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Abstract In the process of seed dispersal by ants (myr-
mecochory), foragers bring diaspores back to their nest,
then eat the elaiosome and usually reject viable seeds
outside the nest. Here, we investigate what happens in-
side the nest, a barely known stage of the myrmecochory
process, for two seed species (Viola odorata, Chelidonium
majus) dispersed either by the insectivorous antMyrmica
rubra or by the aphid-tending ant Lasius niger. Globally,
elaiosome detachment decreased ants’ interest towards
seeds and increased their probability of rejecting them.
However, we found marked differences in seed man-
agement by ants inside the nest. The dynamics of
elaiosome detachment were ant- and plant-specific
whereas the dynamic of seed rejection were mainly ant-
specific. Seeds remained for a shorter period of time
inside the nest of the carnivorous ant Myrmica rubra
than in Lasius niger nest. Thus, elaiosome detachment
and seed rejection were two competing dynamics whose
relative efficiency leads to variable outcomes in terms of
types of dispersed items and of nutrient benefit to the
ants. This is why some seeds remained inside the nest
even without an elaiosome, and conversely, some seeds
were rejected with an elaiosome still attached. Fresh
seeds may be deposited directly in contact with the lar-
vae. However, the dynamics of larvae-seeds contacts
were also highly variable among species. This study
illustrates the complexity and variability of the ecologi-
cal network of ant–seed interactions.

Keywords Seed dispersal Æ Ant nest Æ Elaiosome Æ
Myrmica rubra Æ Lasius niger Æ Chelidonium majus Æ
Viola odorata

Introduction

Plants require the movement of pollen and seeds across
space to fulfill their reproductive cycle, which is often
carried out by animals (Herrera 2002). In pollination
systems involving animal vectors, movements have dis-
tinctive and predictable targets (conspecific flowers) with
incentives provided by the target (pollen, nectar) in or-
der to control animal movements. On the other hand,
seed dispersal systems have spatially unpredictable tar-
gets (germination sites) with no incentives, involving
many disperser species that are seldom seed-specialized
(Herrera 2002; Wheelwright and Orians 1982). Thus, the
fate of seeds dispersed by animals is highly variable and
depends strongly on vector traits such as diet, mor-
phology, and behavior (Fenner and Thompson 2005;
Howe and Westley 1988). In the case of seed dispersal by
ants (myrmecochory), seeds are transported by many
different species that—unlike harvester ants (Detrain
and Tasse 2000)—are not interested in the seed itself but
in a nutritious lipid-rich appendage called the elaiosome.
Because ants are central place foragers—i.e., they collect
food and bring it to the nest to be stored or shared with
nestmates and larvae, three distinct stages can be rec-
ognized in the myrmecochory process. First, ants collect
seeds in the surrounding areas and bring them back to
the nest in a ‘‘centripetal’’ movement toward a central
place (stage I). Second the elaiosomes are removed in-
side the nest and fed to the colony (stage II). Finally,
once elaiosomes have been removed, seeds usually re-
main viable but are no longer of any interest to the ants.
As waste items, seeds may be abandoned inside the nest
or actively rejected outwards in a ‘‘centrifugal’’ move-
ment from the nest to its surroundings (stage III).

A considerable amount of data in the literature deals
with the first and third stages of the myrmecochory
process. For example, a high removal speed reduces the
impact of seed predation (Bond and Breytenbach 1985;
Heithaus 1981) and depends on several ant traits such as
their body size (Hughes and Westoby 1992), diet
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(Hughes et al. 1994), foraging strategies (Peters et al.
2003), recruitment behavior (Zelikova and Breed 2008),
learning abilities (Smith et al. 1989) and phenology
(Boulay et al. 2007). Large dispersal distances reduce
competition with the mother plant (Handel 1976, 1978)
and also closely depends on ants’ features such as their
body size (Gomez and Espadaler 1998; Ness 2004; Pudlo
et al. 1980), foraging behavior (Horvitz and Schemske
1986; Hughes and Westoby 1992; Kalisz et al. 1999), and
community structure (Gomez and Espadaler 1998).
After the nest stage, the quality of germination sites
where seeds are secondarily relocated is determined by
the propensity of ants to place seeds in nutrient-rich sites
(e.g., refuse piles), i.e., features such as the territorial
range of the ant colony or the dropping rates during seed
transport (Beattie and Culver 1982; Gorb and Gorb
2003; Levey and Byrne 1993).

Although the nest is a place where ants make crucial
decisions for seed fate, the ant-nest stage (II) remains a
black box. The only study on the subject showed that for
the same seed species, some ant species prefer to keep
seeds inside the nest after removing the elaiosome, and
others prefer to reject them (Gomez and Espadaler
1997). The present study investigates how seeds are
managed by inner-nest workers and whether seed fates
vary depending on the ant or the seed species involved.
Therefore, we carried out a crossed experimental design
in the laboratory involving two seed species (Chelidoni-
um majus and Viola odorata) and two ant species, the
aphid-tender Lasius niger and the more insectivorous
Myrmica rubra. A previous study (Servigne and Detrain
2008) showed in the same conditions that, outside the
nest, Myrmica rubra removes both Chelidonium majus
and Viola odorata seeds in larger numbers and quicker
than Lasius niger. The question remains as to whether
these species-specific differences in seed retrieval are
consistent with differences in seed management inside
the nest. More specifically, this study aimed (1) to
identify the dynamics of elaiosome detachment and seed
rejection; (2) to determine the relative efficiency of these
two phenomena in order to assess the expected benefits
for the ants (in terms of elaiosome consumption) and for
the plants (in terms of seed rejection); (3) to quantify the
impact of elaiosome detachment on the ants’ decision to
reject seeds; and (4) to follow changes in seed location
within the nest.

Methods

Ant species, collecting and rearing

The black garden ant Lasius niger (L.) (mean weight
1.9 mg; mean length approximately 4 mm; mandible gap
0.6 mm) is very common in European temperate regions
and forms monogynous colonies that may contain up to
13,000 workers (Stradling 1970). This species feeds
mainly on honeydew (Pontin 1958), but may occasion-
ally eat aphids (Pontin 1958), dead or small alive insects

(Pontin 1961), and elaiosomes (Oberrath and Bohning-
Gaese 2002; Sernander 1906). The red ant Myrmica ru-
bra L. (mean weight 2.3 mg; 4–6 mm length; mandible
gap 0.8 mm) also lives in European temperate regions
and forms polygynous colonies that may contain 6,000
workers (Elmes 1973). Myrmica workers are mainly
insectivorous: they usually feed on dead or alive prey but
may also consume sugars or elaiosomes (Bülow-Olsen
1984; Cammaerts 1977; Gorb and Gorb 2000; Le Roux
et al. 2002).

We collected six colonies of Lasius niger from earth
banks in Brussels (Belgium) and six colonies of Myrmica
rubra in La Gorgue (France). In the laboratory, colonies
were reared in plaster nests covered by a glass plate
through which ants could be observed (Janet type,
10 · 10 · 0.4 cm) and were placed in arenas
(50 · 38 · 10 cm) whose walls were coated with Fluon
to prevent the ants from escaping. Nests were regularly
moistened and kept at 21 ± 1�C, 35 ± 5% relative
humidity and a constant photoperiod of 12 h/day. All
colonies contained 200–300 workers with brood cover-
ing around 10% of the nest area. Lasius niger colonies
were queenless while Myrmica rubra ones contained 5–
10 gynes. We supplied the colonies with water and su-
crose solution (1 M) ad libitum, cockroaches twice a
week (Periplaneta americana) and an artificial diet con-
taining proteins, sugars, and vitamins (Bathkar and
Whitcomb 1970).

Plant species and seed storage

Viola odorata L. is a perennial plant of temperate for-
ests, shrubberies, and ruderal habitats (Lambinon et al.
1992). Its seeds are yellow–brown (seed weight 5.0 mg)
with white-colored and soft cone-like elaiosomes
(elaiosome width 1.74 mm). Chelidonium majus L. is a
perennial plant that grows in ruderal habitats or groves
(Lambinon et al. 1992). Its seeds are dark brown and
small (seed weight 0.83 mg) with white and fleshy
elaiosomes (elaiosome width 0.80 mm). Collected seeds
were stored at �18�C since cold-storage did not signifi-
cantly alter seed attractiveness to the ants (Servigne and
Detrain 2008).

Experimental procedure

Before the start of each experiment, we noted the pres-
ence of workers and larvae in each square of a 100 cm2

grid covering the nest surface (10 · 10 cm). The grid was
divided into three areas: the brood area (all squares
containing at least one larvae or pupae), the workers’
area (squares where at least one worker remained for at
least 10 s and containing no brood) and empty areas
(squares with no brood nor workers remaining for at
least 10 s).

Four ant–plant pairs were compared: Lasius/Chelid-
onium (LC), Lasius/Viola (LV), Myrmica/Chelidonium
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(MC), and Myrmica/Viola (MV). Each colony was tes-
ted three times per seed species (i.e., 18 experiments for
each ant–plant pair). For each experiment, we allowed
the ants to take ten seeds to the nest. The experiment
started as soon as those ten seeds were retrieved within
the nest—i.e., at time t = 0. Then, every 30 min for 6 h,
we observed the location of the seeds inside the
nest—i.e., near workers, near brood or in empty nest
areas, how many workers were in contact with them,
and the presence or not of the elaiosome. We counted
the number of ants in contact with the seeds—i.e., every
worker that either antennated, manipulated, or moved a
seed. A seed was considered as being in contact with the
brood when it was laid by workers within a grid square
containing at least one larva or pupa.

Data analyses

In order to compare how seeds are managed inside the
nest, we quantified three decision-making processes in
ants: (1) their probability of detaching an elaiosome (k1);
(2) their probability of rejecting a seed with its elaiosome
still attached (k2e); (3) their probability of rejecting a
seed once its elaiosome was detached (k2d).

These probabilities are constant values that could not
be obtained by a direct observation of ant behavior but
were calculated on the basis of experimental data as
described below.

First, we assumed that the number of entire seeds
inside the nest (Ein) decreases as a result of two con-
current processes: the removal of the elaiosome (k1) and
the rejection of entire seeds outside the nest (k2e). Thus,
the dynamics of entire seeds inside the nest since their
retrieval (t = 0) can be described by Eq. (1):

Ein ¼ e�ðk1þk2eÞt ð1Þ

The changes in the number of entire seeds within the
nest over time were observed experimentally. After being
log-transformed, these data were linearized (Fig. 3) and
the slope of the regression line gave (k1 + k2e), the
probability of entire seeds to ‘‘disappear’’ from the nest
per unit time.

In contrast, the number of entire seeds outside the
nest (Eout) increases over time due to rejection by ants
and can be described by Eq. (2):

Eout ¼
k2e

k1 þ k2e
1� e�ðk1þk2eÞt
� �

ð2Þ

Based on our experimental values, a linear relation-
ship was found between the number of entire seeds
inside the nest and those outside the nest (M. rubra/
V. odorata: R2 = 0.9788; L. niger/V. odorata: R2 =
0.9089; M. rubra/C. majus: not applicable; L. niger/
C. majus: R2 = 0.9688). The slope of the regression

line gave the value of k2e
k1þk2e

� �
in Eq. (2). With the

numerical values of the two coefficients (k1 + k2e) and
k2e

k1þk2e

� �
we can deduce the constant values of k1 and k2e,

which are, respectively, the probability of an ant
detaching an elaiosome (k1) and the probability of
rejecting a seed with its elaiosome still attached (k2e).

Finally, we assumed that the number of seeds without
elaiosomes inside the nest (D) increases with the number
of elaiosomes removed (k1ÆE) and decreases with the
rejection of seeds without elaiosomes (k2dÆD). Thus, the
dynamics of the number of seeds without elaiosomes
follows Eq. (3):

dD
dt
¼ k1E � k2dD ð3Þ

By integrating Eq. (3), we obtained the number of
seeds without elaiosomes inside the nest (4).

D ¼ k1ðe�k2dt � e�ðk1þk2eÞtÞ
k1 þ k2e � k2d

ð4Þ

By using values of k1 and k2e as estimated above, we
best-fitted the experimental data (dynamics of seeds
without elaiosomes inside the nest, Fig. 1) with Eq. (4).
From this fitting, we obtained a good approximation of
the probability (k2d) for an ant to reject seeds without
their elaiosomes.

All these estimated probabilities can be used to high-
light differences between ant species in terms of seed
management. In particular, the ratio (r) between the
probability of detaching an elaiosome (k1) and the prob-
ability of rejecting a seed with its elaiosome still attached
(k2e) gives an assessment of expected nutritive benefits for
the ants. If r > 1, ants are likely to consume the elaiosome
before rejecting the seeds. If ants reject the seeds before
detaching the elaiosome (r < 1), then the nutritional
benefits obtained from the seeds are expected to be poor.

In addition, the inverse values of these probabilities
give, respectively, the mean time taken for a seed to have
its elaiosome detached (T1) and for a seed to be rejected
either entire (T2e) or without its elaiosome (T2d).

Statistical analyses

The slopes of the regression lines (calculated on log-
transformed data) were compared with a test of com-
parison of several slopes followed by a post-hoc test (q),
using Microsoft Excel Software version 2004. Other
statistical tests were performed using GraphPad InStat
version 3.05. Considering that most data were not nor-
mally distributed, we used non-parametric statistics. The
mean number of items removed was compared between
ant and plant pairs with Mann–Whitney unpaired tests
(n = 18 experiments). For all the experiments, the per-
centages of the nest area occupied by workers/brood
were compared to those occupied by seeds by using
Wilcoxon signed-rank tests.
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Results

Dynamics of elaiosome detachment and seed rejection

Once seeds were retrieved in the nest, they underwent the
detachment of their elaiosome and/or their rejection
outside the nest by ant workers. However, the dynamics
and intensity of these two phenomena were highly vari-
able, depending on the ant and plant species (Fig. 1).

The detachment of elaiosomes by Myrmica rubra
(Fig. 1b, d) occurred significantly earlier than by Lasius ni-
ger (Fig. 1a, c) (for Viola odorata p = 0.0147; for Chelido-
nium majus p < 0.0001; Mann–Whitney test). Likewise, a
higher numberof elaiosomeswas removedbyMyrmica than
byLasiusworkers (forV. odorata p <0.0001; forC. majus,
test not applicable; Mann–Whitney test).

Chelidonium majus elaiosomes (Fig. 1c, d) were de-
tached significantly earlier than those of V. odorata
(Fig. 1a, b) by both ant species (forM. rubra p < 0.0001;
for L. niger p = 0.0336; Mann–Whitney test) and in
higher quantities (forM. rubra, test not applicable; for L.
niger p < 0.0001;Mann–Whitney test).When combined,
ant and seed effects gave strong differences in the global
outcomes. For example M. rubra ants succeeded in
removing allC.majus elaiosomeswithin only 2 h, whereas

it took about 6 h for L. niger ants to remove only 3.3% of
the total number of V. odorata elaiosomes.

Regarding the dynamics of seed rejection, they were
mostly ant-specific, andwere unexpectedly less dependent
on plant species (Figs. 1, 2). L. niger ants rejected both
seed species (all items pooled) at a constant probability
per minute of 2 · 10�4 for C. majus and of 10�4 for V.
odorata. In contrast, M. rubra ants rejected seeds at a
probability of 9 · 10�4 for C. majus and 21 · 10�4 for V.
odorata. Hence, seeds treated byM. rubra were almost all
rejectedwithin 6 hwith amean length of stay in the nest of
132 min (V. odorata) and 22 min (C. majus). The speed of
rejection was nearly ten times faster in the carnivorous
Myrmica species than in the aphid tending Lasius species
(test of comparison of slopes: for C. majus: F = 21.88,
p < 0.001; for V. odorata: F = 27.39, p < 0.001). The
rejection of entire seeds followed a similar pattern
(Fig. 3), increasing the inter-pair differences.

Elaiosome consumption versus seed rejection:
an assessment of myrmecochory efficiency

The number of entire seeds inside the nest (Ein) de-
creased as a result of two concurrent phenomena:
elaiosome removal (k1) and the rejection of entire seeds
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Fig. 1 Dynamics of the mean
number (±SE, n = 18) of seeds
with their elaiosome (full) and
without elaiosome (hatched) within
the nest for the Lasius/Viola (a),
Myrmica/Viola (b), Lasius/
Chelidonium (c), and Myrmica/
Chelidonium (d) ant–plant pair
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outside the nest (k2e). Since these two processes compete
within the nest, their relative speed should determine the
outcome in terms of elaiosome consumption by ants as
well as in terms of content of dispersed items. Such
variability in the outcomes is shown by the ratio r—i.e.,
the probability of detaching the elaiosome (k1) divided
by the probability of rejecting a seed with its elaiosome
still attached (k2e) (Table 1).

For Lasius niger, the probability of rejecting entire
seeds outside the nest (k2e) was similar for both seed
species (Table 1), but the probability of detaching the
elaiosomes (k1) was very low for V. odorata. As a result,
the ratio r was very low (0.02) for V. odorata seeds,
which was confirmed by the fact that very few elaio-
somes were detached within 6 h (Fig. 1a) and that all
rejected items were entire seeds (Fig. 4a).

For C. majus seeds, the r value reached 4.48, which
means that L. niger ants showed a slight preference for

detaching the elaiosome rather than rejecting the entire
seed. Then, the quantities of each type of item (seeds
with or without elaiosomes) that were rejected outwards
were similar at the end of the experiment (L. niger/C.
majus, p = 0.6571; Mann–Whitney test; Fig. 4c). This
was also the case for the pair M. rubra/V. odorata: a r
value slightly higher than 1 (r = 1.18) resulted in a
similar number of V. odorata seeds rejected with or
without their elaiosome (Fig. 4b) (M. rubra/V. odorata,
p = 0.2722; Mann–Whitney test). Finally, the pair M.
rubra/C. majus was very efficient at detaching elaiosomes
(k1 = 45.3 E-3): Myrmica ants, never rejected entire
seeds (k2e = 0) but only items deprived of their elaio-
some (Fig. 4d).

Influence of elaiosome detachment on seed rejection

A variable number of inner-workers (up to four ants)
could be seen manipulating and chewing the same seed,
but on average, there was a significantly lower number
of workers in contact with a seed without elaiosomes
than with an entire seed of the same species (Table 2)
(M. rubra/V. odorata: p < 0.0001; M. rubra/C. majus:
p < 0.0001; L. niger/V. odorata: N.A.; L. niger/C. ma-
jus: p < 0.0001; Mann–Whitney test). This indicates
that ants were less interested in seed items as soon as the
elaiosome was removed. This was also shown by their
higher probability of rejecting a seed without its elaio-
some (k2d) than an entire seed (k2e) (Table 1). This
demonstrates that the loss of the elaiosome enhances
seed rejection by inner-nest workers.

Spatial dynamics of seeds in the nest

The proportions of seeds left near workers, near brood,
or in empty nest areas changed over time and depended
on each ant–seed pair (see Fig. 5). Soon after the seeds
were brought inside the nest, the percentages of seeds left
alone in empty nest areas (0% for both plant species
with M. rubra; 31.2% for V. odorata and 17.5% for C.
majus with L. niger) was significantly lower than ex-
pected from a random distribution (52.2 ± 8.1%,
n = 36 for L. niger, and 42.2 ± 7.8%, n = 36 for M.
rubra, which represents the percentages of nest area
unoccupied by workers) (Wilcoxon signed-rank test,
two-tailed p < 0.0001 for L. niger/V. odorata;
p < 0.0001 for L. niger/C. majus; p < 0.0001 for M.
rubra/V. odorata; p < 0.0001 for M. rubra/C. majus).
Hence, the majority of retrieved seeds were actively di-
rected to locations in which they could be treated and/or
eaten by either nestmates or larvae.

However, we found an ant-specific trend in the way
seeds were brought near the brood. Once seeds were
retrieved inside the nest (t = 0), L. niger workers left
some seed items in empty nest areas (V. odorata:
2.9 ± 2.7 seeds, n = 18; C. majus: 1.7 ± 0.5 seeds,
n = 18) and gradually brought them closer to the

Fig. 2 Dynamics of the percentage of items still present inside the
nest (entire seeds + seeds without elaiosome) for Lasius/Viola
(circles), Lasius/Chelidonium (diamonds), Myrmica/Viola (squares),
and Myrmica/Chelidonium (triangles). Exponential fittings are
based on the dynamics of the pooled number of items (n = 18
experiments) calculated on log-transformed data

Fig. 3 Dynamics of the percentage of entire seeds (E) still present
inside the nest for Lasius/Viola (circles), Lasius/Chelidonium
(diamonds), Myrmica/Viola (squares), and Myrmica/Chelidonium
(triangles). Exponential fittings are based on the dynamics of the
pooled number of items in the nest (n = 18 experiments) calculated
on log-transformed data
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brood. As a result, the number of seeds in contact with
the larvae increased progressively from 0.3 to 2 for V.
odorata and from 1.4 to 6.3 for C. majus (n = 18) and
reached a maximum after 3 h (Fig. 5a, c). In contrast,
M. rubra workers immediately treated all the retrieved
seeds: the maximum number of seeds placed in contact
with larvae [0.7 ± 0.3 (n = 18) V. odorata seeds and
3.6 ± 3.3 (n = 18) C. majus seeds] was reached in a few
seconds for V. odorata and after 30 min for C. majus

seeds. Over time, the number of seeds near larvae de-
creased while their number concurrently increased at
empty locations due to the loss of interest of workers in
seeds from which elaiosome had been removed.

There was also a plant-specific effect on seed location
within the nest. For both ant species, more C. majus than
V. odorata seeds were placed in contact with the larvae.
Indeed, when nearly all seeds still had their attractive
elaiosome (30 min after seed retrieval), C. majus seeds

Table 1 Probabilities (seeds/min) of elaiosomes removal (k1), of rejection of intact seeds (k2e), of rejection of seeds without elaiosome (k2d)

k1 k2e r k2d T1 T2e T2d

Lasius/Viola 8.3 E-6 4.92 E-4 0.02 No data 12 E4 2,034 No data
Lasius/Chelidonium 2.7 E-3 6.03 E-4 4.48 1.4 E-3 371 1,660 706
Myrmica/Viola 7.6 E-3 6.42 E-3 1.18 33 E-3 132 156 30
Myrmica/Chelidonium 45.3 E-3 No data – 5.1 E-3 22 No data 196

The ratio of these probabilities gives r (r = k1/k2e)
Mean time (min) before elaiosome detachment (T1), entire seeds retention in the nest (T2e), and retention of seeds without elaiosome (T2d)
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Fig. 4 Cumulative number
(mean ± SD, n = 18) of entire
seeds (black) or seeds without
elaiosome (grey) that are
rejected outside the ant nest for the
Lasius/Viola (a), Myrmica/Viola
(b), Lasius/Chelidonium (c), and
Myrmica/Chelidonium (d)
ant–plant pair

Table 2 Mean number of ants (±SD) in contact with entire seeds (E) and seeds without elaiosome (D) (all observations pooled per ant-
seed pair); Mann–Whitney test

E n D N p-value

Lasius/Viola 1.03 ± 0.92 1473 1 ± 0.82 4 Too little data
Lasius/Chelidonium 0.61 ± 0.62 1227 0.31 ± 0.48 498 <0.0001***
Myrmica/Viola 1.89 ± 1.17 736 0.33 ± 0.53 99 <0.0001***
Myrmica/Chelidonium 1.51 ± 0.73 326 0.55 ± 0.61 970 <0.0001***
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were deposited close to larvae at significantly higher
proportions (L. niger: 37.2% of seeds;M. rubra: 51.4% of
seeds) than expected froma randomdistribution (L. niger:
12%; M. rubra: 9% —i.e., % of nest area occupied
by brood) (Wilcoxon signed-rank test, two-tailed
p = 0.0003 for M. rubra and p = 0.0304 for L. niger).
Thus, workers perceived the brood area as a preferred site
for depositingC. majus seeds. Conversely, forV. odorata,
the percentage of seeds brought close to larvae (L. niger:
4%; M. rubra: 3.5%) was significantly lower than
expected from a random distribution (L. niger: 12%;
M. rubra: 9%) (Wilcoxon signed-rank test, two-tailed
p = 0.0003 for M. rubra and p = 0.0007 for L. niger).
V. odorata seedswere scattered all over the nest butmainly
near the nest entrance, far from the larvae.

The combined effects of ant- and plant-specificities re-
sulted in extremely different patterns of seed processing
within the nest. On one hand, seeds can be immediately
treatedbyworkers and left in contactwith larvae for a short
period of time (less than 1 h) in small numbers
(0.08 ± 0.19 seeds during the 6 h experiment; n = 13) as
for the M. rubra/V. odorata pair. Such a short lasting
contact with larvae did not prevent high rates of elaio-
somes’ detachment after which seeds were left in empty
areas before being quickly rejected. On the other hand,
seeds can be progressively placed over the brood pile where
theywere accumulated before being slowly rejected outside

the nest as for theL. niger/C.majuspair.Aroundhalf of the
seeds (5.3 ± 1.4 seeds) remained in contact with larvae
during the whole experiment. Even though different seed
processing was involved, at the end of the experiment, the
number of elaiosomes being then detached for L. niger/C.
majuswasnot significantlydifferent fromthat forM.rubra/
V. odorata (Mann–Whitney test, p = 0.1991).

Discussion

Seed rejection

Previous studies have shown variations in ant–seed
interactions depending on partner species (Servigne and
Detrain 2008). In this study, we also found marked dif-
ferences in seed management by ants inside the nest. In
particular, the dynamics of seed rejection seems to be
highly ant-dependent, withMyrmica rubra rejecting seeds
faster than Lasius niger. This fast seed rejection could be
related to amore insectivorous diet ofM. rubra compared
to the aphid-tending ant L. niger. One may assume that
carnivorous ant species have developed ‘‘hygienic’’
behaviors by which they quickly reject preys and waste
items: this ‘‘prophylactic’’ behavior may have facilitated
the seed-rejection phase of the myrmecochory process
(Hölldobler 1982).
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Fig. 5 Mean number (±SE,
n = 18) of seeds inside the nest
in contact with larvae (triangle),
workers (square), or in empty
places (circle) for the Lasius/
Viola (a), Myrmica/Viola (b),
Lasius/Chelidonium (c), and
Myrmica/Chelidonium (d)
ant–plant pair
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The seed-rejection dynamics could also influence the
level of seed scarification, which is assumed to increase
with the stay duration of seeds within the nest. However,
the impact of scarification on seed fitness remains un-
clear, given that scarification may lead to worse or better
germination rates depending on the ant/plant pair in-
volved (e.g., Culver and Beattie 1980; Zettler et al. 2001).

Seed rejection was not as closely coupled to elaio-
some detachment as initially expected from literature
data. Indeed, some seeds remained in the nest even
though they had no elaiosome left (see M. rubra/C.
majus), and conversely, some seeds were rejected even
with an elaiosome still attached (see L. niger/V. odorata).
Our results confirm that not all elaiosomes were eaten by
ants during the nest stage (Byrne and Levey 1993;
Servigne and Detrain 2008; Weiss 1908). The conse-
quences of such variability in the dynamics of elaiosome
detachment and seed rejection may be important in
terms of fitness for each partner. On the ant side, the
benefits associated with myrmecochory can be measured
by the efficiency of elaiosome detachment (high r values)
and thus nutritional income to larvae (Fischer et al.
2005; Fokuhl et al. 2007; Gammans et al. 2005). On the
seed side, elaiosome detachment can increase or decrease
germination rates (e.g., Culver and Beattie 1980; Imbert
2006). In addition, when rejected seeds still bear their
elaiosome (low r values), they might retain their attrac-
tiveness to secondary seed dispersers.

Elaiosome detachment

Elaiosome detachment was highly dependent on both
ant and plant species. The M. rubra/C. majus pair ap-
peared to be the most efficient in the myrmecochory
process. The highly efficient treatment of C. majus seeds
by M. rubra ants within the nest is coherent with the fast
retrieval of those seeds (compared to those of Viola
odorata) as well as with the high proportion of discarded
elaiosomes after the nest stage (Servigne and Detrain
2008). As suggested by Gomez and colleagues (Gomez
et al. 2005), the combination of a small seed and a large
ant may explain such efficiency. Here, the small size of
C. majus elaiosomes (0.8 mm wide) compared to those
of V. odorata (1.65 mm wide) as well as the large
opening width of mandibles could facilitate the detach-
ment of seed elaiosome by M. rubra ants compared to
L. niger.

However, the ant/seed size ratio is probably not the
only factor explaining such variability among species.
Due to the convergence of elaiosome and prey chemical
compounds (Carroll and Janzen 1973; Hughes et al.
1994), ant species with a carnivorous diet may show a
higher motivation and efficiency for detaching seed
elaiosomes. Concerning plant seeds, V. odorata has a
higher concentration of lipids in the external cells of the
elaiosome whereas lipids are present in all cells of
C. majus elaiosomes (Bresinsky 1963). Ants may thus be
interested mainly in the external zone of V. odorata

elaiosomes explaining why these nutritional bodies were
only partially consumed and poorly detached.

The larvae

Regarding seed management within the nest, diaspores
were deposited directly in contact with the larvae. A
similar phenomenon was observed in the ant Aphae-
nogaster rudis, in which inner-nest workers brought di-
rectly larvae onto Carex pedunculata seeds (Handel
1976). This suggests that ant larvae could feed directly
and efficiently on Chelidonium elaiosomes. Since larvae
are the final sinks of the elaiosomes (Fischer et al. 2005;
Fokuhl et al. 2007), they are key individuals in the reg-
ulation of elaiosome detachment by foragers, and thus in
the whole myrmecochory process.

The dynamics of larvae–seeds contacts were highly
variable among species. C. majus seeds were preferen-
tially placed in contact with larvae and their elaiosomes
were detached at higher rates than those of Viola odo-
rata. The cause of the differences in seed–larvae contacts
may be chemical. The ‘‘brood mimicry hypothesis’’
(Fischer et al. 2008; Sernander 1906) assumes that ants
carry seeds to brood chambers because they mimic larval
odors. Indeed, seed removal can be elicited by the
compound triolein (Boulay et al. 2006; Brew et al. 1989),
which is known to be a major brood-tending pheromone
in Solenopsis invicta (Bigley and Vinson 1975). This
hypothesis should be further investigated by comparing
chemical compounds in Viola and Chelidonium seeds as
well as those of Myrmica and Lasius larvae, and by
testing them in behavioral assays.

Perspectives

The nest stage of the myrmecochory process is far from
being clear and opens new research perspectives in ant
physiology and behavior, as well as in the ecology of
seed dispersal. Future investigations on ant behavior
could focus on how the dynamics of seed rejection and
dispersal by ants are related to the ways ant colonies
manage waste items. For instance, to what extent do
seeds without elaiosomes have similar rejection dynam-
ics to other items such as nest-building materials, ined-
ible parts of prey, or nestmate corpses (Gordon 1984;
Robinson et al. 2008)? Future studies should expect high
inter- and intra-pair variability in outcomes, with each
case lying within a continuum that ranges from ‘‘para-
sitism’’ to ‘‘mutualism’’ (Thompson 1982). The chal-
lenge of future myrmecochory studies will be to analyze
the mechanisms of such variability and to link them with
the geographic mosaic of ant–seed interactions
(Thompson 1994).
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Myrmekochoren. K Sven Vetensk Akal Handl 41:1–410

Servigne P, Detrain C (2008) Ant–seed interactions: combined ef-
fects of ant and plant species on seed removal patterns. Insect
Soc 55:220–230

671



Smith BH, DeRivera CE, Bridgman CL, Woida JJ (1989) Fre-
quency-dependent seed dispersal by ants of two deciduous
forest herbs. Ecology 70:1645–1648

Stradling DJ (1970) The estimation of worker ant populations by
the mark-release–recapture method: an improved marking
technique. J Anim Ecol 39:575–591

Thompson JN (1982) Interaction and coevolution.Wiley, NewYork
Thompson JN (1994) The coevolutionary process. The University

of Chicago Press, Chicago, p 376
Weiss FE (1908) The dispersal of fruits and seeds by ants. New

Phytol 7:23–28

Wheelwright NT, Orians GH (1982) Seed dispersal by animals:
contrasts with pollen dispersal, problems of terminology, and
constraints on coevolution. Am Nat 119:402–413

Zelikova TJ, Breed MD (2008) Effects of habitat disturbance on
ant community composition and seed dispersal by ants in a
tropical dry forest in Costa Rica. J Trop Ecol 24:309–316

Zettler JA, Spira TP, Allen CR (2001) Ant–seed mutualisms: can
red imported fire ants sour the relationship? Biol Conserv
101:249–253

672


	Opening myrmecochory rsquo s black box: what happens inside blank the ant nest?
	Abstract
	Introduction
	Methods
	Ant species, collecting and rearing
	Plant species and seed storage
	Experimental procedure
	Data analyses
	Statistical analyses

	Results 
	Dynamics of blank elaiosome detachment and seed rejection
	Elaiosome consumption versus blank seed rejection:an assessment of blank myrmecochory efficiency
	Influence of blank elaiosome detachment on blank seed rejection
	Spatial dynamics of blank seeds in blank the nest

	Discussion
	Seed rejection
	Elaiosome detachment
	The larvae
	Perspectives

	Acknowledgments
	References



<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Gray Gamma 2.2)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (ISO Coated v2 300% \050ECI\051)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Error
  /CompatibilityLevel 1.3
  /CompressObjects /Off
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Perceptual
  /DetectBlends true
  /DetectCurves 0.1000
  /ColorConversionStrategy /sRGB
  /DoThumbnails true
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams true
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts false
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 149
  /ColorImageMinResolutionPolicy /Warning
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 150
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /DCTEncode
  /AutoFilterColorImages true
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 149
  /GrayImageMinResolutionPolicy /Warning
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 150
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages true
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 599
  /MonoImageMinResolutionPolicy /Warning
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 600
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

    /BGR <>
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000410064006f006200650020005000440046002065876863900275284e8e9ad88d2891cf76845370524d53705237300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef69069752865bc9ad854c18cea76845370524d5370523786557406300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /CZE <>
    /DAN <>
    /ESP <>
    /ETI <>
    /FRA <>
    /GRE <>

    /HRV (Za stvaranje Adobe PDF dokumenata najpogodnijih za visokokvalitetni ispis prije tiskanja koristite ove postavke.  Stvoreni PDF dokumenti mogu se otvoriti Acrobat i Adobe Reader 5.0 i kasnijim verzijama.)
    /HUN <>
    /ITA <>
    /JPN <FEFF9ad854c18cea306a30d730ea30d730ec30b951fa529b7528002000410064006f0062006500200050004400460020658766f8306e4f5c6210306b4f7f75283057307e305930023053306e8a2d5b9a30674f5c62103055308c305f0020005000440046002030d530a130a430eb306f3001004100630072006f0062006100740020304a30883073002000410064006f00620065002000520065006100640065007200200035002e003000204ee5964d3067958b304f30533068304c3067304d307e305930023053306e8a2d5b9a306b306f30d530a930f330c8306e57cb30818fbc307f304c5fc59808306730593002>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020ace0d488c9c80020c2dcd5d80020c778c1c4c5d00020ac00c7a50020c801d569d55c002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /LTH <>
    /LVI <>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken die zijn geoptimaliseerd voor prepress-afdrukken van hoge kwaliteit. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /POL <>
    /PTB <>
    /RUM <>
    /RUS <>
    /SKY <>
    /SLV <>
    /SUO <>
    /SVE <>
    /TUR <>
    /UKR <>
    /ENU (Use these settings to create Adobe PDF documents best suited for high-quality prepress printing.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
    /DEU <>
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /ConvertColors /ConvertToCMYK
      /DestinationProfileName ()
      /DestinationProfileSelector /DocumentCMYK
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /DocumentCMYK
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /UseDocumentProfile
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.276 841.890]
>> setpagedevice


