowers, together termed the selfing syndrome (Sicard
and Lenhard, 2011). The ability of plants to evolve new mating
behaviors is a notable feature of plant evolution (Chen et al.,
2007).
Legumes possess flowers perfectly capable of outcrossing
(Suso et al., 2015). According to Palmer et al. (2009), considering
that pollinators respond to differences in discovery, attractiveness
and reward, outcrossing could be increased through selection for
floral characteristics that enhance its frequency and efficiency.
A basic understanding of the variety of mechanisms by which
flower morphology and structure influence pollinators’ behavior
and consequently pollen transfer, should allow plant breeders
to manipulate the PPI in ways that increase insect-mediated
outcrossing. Bailes et al. (2015), reviewing key topics in
plant-pollinator research, also remark that floral traits are a
promising and little-explored avenue for the improvement of
crop yields.
Regarding the pollination crisis, breeders should confront
the decline of pollinators. One tendency in plant breeding is
to opt for plants that do not need pollinators (Partap and
Ya, 2012; Chaplin-Kramer et al., 2014). However, yield barriers
must be broken. Breaking yield barriers could be achieved by
increasing potential yield by improvements in the efficiency
of heterosis exploitation (Tester and Langridge, 2010). The
clear message is that insect-aided cross-pollination is a key
factor in the development of hybrid seed technology and
pollinators are essential in providing this service. Changes
from a crop that does not require cross-pollination, to crops
that respond optimally to the presence of pollen vectors
is the key. The proposed breeding strategy is to combine
highly self-fertile genotypes which respond optimally to the
presence of pollinators to produce high-yielding cultivars. Thus,
insect-aided outcrossing allows the exploitation of heterosis
potential but, in the absence of pollinators, a minimum yield
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is achieved (Suso et al., 1996). A delayed selfing mechanism
provides reproductive assurance while allowing a high level of
outcrossing when pollinators are not a limiting factor (Shirk and
Hamrick, 2014).
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should be coupled with the breeding procedure. The CDS
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effective. The increasing demands for environmentally friendly
agricultural practices and the decline in pollinators have
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et al., 2014). But, unfortunately, the analysis of Duc et al.
(2014), reflects a relatively small representation of scientific
articles related to the hosting of pollinators. Additionally,
in spite of the fact that hybrid breeding is considered
a breeding technology to increase crop production in a
changing world (Tester and Langridge, 2010), the option of
considering hybrids and heterotic populations has received
minor attention among the breeding approaches. Thus,
substantial research is needed to understand better how plants
with appropriate functional floral traits could enhance insectmediated outcrossing and the conservation of pollinator
populations, which would help solve practical issues in the
development of hybrids and heterotic populations and mitigate
pollination declines.

ACKNOWLEDGMENTS
MJS gratefully acknowledge the EU-FP7-KBBE-2009-3 project
SOLIBAM (Strategies for Organic and Low-input Integrated
Breeding and Management) and the H2020-SFS-2014-2 project
DIVERSIFOOD (Embedding crop diversity and networking
for local high quality food systems- GA number: 633571) for
financial support. MJS, PB, MC, and RT wish to acknowledge the
support from the COST Action FA1307 Super-B (www.superbproject.eu), supported by COST (European Cooperation in
Science and Technology). SC wishes to acknowledge the support
from BMUB, funding the pilot research in Uzbekistan within the
International Climate Change Initiative.

REFERENCES

Barnes, D. K. (1966). Flower color inheritance in diploid and tetraploid alfalfa: a
reevaluation, in U.S. Dept. Agric. Tech. Bul. 1353, 3–28.
Biesmeijer, J. C., Roberts, S. P., M., Reemer, M., Ohlemüller, R., Edwards, M.,
et al. (2006). Parallel declines in pollinators and insect-pollinated plants
in Britain and the Netherlands. Science 313, 351–354. doi: 10.1126/science.
112786
Bolaños-Aguilar, E. D., Huyghe, C., Ecalle, C., Hacquet, J., and Julier, B. (2002).
Effect of cultivar and environment on seed yield in alfalfa. Crop Sci. 42, 45–50.
doi: 10.2135/cropsci2002.0045
Boller, E. F., Häni, F., and Poehling, H.-M. (2004). Ecological Infrastructures:
Ideabook on Functional Biodiversity at the Farm Level – Temperate
Zones of Europe. IOBCwprs Commision Integrated Production Guidelines
Endorsment, Eschikon: Swiss Centre for Agricultural Extension and Rural
Development, 212.
Bond, D., and Kirby, E. J. M. (1999). Anthophora plumipes (Hymenoptera:
Anthophoridae) as a pollinator of broad bean (Vicia faba major). J. Apicul. Res.
38, 199–203. doi: 10.1080/00218839.1999.11101010
Bond, D. A., and Kirby, E. J. M. (2001). Further observations of Anthophora
plumipes visiting autumn-sown broad bean (Vicia faba major) in the United
Kingdom. J. Apicult. Res. 40, 113–114.
Boutin, C., Strandberg, B., Carpenter, D., Mathiassen, S. K., and Thomas, P. J.
(2014). Herbicide impact on non-target plant reproduction: what are the
toxicological and ecological implications? Environ. Pollut. 185, 295–306. doi:
10.1016/j.envpol.2013.10.009

Allard, R. W. (1999). History of plant population genetics. Annu. Rev. Genet. 33,
1–27. doi: 10.1146/annurev.genet.33.1.1
Almekinders, C., and de Boef, W. (1999). The challenge of collaboration in the
management of crop genetic diversity. ILEIA Newsl. 3–4, 5–7.
Andersson, G. K. S., Ekroos, J., Stjernman, M., Rundlöf, M., and Smith,
H. G. (2014). Effects of farming intensity, crop rotation and landscape
heterogeneity on field bean pollination. Agric. Ecosytst. Environ. 184, 145–148.
doi: 10.1016/j.agee.2013.12.002
Aouar-Sadli, M., Louadi, K., and Doumandji, S. E. (2008). Pollination of the
broad bean (Vicia faba L. var. major) (Fabaceae) by wild bees and honey
bees (Hymenoptera: Apoidea) and its impact on the seed production in the
Tizi-Ouzou area (Algeria). Afr. J. Agric. Res. 3, 266–272.
Arlauskiene, A., Kadziuliene, Z., Sarunaite, L., Deveikyte, I., and Semaskiene, R.
(2015). “A contribution of legumes to diversity of crops in organic farming,”
in Proceedings of the Eucarpia International Symposium on Protein Crops,
Pontevedra, 130.
Bailes, E. J., Ollerton, J., Pattrick, J. G., and Glover, B. J. (2015). How can
an understanding of plant–pollinator interactions contribute to global food
security? Curr. Opin. Plant Biol. 26, 72–79. doi: 10.1016/j.pbi.2015.06.002
Barnaud, A., Trigueros, G., McKey, D., and Joly, H. I. (2008). High outcrossing
rates in fields with mixed sorghum landraces: how are landraces maintained?
Heredity 101, 445–452. doi: 10.1038/hdy.2008.77

Frontiers in Plant Science | www.frontiersin.org

13

March 2016 | Volume 7 | Article 333

Suso et al.

Plant-Pollinator Interplay for Legume Services

multiple ecosystem services: weed diversity and weed control,” in Proceedings
of the SAC and SEPA Biennial Conference, Agriculture and the Environment
IX, Valuing Ecosystems: Policy, Economic and Management Interactions, ed. K.
McCracken (Edinburgh: SAC Environmental), 163–168.
Duc, G., Agrama, H., Bao, S., Berger, J., Bourion, V., De Ron, A. M., et al. (2014).
Breeding annual grain legumes for sustainable agriculture: new methods to
approach complex traits and target new cultivar ideotypes. Crit. Rev. Plant Sci.
34, 381–411. doi: 10.1080/07352689.2014.898469
Duc, G., Bao, S., Baumc, M., Redden, B., Sadiki, M., Suso, M. J., et al. (2010).
Diversity maintenance and use of Vicia faba L. genetic resources. Field Crop.
Res. 115, 270–278. doi: 10.1016/j.fcr.2008.10.003
Dumet, D., Adeleke, R., and Faloye, B. (2008). “Regeneration guidelines: cowpea,”
in Crop specific Regeneration Guidelines [CDROM], eds M. E. Dulloo, I.
Thormann, M. A. Jorge, and Hanson, J. (Rome: Hanson Rome in CGIAR
System-wide Genetic Resource Programme), 8.
EASAC-The European Academies’ Science Advisory Council (2015). Ecosystem
Services, Agriculture and Neonicotinoids. EASAC policy report 26. Available at:
www.easac.eu
El-Wakeil, N. E., and El-Sebai, T. N. E. (2009). Role of biofertilizer on faba
bean growth, yield, and its effect on bean aphid and the associated predators.
Arch. Phytopathol. Plant Protect. 42, 1144–1153. doi: 10.1080/032354007016
50882
Fairey, D. T., and Hampton, J. G. (1998). Forage Deed Production: Temperate
Species, Vol. 1. New York, NY: CAB International.
Falcinelli, M. (1999). Temperate forage seed production: conventional and
potential breeding strategies. J. New Seed 1, 37–66. doi: 10.1300/J153v01n01_04
Feltham, H., Park, K., and Goulson, D. (2014). Field realistic doses of pesticide
imidacloprid reduce bumblebee pollen foraging efficiency. Ecotoxicology 23,
317–323. doi: 10.1007/s10646-014-1189-7
Free, J. B. (1993). Insect Pollination of Crops. New York, NY: Academic Press.
Freitas, G., Ganança, J. F. T., Nóbrega, H., Nunes, E., Costa, G., Slaski, J. J.,
et al. (2011). Morphological evaluation of common bean (Phaseolus vulgaris L.)
diversity on the Island of Madeira. Genet. Resour. Crop Evol. 58, 861–874. doi:
10.1007/s10722-010-9624-y
Fu, D., Xiao, M., Hayward, A., Fu, Y., Liu, G., Jiang, G., et al. (2014). Utilization
of crop heterosis: a review. Euphytica 197, 161–173. doi: 10.1007/s10681-0141103-7
Fuchs, S. J., and Hirnyck, R. E. (2000). Crop Profile for Lentil in Idaho
State. Available at: http://www.ipmcenters.org/cropprofiles/docs/IDlentils.pdf
[accessed May 2015].
Garibaldi, L. A., Bartomeus, I., Bommarco, R., Klein, A., Cunningham, S. A.,
and Aizen, M. A., et al. (2015). Trait matching of flower visitors and crops
predicts fruit set better than trait diversity. J. Appl. Ecol. 52, 1436–1444. doi:
10.1111/1365-2664.12530
Garibaldi, L. A., Carvalheiro, L. G., Leonhardt, S. D., Aizen, M. A., Blaauw,
B. R., Isaacs, R., et al. (2014). From research to action: enhancing crop yield
through wild pollinators. Front. Ecol. Environ. 12, 439–447. doi: 10.1890/
130330
Gasim, S., and Link, W. (2007). Agronomic performance and the effect of selffertilization on German winter faba beans. J. Cent. Eur. Agric. 8, 121–128.
Genesys (2015). Gateway to Plant Genetic Resources. Available at:
https://www.genesys-pgr.org/ (accessed July, 2015).
Gnanasambandam, A., Paull, J., Torres, A., Kaur, S., Leonforte, T., Li, H., et al.
(2012). Impact of molecular technologies on faba bean (Vicia faba L.). Breed.
Strategies Agron. 2, 132–166.
Godfray, H. C. J., Blacquière, T., Field, L. M., Hails, R. S., Petrokofsky, G.,
Potts, S. G., et al. (2014). A restatement of the natural science evidence base
concerning neonicotinoid insecticides and insect pollinators. Proc. R. Soc. B
281:20140558. doi: 10.1098/rspb.2014.0558
Goldringer, I., Dawson, J., Rey, F., Vettoretti, A., Chable, V., Lammerts van
Bueren, E., et al. (2010). “Breeding for resilience: a strategy for organic and lowinput farming systems?,” in Proceedings of the EUCARPIA 2nd Conference of the
Organic and Low- Input Agriculture Section, Paris.
Gómez, O. (2004). Evaluation of Nicaraguan Common Bean (Phaseolus vulgaris L.)
landraces. Doctor’s dissertation. Acta Universitatis agriculturae Sueciae, Agraria.
Goulson, D., Nicholls, E., Botías, C., and Rotheray, E. L. (2015). Bee declines driven
by combined stress from parasites, pesticides, and Lack of flowers. Science
347:6229. doi: 10.1126/science.1255957

Brittain, C., and Potts, S. G. (2011). The potential impacts of insecticides on the
life-history traits of bees and the consequences for pollination. Basic Appl. Ecol.
12, 321–331. doi: 10.1016/j.baae.2010.12.004
Brown, R. J., Döring, T. F., Storkey, J., Smith, J., Jones, H. E., and Potts, S. G. (2012).
“Legume based plant mixtures for delivery of ecosystem services: pollinators,”
in Proceedings of the SAC and SEPA Biennial Conference, Agriculture and
the Environment IX, Valuing Ecosystems: Policy, Economic and Management
Interactions, ed. K. McCracken (Edinburgh: SAC Environmental), 156–162.
Broughton, W. J., Hernández, G., Blair, M., Beebe, S., Gepts, P., and
Vanderleyden, J. (2003). Beans (Phaseolus spp.) – model food legumes. Plant
Soil 252, 55–128. doi: 10.1023/A:1024146710611
Brush, S. B. (1999). Genes in the Field. On-Farm Conservation of Crop Diversity.
Boca Raton, FL: Lewis Publishers. doi: 10.1201/9781420049824
Burbidge, A. H., and James, S. H. (1991). Post-zygotic seed abortion in the
genetic system of Stylidium (Angiospermae, Stylidiaceae). J. Hered. 82,
319–328.
Carré, G., Roche, P., Chifflet, R., Morison, N., Bommarco, R., HarrisonCripps, J., et al. (2009). Landscape context and habitat type as drivers of bee
diversity in European annual crops. Agric. Ecosyst. Environ. 133, 40–47. doi:
10.1016/j.agee.2009.05.001
Ceccarelli, S. (1986). “Problems of seed production in forage crops,” in Seed
Production Technologyed, eds J. P. Srivastava and L.T. Simarski (Aleppo:
International Center for Agricultural Research in the Dry Areas).
Chagnon, M., Kreutzweiser, D., Mitchell, E. A. D., Morrissey, C. A., Noome, D. A.,
and Van der Sluijs, J. P. (2015). Risks of large-scale use of systemic insecticides
to ecosystem functioning and services. Environ. Sci. Pollut. Res. 22, 119–134.
doi: 10.1007/s11356-014-3277-x
Chaplin-Kramer, R., Dombeck, E., Gerber, J., Knuth, K. A., Mueller, N. D.,
and Ziv, G., et al. (2014). Global malnutrition overlaps with pollinatordependent micronutrient production. Proc. R. Soc. B 281:20141799. doi:
10.1098/rspb.2014.1799
Chen, K. Y., Cong, B., Wing, R., Vrebalov, J., and Tanksley, S. D. (2007). Changes
in regulation of a transcription factor lead to autogamy in cultivated tomatoes.
Science 318, 643–645. doi: 10.1126/science.1148428
Christmann, S., and Aw-Hassan, A. A. (2012). Farming with alternative pollinators
(FAP) –an overlooked win-win-strategy for climate change adaptation. Agric.
Ecosyt. Environ. 161, 161–164. doi: 10.1016/j.agee.2012.07.030
Christmann, S., Aw-Hassan, A., Rajabov, T., Khamraev, A. S., Symank, A.,
Ahmedov, A., et al. (2014). Farming with Alternative Pollinators (FAP) – A
Practical Guide for Smallholders, Technical Report, Tashkent.
Clifford, P. T. P., and McCartin, S. J. M. (1985). Effects of pre-harvest treatment
and mower and header types on seed loss and hard seed content at mowing,
recovery and separation when harvesting a white clover seed crop. N. Z. J. Exp.
Agric. 13, 307–316. doi: 10.1080/03015521.1985.10426099
Clifford, P. T. P., and Scott, D. (1989). Inflorescence, bumble bee, and climate
interactions in seed crops of a tetraploid red clover (Trifolium pratense L.).
J. Appl. Seed Prod. 7, 38–45.
Coors, J. G., and Pandey, S. (1999). The Genetics and Exploitation of Heterosis in
Crops. Mexico: CIMMYT.
Cordoba, S. A., and Cocucci, A. A. (2011). Flower power: its association with bee
power and floral functional morphology in papilionate legumes. Ann. Bot.108,
919–931. doi: 10.1093/aob/mcr196
Cost Action FA1307 (2014). Sustainable Pollination in Europe: Joint
Research on Bees and Other Pollinators (SUPER-B). Available at:
http://www.cost.eu/domains_actions/fa/Actions/FA1307 [Accessed August 11,
2015].
DeMooy, B. E., deMooy, C. J., and Burke, D. W. (1990). “Estimation of percentage
natural outcrossing in cowpea (Vigna unguiculata L.) Walp in Botswana,” in
Proceedings of the Reports of Bean Improvement Cooperative and National Dry
Bean Council Research Conference, Annual Report, Botswana, 122. Available at:
http://nald c.nal.usda.gov/catalog/IND92013799
Delaplane, K. S., and Mayer, D. F. (2000). Crop Pollination By Bees. New York, NY:
CABI Publishing. doi: 10.1079/9780851994482.0000
Desneux, N., Decourtye, A., and Delpuech, J. M. (2007). The sublethal effects
of pesticides on beneficial arthropods. Annu. Rev. Entomol. 52, 81–106. doi:
10.1146/annurev.ento.52.110405.091440
Döring, T. F., Storkey, J., Baddeley, J. A., Crowley, O., Howlett, S. A.,
McCalman, H., et al. (2012). “Legume based plant mixtures for delivery of

Frontiers in Plant Science | www.frontiersin.org

14

March 2016 | Volume 7 | Article 333

Suso et al.

Plant-Pollinator Interplay for Legume Services

Lesins, K. A., and Lesins, I. (1979). Genus Medicago (Leguminosae): A Taxogenetic
Study. Dordrecht: Kluwer, 228. doi: 10.1007/978-94-009-9634-2
Lever, J. J., van Nees, E. H., Scheffer, M., and Bascompte, J. (2014). The
sudden collapse of pollinator communities. Ecol. Lett. 17, 350–359. doi:
10.1111/ele.12236
Lloyd, D. G., and Schoen, D. J. (1992). Self- and cross-fertilization in plants.
I. Functional dimensions. Int. J. Plant Sci. 153, 358–369. doi: 10.1086/
297040
Longin, C. F. H., Mühleisen, J., Maurer, H. P., Zhang, H., Gowda, M., and Reif,
J. C. (2012). Hybrid breeding in autogamous cereals. Theor. Appl. Genet. 125,
1087–1096. doi: 10.1007/s00122-012-1967-7
Loper, G. M., and Lapioli, A. M. (1971). Photoperiodic effects on the emanation
of volatiles from alfalfa (Medicago sativa L.) florets. Plant Physiol. 49, 729–732.
doi: 10.1104/pp.49.5.729
Loper, G. M., and Waller, G. D. (1970). Alfalfa flower aroma
and flower selection by honey bees. Crop Sci. 10, 66–68. doi:
10.2135/cropsci1970.0011183X001000010026x
Loper, G. M., Waller, G. D., and Berdel, R. L. (1974). Olfactory screening of
alfalfa clones for uniform honey bee selection. Crop Sci. 14, 120–122. doi: 10.
(2135)/cropsci1974.0011183X001400010037x
Loper, G. M., and Berdel, R. L. (1978). Seasonal emanation of ocimene from
alfalfa flowers with three irrigation treatments. Crop Sci. 18, 447–452. doi:
10.2135/cropsci1978.0011183X001800030022x
Lorenzetti, F. (1981). “Relationship between dry matter and seed yield in
Leguminous forage plants,” in Proceedings of the Rep. Eucarpia Fodder
Crops Section Meeting, ed. Van Bogaert (Merebelke: Rijksstation voor
Plantenvereding), 57–74.
Lorenzetti, F. (1993). “Achieving potential herbage seed yields in species of
temperate regions,” in Proceedings of the XVII International Grassland Congress,
eds M. J. Baker, J. R. Crush, and L. R. Humphreys (Palmerston North: Keeling
& Mundy LTD), 1621–1628.
Lorenzetti, F., and Negri V. (1995). Produzione potenziale e produzione reale delle
colture da seme di leguminose foraggere. Riv. Agro. Anno 29, 242–259.
MA (2005). Ecosystems and Human Well-Being: Current State and Trends, Vol. 1,
eds R. Hassan, R. Scholes, and N. Ash. Washington, DC: Island Press.
Maalouf, F. S., Suso, M. J., and Moreno, M. T. (1999). Choice of methods and
indices for identifying the best parentals for synthetic varieties in faba bean.
Agronomie 19, 705–712. doi: 10.1051/agro:19990805
Macfadyen, S., Davies, A. P., and Zalucki, M. P. (2015). Assessing the impact of
arthropod natural enemies on crop pests at the field scale. Insect Sci. 22, 20–34.
doi: 10.1111/1744-7917.12174
Maggioni, L., Ambrose, M., Schachl, R., Duc, G., and Lipman, E. (2002). Report
of a Working Group on Grain Legumes. Rome: International Plant Genetic
Resources Institute, 149.
Martin, B., and Adams M. W. (1987). Landraces of Phaseolus vulgaris (Fabaceae)
in Northern Malawi a: legional variation. Econ. Bot. 41, 190–203. doi:
10.1007/BF02858965
Martiniello, P. (1998). Influence of agronomic factors on the relationship
between forage production and seed yield in perennial forage grasses and
legumes in a Mediterranean environment. Agronomie 18, 591–601. doi:
10.1051/agro:19980809
Martins, D. J. (2013). “People, plants and pollinators: uniting conservation, food
security, and sustainable agriculture in east of Africa,” in Conservation Biology:
Voices from the Tropics, eds N. S. Sodhi, L. Gibson, and P. H. Raven (Hoboken,
NJ: John Wiley & Sons, Ltd.), 232–238.
McCouch, S. R., Kovach, M. J., Sweeney, M., Jiang, H., and Semon, M.
(2012). “The dynamics of rice domestication: a balance between gene
flow and genetic isolation,” in Biodiversity in Agriculture: Domestication,
Evolution, and Sustainability, eds P. Gepts, T. R. Famula, R. L.
Bettinger, S. B. Brush, A. B. Damania, P. E. McGuire, et al. (Cambridge:
Cambridge University Press), 311–329. doi: 10.1017/CBO97811390195
14.018
Milfont, M., Rocha, E. E. M., Lima, A. O. N., and Freitas, B. M. (2013).
Higher soybean production using honeybee and wild pollinators, a sustainable
alternative to pesticides and autopollination. Environ. Chem. Lett. 11, 335–341.
doi: 10.1007/s10311-013-0412-8
Mommaerts, V., Reynders, S., Boulet, J., Besard, L., Sterk, G., and Smagghe, G.
(2010). Risk assessment for side-effects of neonicotinoids against bumblebees

Gradish, A. E., Scott-Dupree, C. D., Shipp, L., Harris, C. R., and Ferguson, G.
(2010). Effect of reduced risk pesticides for use in greenhouse vegetable
production on Bombus impatiens (Hymenoptera: Apidae). Pest Manag. Sci. 66,
142–146. doi: 10.1002/ps.1846
Gregorc, A., and Ellis, J. D. (2011). Cell death localization in situ in laboratory
reared honey bee (Apis mellifera L.) larvae treated with pesticides. Pestic
Biochem. Phys. 99, 200–207. doi: 10.1016/j.pestbp.2010.12.005
Gupta, S. C., Reddy, L. J., Sharma, D., Green, J. M., Murthi, A. N., and Saxena,
K. B. (1981). “Maintenance of pigeonpea cultivars”, in Proceedings of the
International Workshop on Pigeonpeas, Vol. 1 (Patancheru: ICRISAT), 295–302.
Hammer, K. (1984). Das domestications syndrom. Kultupfanze 11, 11–34.
Hampton, J. G. (1990). Genetic variability and climatic factors affecting herbage
legume seed production: an introduction. J. Appl. Seed Prod. 8, 45–51.
Helenius, J., and Stoddard, F. L. (2007). “Agro-ecosystem services from increased
usage and novel applications of legumes. Integrating legume biology for
sustainable agriculture,” Sixth European Conference on Grain Legumes, Lisbon:
Book of Abstracts.
Henry, M., Béguin, M., Requier, F., Rollin, O., Odoux, J. F., Aupinel, P., et al. (2012).
A common pesticide decreases foraging success and survival in honey bees.
Science 336, 348–350. doi: 10.1126/science.1215039
Holt, J., and Wratten, S. D. (1986). Components of resistance to Aphis fabae in
faba bean. Entomol. Exp. Appl. 40, 35–40. doi: 10.1111/j.1570-7458.1986.tb0
2152.x
Horneburg, B. (2006). Outcrossing in lentil (Lens culinaris) depends on cultivar,
location and year, and varies within cultivars. Plant Breed. 125, 638–640. doi:
10.1111/j.1439-0523.2006.01290.x
IPBES (2013). Report of the Second Session of the Plenary of the Intergovernmental
Science-Policy Platform on Biodiversity and Ecosystem Services. Nairobi: United
Nations Environment Program. Available at: http://www.ipbes.net [accessed
August 11, 2015].
Jensen, E. S., Peoples, M. B., and Hauggaard-Nielsen, H. (2010). Faba bean in
cropping systems. Field Crop. Res. 115, 203–216. doi: 10.1016/j.fcr.2009.10.008
Kasina, J. M., Hagen, M. L., Kraemer, M., Nderitu, J., Martius, C., and Wittmann, D.
(2009a). Bee pollination enhances crop yield and fruit quality in Kakamega,
western Kenya. E. Afr. Agric. For. J. 75, 1–11.
Kasina, J. M., Mburu, J., Kraemer, M., and Holm-Mueller, K. (2009b). Economic
benefit of crop pollination by bees: a case of kakamega small-holder farming in
western Kenya. J. Eco. Entom. 102, 467–473. doi: 10.1603/029.102.0201
Katznelson, J., and Morley, F. H. W. (1965). A taxonomic revison of sect.
Calycomorphum of the genus Trifolium. I. The geocarpic species. Isr. J. Bot. 14,
112–134.
Kauffeld, N. M., and Sorensen, E. I. (1971). Interrelation of honey bee preference of
alfalfa clones and flower color, aroma, nectar volume, and sugar concentration.
Kansas Agric. Exp. Stn. Res. Publ. No 163, 1–14.
Kharrat, M., and Ouchari, H. (2011). Faba bean status and prospects in Tunisia.
Grain Legumes 56, 11–12.
Klatt, B. K., Burmeister, C., Westphal, C., Tscharntke, T., and von Fragstein, M.
(2013). Flower volatiles, crop varieties and bee responses. PLoS ONE 8:e72724.
doi: 10.1371/journal.pone.0072724
Klein, A.-M., Vaissiere, B. E., Cane, J. H., Steffan-Dewenter, I., Cunningham, S. A.,
Kremen, C., et al. (2007). Importance of pollinators in changing landscapes for
world crops. Proc. R. Soc. B. 274, 303–313. doi: 10.1098/rspb.2006.3721
Kobayashi, K., Tsukamoto, S., Tanaka, A., Nikura, S., and Ohsawa, R. (2010).
Selective flower visitation behavior by pollinators in a radish F1 seed production
field. Breed. Sci. 60, 203–211. doi: 10.1270/jsbbs.60.203
Kohler, F., Verhulst, J., Klink, R., and Kleijn, D. (2008). At what spatial scale
do high-quality habitats enhance the diversity of forbs and pollinators in
intensively farmed landscapes? J. Appl. Ecol 45, 753–762. doi: 10.1111/j.13652664.2007.01394.x
Köpke, U., and Nemecek, T. (2010). Ecological services of faba bean. Field Crop.
Res. 115, 217–233. doi: 10.1016/j.fcr.2009.10.012
Kremen, C., Williams, N. M., Aizen, M. A., Gemmill-Herren, B., LeBuhn, G., and
Minckley, R. et al. (2007). Pollination and other ecosystem services produced by
mobile organisms: a conceptual framework for the effects of land-use-change.
Ecol. Lett. 10, 299–314. doi: 10.1111/j.1461-0248.2007.01018.x
Landis, D. A., Wratten, S. D., and Gurr, G. M. (2000). Habitat management to
conserve natural enemies of arthropod pests in agriculture. Annu. Rev. Entomol.
45, 175–201. doi: 10.1146/annurev.ento.45.1.175

Frontiers in Plant Science | www.frontiersin.org

15

March 2016 | Volume 7 | Article 333

Suso et al.

Plant-Pollinator Interplay for Legume Services

with and without impairing foraging behavior. Ecotoxicology 19, 207–215. doi:
10.1007/s10646-009-0406-2
Monasterolo, M., Musicante, M. L., Valladares, G. R., and Salvo, A. (2015). Soybean
crops may benefit from forest pollinators. Agric. Ecosyst. Environ. 202, 217–222.
doi: 10.1016/j.agee.2015.01.012
Musallam, I. W., Haddad, N. J., Tawaha, A.-R. M., and Migdadi, O. S. (2004). The
importance of bee-pollination in four genotypes of faba bean (Vicia faba L.). Int.
J. Agricult. Biol. 6, 9–12.
Nabhan, G. P., and Buchmann, S. L. (1997). “Services provided by pollinators,” in
Nature’s Services. Societal Dependence on Natural Ecosystems, ed. G. C. Daily
(Washington, DC: Island Press), 133–150.
Nadal, S., Suso, M. J., and Moreno, M. (2003). Management of Vicia faba
genetic resources: changes associated to the selfi ng process in the major,
equina and minor groups. Gen. Resour. Crop Evol. 50, 183–192. doi:
10.1023/A:1022944017530
Nayak, G. K., Roberts, S. P. M., Garratt, M., Breeze, T. D., Tscheulin, T., HarrisonCripps, J., et al. (2015). Interactive effect of floral abundance and semi-natural
habitats on pollinators in field beans (Vicia faba). Agric. Ecosyst. Environ. 199,
58–66. doi: 10.1016/j.agee.2014.08.016
Negri, V., Maxted, N., and Veterlainen, M. (2009). “European landrace
conservation: an introduction,” in ‘European Landraces: On-farm Conservation,
Management and Use’. Bioversity Technical Bulletin No. 15, Bioversity
International, eds M. Vetelainen, V. Negri, and N. Maxted (Italy: Bioversity
International publisher), 1–22.
Negri, V., Pacicco, L., Bodesmo, M., and Torricelli, R. (2013). The First Italian
Inventory of In Situ Maintained Landraces. Perugia: Morlacchi Editore.
Nieto, A., Roberts, S. P. M., Kemp, J., Rasmont, P., Kuhlmann, M., García
Criado, M., et al. (2014). European Red List of bees. Luxembourg: Publication
Office of the European Union.
Nuessly, G. S., Hentz, M. G., Beiriger, R., and Scully, B. T. (2004).
Insects associated with Faba bean, Vicia faba (Fabales: Fabaceae),
in southern Florida. Fla. Entomol. 87, 204–211. doi: 10.1653/00154040(2004)087[0204:IAWFBV]2.0.CO;2
Ollerton, J., Winfree, R., and Tarrant, S. (2011). How many flowering plants
are pollinated by animals? Oikos 120, 321–326. doi: 10.1111/j. 16000706.2010.18644x
Ortiz-Perez, E., Horner, H. T., Hanlin, S. J., and Palmer, R. G. (2006a). Evaluation
of insect-mediated seed set among soybean lines segregating for male sterility
at the ms6 locus. Field Crop. Res. 97, 353–362. doi: 10.1016/j.fcr.2005.11.007
Ortiz-Perez, E., Horner, H. T., Hanlin, S. J., and Palmer, R. G. (2006b). Insectmediated seed-set evaluation of 21 soybean lines segregating for male sterility
at 10 different loci. Euphytica 152, 351–360. doi: 10.1007/s10681-006-9222-4
Ortiz-Perez, E., Cianzio, S. R., Wiley, H., Horner, H. T., Davis, W. H., and
Palmer, R. G. (2007). Insect-mediated cross-pollination in soybean [Glycine
max (L.) Merrill] I. Agronomic performance. Field Crop. Res. 101, 259–268. doi:
10.1016/j.fcr.2006.12.003
Ortiz-Perez, E., Wiley, H., Horner, H. T., Davis, W. H., and Palmer, R. G. (2008).
Insect-mediated cross-pollination in soybean [Glycine max (L.) Merrill]: II.
Phenotypic recurrent selection. Euphytica 162, 269–280. doi: 10.1007/s10681007-9612-2
Palmer, R. G., Gai, J., Sun, H., and Burton, J. W. (2001). Production
and evaluation of Hybrid Soybean. Plant Breed. Rev. 21, 263–307. doi:
10.1002/9780470650196.ch7
Palmer, R. G., Perez, P. T., Ortiz-Perez, E., Maalouf, F., and Suso, M. J. (2009). The
role of crop-pollinator relationships in breeding for pollinator-friendly legumes:
from a breeding perspective. Euphytica 170, 35–52. doi: 10.1007/s10681-0099953-0
Palmer, R. G., Gai, J., Dalvi, V. A., and Suso, M. J. (2011). “Male Sterility and
Hybrid Production Technology,” in Biology and Breeding of Food Legumes,
eds A. Pratap and J. Kumar (Oxfordshire: CABI Publishers), 193–207. doi:
10.1079/9781845937669.0193
Palmer, R. G., Horner, H. T., Suso, M. J., Vangorp, M. L., and Pappas, A. L.
(2012). “Soybean heterosis: the first steps,” in Proceedings of the International
Conference on Utilization of Heterosis in Crops (ICUHC). Toward a New Era of
Crop Heterosis (Xi’an: Abstracts).
Papa, R., and Gepts, P. (2004). Gene Flow Between Crops and Their Wild
Progenitors. Encyclopedia of Plant and Crop Science. New York, NY: Marcel
Dekker, Inc. 488–491.

Frontiers in Plant Science | www.frontiersin.org

Pappas, A. L., Koziel, J. A., Healy, R. A., Horner, H. T., Bailey, T. B., Brown,
A. H. D., et al. (2012). “Floral and aromatic analysis of the soybean perennial
Glycine syndetika for future agronomic exploitation,” in Proceedings of the XXII
International Congress on Sexual Plant Reproduction, Melbourne, 13.
Partap, U., and Ya, T. (2012). The human pollinators of fruit crops in Maoxian
County, Sichuan, China. Mt. Res. Dev. 32, 176–186. doi: 10.1659/MRDJOURNAL-D-11-00108.1
Pasumarty, S. V., Matsumura, T., Higuchi, S., and Yamada, T. (1993). Causes of low
seed set in white clover (Trifolium repens L.). Grass Forage Sci. 48, 79–83. doi:
10.1111/j.1365-2494.1993.tb01839.x
Pecetti, L., and Tava, A. (2000). Effect of flower color and sampling time
on volatile emanation in alfalfa flowers. Crop Sci. 40, 126–130. doi:
10.2135/cropsci2000.401126x
Pecetti, L., Tava, A., Felicioni, A., Pinzauti, M., and Piano, E. (2002). Effect of
three volatile compounds from lucerne flowers on their attractiveness towards
pollinators. Bull. Insectol. 55, 21–27.
Pecetti, L., and Proietti, S. (2003). Estimation of cross-pollination by leafcutter
bees in two lucerne genotypes with different flower colour. J. Genet. Breed. 57,
219–224.
Pérez-De-Luque, A., Eizenberg, H., Grenz, J. H., Sillero, J. C., Ávila, C.,
Sauerborn, J., et al. (2010). Broomrape management in faba bean. Field Crop.
Res. 115, 319–328. doi: 10.1016/j.fcr.2009.02.013
Pettis, J. S., Engelsdorp, D., van, Johnson, J., and Dively, G. (2012). Pesticide
exposure in honey bees results in increased levels of the gut pathogen Nosema.
Naturwissenschaften 99, 153–158. doi: 10.1007/s00114-011-0881-1
Piano, E., and Pecetti, L. (2010). “Minor legume species,” in Fodder Crops and
Amenity Grasses, Handbook of Plant Breeding, Vol. 5, eds B. Boller, U. K. Posselt,
and F. Veronesi (New York, NY: Springer), 477–500. doi: 10.1007/978-1-44190760-8_20
Pierre, J., Suso, M. J., Moreno, M. T., Esnault, R., and Le Guen, J. (1999).
Diversite et efficacite de l’entomofaune pollinisatrice (Hymenoptera: Apidae)
de la feverole (Vicia faba L.) sur deux sites, en France et en Espagne. Ann. Soc.
Entomol.Fr.(N.S.) 35(suppl.), 312–318.
Pinheiro de Carvalho, M. A. A., Bebeli, P. J., Barata da Silva, A. M., Bettencourt, E.,
Slaski, J. J., and Dias, S. (2016). “Agro-biodiversity. the importance of
inventories in the assessment of crop diversity and its time and spatial changes,”
in Genetic Erosion and Biodiversity, eds M. R. Ahuja and S. M. Jain (Berlin:
Springer), 130–147.
Pinheiro de Carvalho, M. A. A., Bebeli, P. J., Bettencourt, E., Costa, G., Dias, S., dos
Santos, T. M. M., et al. (2013). Cereal landraces genetic resources in worldwide
GeneBanks. Agron. Sustain. Dev. 33, 177–203. doi: 10.1007/s13593-0120090-0
Pisa, L. W., Amaral-Rogers, V., Belzunces, L. P., Bonmatin, J. M., Downs, C. A.,
Goulson, D., et al. (2015). Effects of neonicotinoids and fipronil on nontarget
invertebrates. Environ. Sci. Pollut. Res. 22, 68–102. doi: 10.1007/s11356-0143471-x
Potts, S. G., Biesmeijer, J. C., Kremen, C., Neumann, P., Schweiger, O., and Kunin,
W. E. (2010). Global pollinator declines: trends, impacts and drivers. Trends
Ecol. Evol. 25, 345–353. doi: 10.1016/j.tree.2010.01.007
Purseglove (1968). Tropical Crops: Dicotyledons. London: Longman Group
Limited, 246–250.
Rahman, M. A., Rahman, M. M., and Sarkar, M. A. (2001). Progress in isolation
and purification of Lathyrus sativus breeding lines Lathyrus. Lathyrism Newsl.
2, 39–40.
Rebek, E. J., Sadof, C. S., and Hanks, L. M. (2005). Manipulating the abundance
of natural enemies in ornamental landscapes with floral resource plants. Biol.
Control 33, 203–216. doi: 10.1016/j.biocontrol.2005.02.011
Redden, B., Leonforte, T., Ford, R., Croser, J., and Slattery, J. (2005). “Pea
(Pisum sativum),” in Genetic Resources, Chromosome Engineering, and Crop
Improvement, eds R. Singh and P. Juahar (Boca Raton, FL: CRC Press), 49–83.
Richards, A. J. (2001). Does low biodiversity resulting from modern agricultural
practice affect crop pollination and yield? Ann. Bot. 88, 165–172. doi:
10.1006/anbo.2001.1463
Rick, C. M. (1988). “Evolution of mating systems in cultivated plants,” in Plant
Evolutionary Biology, eds L. D. Gottlieb and S. Jain (London: Chapman & Hall),
133–147.
Ricketts, T. H., Regetz, J., Steffan-Dewenter, I., Cunningham, S. A., Kremen, C.,
Bogdanski, A., et al. (2008). Landscape effects on crop pollination services:

16

March 2016 | Volume 7 | Article 333

Suso et al.

Plant-Pollinator Interplay for Legume Services

are there general patterns? Ecol. Lett. 11, 499–515. doi: 10.1111/j.14610248.2008.01157.x
Riedl, H., Johansen, E., Brewer, L., and Barbour, J. (2006). How to Reduce Bee
Poisoning From Pesticides, PNW 591. Moscow, ID: University of Idaho, 24.
Rispail, N., Kalo, P., Kiss, G. B., Ellis, T. H. N., Gallardo, K., Richard, D., et al.
(2010). Model legumes contribute to faba bean breeding. Field Crop. Res. 115,
253–269. doi: 10.1016/j.fcr.2009.03.014
Rosellini, D., Lorenzetti, F., and Bingham, E. T. (1998). Quantitative ovule
sterility in Medicago sativa. Theor. Appl. Genet. 97, 1289–1295. doi:
10.1007/s001220051021
Rosellini, D., Veronesi, F., and Falcinelli, M. (1994). Recurrent
selection of microgametophytic vigour in alfa-alfa and correlated
response at the sporophytic level. Crop Sci. 34, 933–936. doi:
10.2135/cropsci1994.0011183X003400040017x
Rubio, J., Fernandez-Romero, M. D., Millán, T., Gil, J., and Suso, M. J. (2010).
“Outcrossing rate and genetic structure on an open-flowering population
of Cicer arietinum based on microsatellite markers,” in Proceedings of the
5th Lnternaional Food Legumes Research Conference on and 7the European
Conference on Grain Legumes for Global Health Legume Crops and Products for
Food, Feed and Environmental Benefits (Antalyap: Book of Abstracts), 220.
Rundlöf, M., Andersson, G. K. S., Bommarco, R., Fries, I., Hederström, V.,
Herbertsson, L., et al. (2015). Seed coating with a neonicotinoid insecticide
negatively affects wild bees. Nature 521, 77–80. doi: 10.1038/nature14420
Sanchez-Bayo, F., and Goka, K. (2014). Pesticide residues and bees—a risk
assessment. PLOS ONE 9:e94482. doi: 10.1371/journal.pone.0094482
Satta, A., Acciaro, M., Floris, I., LentinI, A., and Sulas, L. (2000). “Insect pollination
of sulla (Hedysarum coronarium L.) and its effect on seed production,” in
Legumes for Mediterranean Forage Crops, Pastures and Alternative Uses, ed. S. L.
Zaragoza (Paris: CIHEAM), 373–377.
Saunders, M. E., Peisley, R. K., Rader, R., and Luck, G. W. (2015). Pollinators, pests,
and predators: recognizing ecological trade-offs in agroecosystems. Ambio 45,
1–11. doi: 10.1007/s13280-015-0696-y
Saxena, K. B. (2005). “Pigeonpea [Cajanus cajan (L.) Millsp.],” in Genetic Resources,
Chromosome Engineering, and Crop Improvement: Grain Legumes, Vol. 1, eds
R. J. Singh and P. P. Jauhar (Boca Raton, CA: CRC Press), 85–110. doi:
10.1201/9780203489284.ch4
Saxena, K. B., and Kumar, R. V. (2010). Insect-aided natural out-crossing in four
wild relativesof pigeonpea. Euphytica 173, 329–335. doi: 10.1007/s10681-0090088-0
Saxena, K. B., Kumar, R. V., Tikle, A. N., Saxena, M. K., Gautam, V. S., Rao, S. K.,
et al. (2013). ICPH 2671 – the world’s first commercial food legume hybrid.
Plant Breed. 132, 479–485. doi: 10.1111/pbr.12045
Schellhorn, N. A., Bellati, J., Paull, C. A., and Maratos, L. (2008). Parasitoid
and moth movement from refuge to crop. Basic Appl. Ecol. 9, 691–700. doi:
10.1016/j.baae.2007.12.010
Sengul, S. (2006). Using path analysis to determine Lucerne (Medicago sativa
L.) seed yield and its components. N. Z. J. Agric. Res. 49, 107–115. doi:
10.1080/00288233.2006.9513700
Sewell, J., Hill, R., and Reich, J. (2011). Persistence of Grazing Tolerant Lucernes
under Australian, Conditions. Pasture Persistence. Grassland Res. Pract. Ser. 15,
187–190.
Shackelford, G., Steward, P. R., Benton, T. G., Kunin, W. E., Potts, S. G., Biesmeijer,
J. C., et al. (2013). Comparison of pollinators and natural enemies: a metaanalysis of landscape and local effects on abundance and richness in crops. Biol.
Rev. Camb. Philos. Soc. 88, 1002–1021. doi: 10.1111/brv.12040
Sharma, H. C., Gowda, C. L. L., Stevenson, P. C., Ridsill-Smith, T., Clement,
S. L., Rao, R., et al. (2007). “Host plant resistance and insect pest management
in chickpea,” in Chickpea Breeding & Management, eds S. S. Yadav, R.
Redden, W. Chen, and B. Sharma (Oxfordshire: CABI International),
520–537.
Shirk, R. Y., and Hamrick, J. L. (2014). High but variable outcrossing rates in the
invasive Geranium carolinianum (Geraniaceae). Am. J. Bot. 101, 1200–1206.
doi: 10.3732/ajb.1400224
Sicard, A., and Lenhard, M. (2011). The selfing syndrome: a model for studying the
genetic and evolutionary basis of morphological adaptation in plants. Ann. Bot.
107, 1433–1443. doi: 10.1093/aob/mcr023
Sigsgaard, L., Betzer, C., Naulin, C., Eilenberg, J., Enkegaard, A., and Kristensen, K.
(2013). The effect of floral resources on parasitoid and host longevity: prospects

Frontiers in Plant Science | www.frontiersin.org

for conservation biological control in strawberries. J. Insect Sci. 13, 1–7. doi:
10.1673/031.013.10401
Sillero, J. C.,Villegas-Fernández, A. M., Thomas, J., Rojas-Molina, M. M., Emerand,
A. A., Fernández-Aparicio, M., et al. (2010). Faba bean breeding for disease
resistance. Field Crop. Res. 115, 297–307. doi: 10.1016/j.fcr.2009.09.012
Singh, L., Gupta, S. C., and Farris, D. G. (1990). “Pigeonpea: breeding,” in The
Pigeonpea, ed. Y. L. Nene (Wallingford: CAB International), 375–399.
Singh, N. B., Singh, I. P., and Singh, B. B. (2005). “Pigeonpea breeding,” in Advances
in Pigeonpea Research, eds M. Ali and S. Kumar (Kanpur: Indian Institute of
Pulses Research), 67–95.
Singh, N., Tyagi, R. K., and Pandey, C. (2013). Genetic Resources of Pigeonpea
(Cajanus cajan): Conservation for Use. New Delhi: National Bureau of Plant
Genetic Resources, 49p.
Smýkal, P., Coyne, C. J., Ambrose, M. J., Maxted, N., Schaefer, H., and Matthew, W.,
et al. (2015). Legume crops phylogeny and genetic diversity for science
and breeding. Crit. Rev. Plant Sci. 34, 43–104. doi: 10.1080/07352689.2014.8
97904
Steffan-Dewenter, I., Munzenberg, U., Burger, C., Thies, C., and
Tscharntke, T. (2002). Scale-dependent effects of landscape context
on three pollinator guilds. Ecology 83, 1421–1432. doi: 10.1890/00129658(2002)083[1421:SDEOLC]2.0.CO;2
Steiner, J. J., Beuselinck, P. R., Peaden, R. N., Kojis, W. P., and Bingham,
E. T. (1992). Pollinator effects on crossing and genetic shift in
a three-flower-color alfalfa population. Crop Sci. 32, 73–77. doi:
10.2135/cropsci1992.0011183X003200010016x
Stevenson, P. C., Dhillon, M. K., Sharma, H. C., and El Bouhssini, M. (2007). “Insect
pests of lentil and their management,” in Lentil: An Ancient Crop for Modern
Times, eds S. S. Yadav, D. L. McNeil, and P. C. Stevenson (Berlin: Springer),
331–348. doi: 10.1007/978-1-4020-6313-8_20
Stoddard, F. L., Nicholas, A. H., Rubiales, D., Thomas, J., and Villegas-Fernández,
A. M. (2010). Integrated pest management in faba bean. Field Crop. Res. 115,
308–318. doi: 10.1016/j.fcr.2009.07.002
Stoddard, F. L. (2013). Agronomic case studies in Legume Futures.
Legume Futures Report 1.2. Available at: http://www.legumefutures.
de/images/Legume_Futures_Report_1.2.pdf
Street, K., Ismail, A., and Rukhkyan, N. (2008a). “Regeneration guidelines: faba
bean,” in Crop Specific Regeneration Guidelines [CD-ROM], eds M. E. Dulloo,
I. Thormann, M. A. Jorge, and J. Hanson (Rome: CGIAR System-wide Genetic
Resource Programme), 9.
Street, K., Ismail, A. and Rukhkyan, N. (2008b). “Regeneration guidelines: lentil,”
in Crop specific Regeneration Guidelines [CD-ROM], eds M. E. Dulloo, I.
Thormann, M. A. Jorge, and J. Hanson (Rome: CGIAR System-wide Genetic
Resource Programme), 10.
Street, K., Rukhkyan, N., and Ismail, A. (2008c). “Regeneration guidelines:
chickpea,” in Crop Specific Regeneration Guidelines [CD-ROM], eds M. E.
Dulloo, I. Thormann, M. A. Jorge, and J. Hanson (Rome: CGIAR System-wide
Genetic Resource Programme), 10.
Strickler, K. (1999). Impact of flower standing crop and pollinator movement on
alfalfa seed yield. Environ. Entomol. 28, 178–187. doi: 10.1093/ee/28.2.178
Strickler, K., and Vinson, J. (2000). A simulation of the effect of pollinator
movement on alfalfa seed production. Environ. Entomol. 29, 907–918. doi:
10.1603/0046-225X-29.5.907
Suso, M. J., Bebeli, P. J., and Palmer, R. (2015). “Reproductive biology of grain
legumes,” in Grain Legumes, Handbook of Plant Breeding, ed. A. de Ron (Berlin:
Springer Science Business Media), 364–399.
Suso, M. J., Harder, L., Moreno, M. T., and Maalouf, F. (2005). New strategies for
increasing heterozygosity in crops: Vicia faba mating system as a study case.
Euphytica 143, 51–65. doi: 10.1007/s10681-005-2526-y
Suso, M. J., and Maalouf, F. (2010). Direct and correlated responses to upward and
downward selection for outcrossing in Vicia faba. Field Crop. Res. 116, 116–126.
doi: 10.1016/j.fcr.2009.12.001
Suso, M. J., Moreno, M. T., Mondragao Rodrigues, F., and Cubero, J. I. (1996).
Reproductive biology of Vicia faba: role of pollination conditions. Field Crop.
Res. 46, 81–91. doi: 10.1016/0378-4290(95)00089-5
Suso, M. J., Nadal, S., and Palmer, R. G. (2010). “Potential power of the plantpollinator relationship as a tool to enhance both environmental and production
services of grain legumes in the context of low–input agriculture: what do we
know?,” in Proceedings of the Breeding for resilience: a strategy for organic and

17

March 2016 | Volume 7 | Article 333

Suso et al.

Plant-Pollinator Interplay for Legume Services

low-input farming systems. Eucarpia 2nd Conference of the Organic and LowInput Agriculture Section; 2010 Dec 1-3, eds I. Goldringer, J. Dawson, F. Rey,
and A. Vettoretti (Paris: INRA), 23–26.
Suso, M. J., and Río, R. (2014). Faba bean gene-pools development for low-input
agriculture: understanding early stages of natural selection. Euphytica 196,
77–93. doi: 10.1007/s10681-013-1015-y
Suso, M. J., and Río, R. (2015). A crop–pollinator inter-play approach to assessing
seed production patterns in faba bean under two pollination environments.
Euphytica 201, 231–251. doi: 10.1007/s10681-014-1200-7
Suso, M. J., Vishnyakova, M., Ramos, A., Duc, G., and Ambrose, M. (2011). An
international survey on state of the art of grain legume management in gene
banks. J. Agr. Sci. Tech. B 1, 975–981.
Tapparo, A., Marton, D., Giorio, C., Zanella, A., Soldà, L., Marzaro, M., et al. (2012).
Assessment of the environmental exposure of honey bees to particulate matter
containing neonicotinoid insecticides coming from corn coated seeds. Environ.
Sci. Technol. 46, 2592–2599. doi: 10.1021/es2035152
TEEB (2010). The Economics of Ecosystems and Biodiversity. Ecological and
Economic Foundations, ed. P. Kumar. London: Earthscan.
Tester, M., and Langridge, P. (2010). Breeding technologies to increase
crop production in a changing world. Science 327, 818–822. doi:
10.1126/science.1183700
Thomas, R. G. (1996). “Maximising seed production potential in white clover:
factors influencing seed set per floret,” in Proceedings of the White Clover: New
Zealand’s Competitive Edge, A Joint Symposium Between Agronomy Society of
New Zealand and New Zealand Grassland Association Held at Lincoln University
(Christchurch: Agronomy Society of New Zealand), 41–44.
Thomas, R. G., and Pasumarty, S. V. (1996). Limitations to seed set in white
clover (Trifolium repens L.). I. Preliminary observations. J. App. Seed Prod. 14,
59–66.
Torricelli, R., Colesanti, N., and Falcinelli, M. (2007). “Improved seed production
in a new Italian cultivar of lucerne (Medicago sativa L.),” in Proceedings of the
Sixth International Herbage Seed Conference, Gjennestad, Norway – 18-20 June
2007, Bioforsk, 100–106.
Upadhyaya, H. D., Dwivedi, S. L., Ambrose, M., Ellis, N., Berger, J., Sm’ykal, P.,
et al. (2011). Legume genetic resources: management, diversity assessment, and
utilization in crop improvement. Euphytica 180, 27–47. doi: 10.1007/s10681011-0449-3
Upadhyaya, H. D., Reddy, K. N., and Sastry, D. V. S. S. R. (2008). “Regeneration
guidelines: pigeon pea,” in Crop Specific Regeneration Guidelines [CD-ROM],
eds M. EDulloo, I. Thormann, M. A. Jorge, and J. Hanson (Rome: CGIAR
System-wide Genetic Resource Programme), 8.
Van Driesche, R. G., Lyon, S., Sanderson, J. P., Bennett, K. C., Stanek, E. J., III,
and Zhang, R. (2008). Greenhouse trials of Aphidius colemani (Hymenoptera:

Frontiers in Plant Science | www.frontiersin.org

Braconidae) bankerplants for control of aphids (Hemiptera: Aphididae) in
greenhouse spring floral crops. Fl. Entomol. 91, 583–591.
Veronesi, F., and Lorenzetti, F. (1983). Productivity and survival of alfalfa hybrid
and inbred plants under competitive conditions. Crop Sci. 23, 557–580. doi:
10.2135/cropsci1983.0011183X002300030031x
Westerkamp, C., and Gottsberger, G. (2000). Diversity pays in crop pollination.
Crop Sci. 40, 1209–1222. doi: 10.2135/cropsci2000.4051209x
Westphal, C., Steffan-Dewenter, I., and Tscharntke, T. (2003). Mass flowering crops
enhance pollinator densities at a landscape scale. Ecol. Lett. 6, 961–965. doi:
10.1046/j.1461-0248.2003.00523.x
Wiens, D. (1984). Ovule survivorship, brood size, life history, breeding
systems, and reproductive success in plants. Oecologia 64, 47–53. doi:
10.1007/BF00377542
Williams, N. M., Crone, E. E., Roulston, T. H., Minckley, R. L., Packer, L.,
and Potts, S. G. (2010). Ecological and life-history traits predict bee species
responses toenvironmental disturbances. Biol. Conserv. 143, 2280–2291. doi:
10.1016/j.baae.2010.11.008.
Woodcock, T. S. (2012). Pollination in the Agricultural Landscape: Best
Management Practices for Crop Pollination. Guelph, ON: University of
Guelph.
Worthington, M., Soleri, D., Aragón-Cuevas, F., and Gepts, P. (2012). Genetic
Composition and Spatial Distribution of Farmer-managed Phaseolus Bean
Plantings: an Example from a Village in Oaxaca, Mexico. Crop Sci. 52, 1721–
1735. doi: 10.2135/cropsci2011.09.0518
Yagoubi, N., and Chrki, A. (2000). Estimation of mating system parameters in
Hedysarum coronarium L. (Leguminoseae, Fabaceae). Agronomie. EDP Sciences
20, 933–942. doi: 10.1051/agro:2000103
Zeven, A. C. (1998). Landraces: a review of definitions and classifications.
Euphytica 104, 127–139. doi: 10.1023/A:1018683119237
Zhao, Y., Mette, M. F., and Reif, J. C. (2015). Genomic selection in hybrid breeding.
Plant Breed. 134, 1–10. doi: 10.1111/pbr.12231
Conflict of Interest Statement: The authors declare that the research was
conducted in the absence of any commercial or financial relationships that could
be construed as a potential conflict of interest.
Copyright © 2016 Suso, Bebeli, Christmann, Mateus, Negri, Pinheiro de Carvalho,
Torricelli and Veloso. This is an open-access article distributed under the terms
of the Creative Commons Attribution License (CC BY). The use, distribution or
reproduction in other forums is permitted, provided the original author(s) or licensor
are credited and that the original publication in this journal is cited, in accordance
with accepted academic practice. No use, distribution or reproduction is permitted
which does not comply with these terms.

18

March 2016 | Volume 7 | Article 333

