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Plants exhibit certain intra-fruit positional patterns in
the development of seeds. These patterns have been
generally interpreted to be a consequence of resource and
fertilization gradients. However, such positional patterns
might also be shaped by the ‘neighbour effect’, wherein
formation and development of a seed at any position
might positively or negatively influence those of other
seeds in the neighbourhood. In this article, we examine
the role of such neighbour effect in shaping the positional
pattern of seeds in the pods of Erythrina suberosa. The
results suggest the existence of a positive neighbour
effect leading to a higher frequency of seeds in
contiguous positions.

INTRA-FRUIT abortion of seeds is a common feature in
multiovulated species and has been attributed to
various proximate factors such as resource!™3 and
pollen limitation®~®, predation®!° and genetic load!!.
Seed abortion is also suggested to be an adaptive
strategy to gain the dispersal advantage'?~!% or a
consequence of overproduction of ovules as a bet-
hedging strategy to overcome the unfavourable condi-
tions'?. Recently, seed abortion has been viewed as a
consequence of evolutionary interactions such as sibling
tivalry and parent-offspring conflict!4 1620,

It is generally observed that plants in which ovules
are linearly arranged within ovaries, exhibit intra-fruit
positional bias in seed abortion. Seed abortion in these
species occurs predominantly at the terminal and/or at
the basal position*!*2! and occasionally randomly
along the fruit*2. Accordingly, several distinct positional
patterns of seed development have been identified?!.

These patterns are generally argued to be a consequence

of the interaction of resource and fertilization gradients
operating within the fruit>'22-25. However, it is
also likely that the seed development pattern is
influenced by the ‘neighbour effect’, wherein develop-

*For correspondence
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ment of a seed at a given position would influence the
probability of that in its neighbourhood. To our
knowledge, this neighbour effect has not been critically
addressed as an important factor contributing to the
eventual patterns of seed development.

In this article, we analyse the contribution of such
neighbour effect on the observed positional bias in seed
development in the fruits of Erythrina suberosa. We
show that the observed pattern of seed development in
this species emerges due to a) preference of seeds to
develop at certain positions, and b) a positive
neighbour effect by which development of a seed at any
given position favours that of another in the immediate
neighbourhood.

The species and data

Erythrina suberosa, a deciduous legume tree, bears pods
during spring in the dry- and moist-deciduous forests of
peninsular India?é. Predominantly two and occasio-
nally one, three or four of the eight ovules develop to
maturity such that number of seeds per pod exhibit a
highly positively skewed distribution (Figure 1).

We collected fresh pods (n=52) of E. suberosa from
two closely growing adult trees in the moist-deciduous
forest in BRT Wildlife Sanctuary, Mysore district. Two
seeded pods, which dominated the sample (n=43), were
considered for further analysis. The positions of
developing seeds within each pod were recorded
starting from the base (pedicel end) to the tip (stigmatic
end). Table 1 shows the positional frequency distribution
of the 86 seeds. A strong positional preference is readily
evident from the table; positions 3, 4 and 5 appear to be
the most preferred for seed development.

The frequency distribution of seed-pair positions for
the 43 pods is shown in Table 2. These seed-pair
combinations are also categorized into neighbour and
non-neighbour groups. Of the ten observed combina-
tions, six are from neighbour accounting to 76.7% and

CURRENT SCIENCE, VOL. 65, NO. 3, 10 AUGUST 1993.

o

e




POLLINATION BIOLOGY IN TROPICS

100
‘ 82.7

80 |- /
g 60 % n=52
§4o - %

20 //

9.6 / -
NS A
1 2 3 4

Seed number per pod

Figure 1. Frequency distribution of seeds per pod.

Table 1. Frequency distribution of seeds at the eight
positions in the pod

A priori
Position Proportion preference
from base Frequency (observed) (computed)
1 0 0 0.0t
2 8 0.093 0.09
3 24 0.279 0.27
4 18 0.209 0.21
5 17 0.197 0.19
6 10 0.116 0.12
7 6 0.069 0.07
8 3 0.034 0.04

Table 2. The ten observed seed pairs and their frequency
distributions

Seed-pair positions Neighbourhood
Seed #1 Seed #2 attribute Frequency  Proportion
2 3 Neighbour 6 0.140
2 5 Non-neighbour 2 0.047
3 4 Neighbour 10 0.233
3 5 Non-neighbour 3 0.070
3 6 Non-neighbour 4 0.093
3 7 Non-neighbour 1 0.023
4 5 Neighbour 8 0.186
5 6 Neighbour 4 0.093
6 7 Neighbour 2 0.047
7 8 Neighbour 3 0.070

the rest belong to non-neighbour category. In other
words, there appears to be a strong preference for seeds
to occur at the neighbouring positions. This prompted
us to test if there exists any neighbour effect between
the developing seeds in addition to positional preference.
For this, we first computed the frequencies of all
possible seed-pair combinations with and without any
neighbour effect and compared them with those
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observed. The model and the details of simulations are
given below.

The model

Let pl, p2,...,p8 denote the probabilities of the first
seed developing at positions 1, 2,...,8 respectively.
These are the a priori probabilities and depending on
the assumptions about the effect of the first seed
(neighbour effect), the probability that the second seed
develops at any of the remaining positions would vary.
Thus, if there is no neighbour effect, the relative
probabilities of the second seed developing in any of the
remaining positions would remain the same. Alternatively,
if the second seed develops only in the neighbouring
positions of the first seed, then the probability at all the
non-neighbour positions becomes, by definition, equal
to zero. It is possible to work out the probability of
occurrence of each possible arrangement of two seeds in
the pod, if the a priori probabilities and the quantitative
measure of the neighbour effect are known. These, in
turn, would lead to the estimates of proportions of
seeds which will be observed in positions 1, 2,-.-,8.
These in general would be different from the values of
pls p29 ) p8

For simplicity, consider a three-ovuled pod, where
only two seeds develop. Let the a priori probability of
the first seed to develop in positions 1, 2 and 3 be 1/4,
1/2 and 1/4 respectively. If there is no neighbour effect,
the probability of obtaining pods with seeds at (1, 2)
positions is given by (1/4) x (2/3), since the probability
of the second seed developing at the 2nd and 3rd
positions are now 2/3 and 1/3 respectively. The full
computation shows that the probabilities of seeds being
observed at positions 1, 2 and 3 are (7/24), (10/24) and
7/24) respectively, which are close to but clearly
different from the a priori probabilities. Similar
differences could arise if there is neighbour effect. These
arguments and illustrations indicate that the « priori
preferences have to be indirectly estimated using both
the observed data and the underlying model; values of
positional preferences directly computed from the data
are unlikely to be exact. We describe below the
procedure adopted for estimating the a priori probabi-
lities and the parameters of different models of the
neighbour effect.

Estimating a priori positional preferences: no
neighbour effect

If the first seed is in position k, the second can be in any
of the remaining seven positions. We assume that the
relative probabilities at these positions remain unaffected.
Thus, the probability of the second seed forming at any
of the remaining positions (say i), given that the first
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seed is in position , is
P(k,i)=pi/(pl +p2+ --- +p8),
where the sum is over all positions except k. Hence,
P (k,i)=pi/(1— pk) 1)

Since there are eight possibilities for the first seed,
seven for the second, and since from a pod the two
cannot be distinguished, there are 8 x 7/2=28 observable
categories of pods, based on the positions of the two
seeds. Using equation (1), the expected frequencies in
each of these categories can be calculated, and the chi-
square value by comparing these with the observed
frequencies (Table 2) obtained.

Though no seed was observed at position 1, we
assume a low probability of 0.01 for p1, and the values
of other probabilities were varied over the range from
0.01 to 1 in steps of 0.01 (keeping their sum equal to 1)
and at each stage, the chi-square value for the
comparison of observed versus expected frequencies
calculated. The set of p values which minimizes this
quantity was taken to be the best estimate of the a
priori probabilities. The number of combinations to be
searched could be substantially reduced by imposing an
approximate constraint of a single mode, ie. by
imposing the restrictions pl <p2, p2<p3, p8<p7 and
p7<pé.

Neighbour effect: linear decrease with increasing
separation of seeds

If the first seed has neighbour effect on the development
of the second seed, and if the former is at position k,
then the probability of the latter developing at position
i will be a function of both a) the a priori probability pi,
and b) the neighbour effect of the seed at position k on
that at i We model the latter, the neighbour effect, by
the parameter Wi, which is the weight attached to the
probability pi. The probability for the second seed to be
in position i is given by

P(k,i)=Wi- pi/(W1-pl+ W2-p2+ --- + W 8- p8),

where the sum is carried out over all positions except k.

If the first seed is in position k, and when its influence
is linear, the weightage for the probability of the second
seed to develop in position i is given by

Wi=1-C-x,
where x is the separation given by

x=ABS(k—i)~1.
236

If Wi attained a negative value, it was taken to be
equal to zero. Here, x ranges from 0 (nearest neighbour)
to 6 (seeds in positions 1 and 8). The parameter C in the
model indicates the rate at which the weightage
decreases with distance.

Nonlinear decrease with increasing separation of
seeds

Two nonlinear forms of dependence of weightages on
separation were attempted. The exponential model.

Wi=exp (—C-x)
and the power-law model
Wi=(1—-x/T)C.

The definition of x, and the procedure for computing
probabilities of occurrence for various positions for the
pairs of seeds are the same as described above.

Simulations

During the computations of chi-square values, many of
the expected frequencies were seen to be smaller than S,
suggesting that inferences based on the chi-square
distribution may not be strictly valid. To circumvent
this difficulty, the distribution of seeds was simulated
for each of the four models. Thus, 1000 sets of 43 pods
were simulated. For each simulation, the frequency of
occurrence for each of the 28 classes was obtained. A
chi-square value comparing this frequency with that
expected based on the model was computed. The
simulation-based distribution of chi-squared values,
thus obtained, was used to test the statistical
significance of the chi-squared values obtained by
comparing models with the data.

Results

(i) A model assuming a constant preference at all the
positions is clearly ruled out (chi-square =125,
df=28, p<0.01).

(i) In the model assuming positional preferences, but
no neighbour effect, the probabilities pl, p2,...,p8
have to be estimated from the data itself Since
these have to add to 1, there is a decrease of only 7
degrees of freedom, leaving 21 df. Using equation
(1), the expected frequencies in each of the 28
classes were computed and compared with the
observed ones given in Table 2. The chi-square
statistic of goodness of fit was 53, (p<0.01),
indicating the fit to be very unsatisfactory. The

CURRENT SCIENCE, VOL. 65, NO. 3, 10 AUGUST 1993

=

S S

Ny




g 1

POLLINATION BIOLOGY IN TROPICS

result thus clearly indicates the existence of the
neighbour effect.

(i) For the linear model, the minimum value of chi-
square was 23.5 at the value of C=0.30 and the fit
is not unsatisfactory (df=20, p<0.90). Still lower
values of chi-square could be obtained for C=0.50
and above. However, these values of C led to
expected frequencies being zero for pairs which
were actually observed in the data. Hence, these
were discarded, and C=0.30, which shows a local
minimum, was retained.

(iv) Amongst the nonlinear models, the exponential
model led to a minimum chi-square value of 21.4, at
C=0.70 (df=20, p<0.70). For the power model,
the minimum value of chi-square was 21.7 at
C=3.9 (df=20, p<0.70). Both these models thus
give a reasonable fit to the data. However, it is not
possible to distinguish between the linear and the
two non-linear models based on their performance,
as the differences between the corresponding chi-
square values are small. As seen from Figure 2, the
weightages in all the three models show a sharp
decrease with increasing separation between the seed
positions.

(v) Results from simulation are consistent with those
obtained from a comparison of chi-square values.
For the ‘no neighbour effect’ model, the simulated
chi-square exceeded the observed in only 25 of the
1000 simulations, confirming a poor fit. For the
linear, exponential and power models, the chi-
square value exceeded in 283, 500 and 455
simulations respectively, indicating a reasonable
degree of fit.

Discussion

An analysis of the patterns of seed positions in the two
seeded pods of E. suberosa indicates a distinct
preference for seeds to develop at positions 3, 4 and 5§
Compared to the remaining five positions.

Our results also illustrate that the observed positional
preference of seeds is further modulated by the
neighbour effect. The neighbour effect can be expected
to have direct consequences to fitness components such

.as the number and weight of seeds, dispersal efficiency

of fruits and the eventual seedling fitness. It would be
interesting to understand the mechanism through which
such neighbour effect operates. The development of the
first seed is likely to trigger a higher resource flow
towards its position in the pod. Consequently, fertilized
ovules in its neighbourhood are more likely to be
incidental beneficiaries of such increased flow, facilita-
ting their development. Such a process might lead to the
establishment of weaker genotypes by the increased
sink facilitation created by the genetically dominant
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Figure 2. Reduction of weightage with distance in the three models.

seed in the neighbourhood. However, if neighbouring
ovules happen to be fertilized by genetically superior
pollen grains, the resulting seeds may together establish
a domain of strong sink drawing ability. In other
words, such seeds mutually favour their development
over others, resulting in the neighbour effect. In the
light of these multiplicity of interactions, which are
likely to have a strong influence on the fitness, it seems
worthwhile to understand the evolutionary significance
of the neighbour effect.

. Janzen, D. H., Brenesia, 1977, 12/13, 105-111.

. Stephenson, A. G., Annu. Rev. Ecol. S yst., 1981, 12, 253-279,

. Lee, T. D. and Bazzaz, F. A., Ecology, 1982, 63, 1374-1388.

- Bawa, K. S. and Webb, C. I, Am. J. Bot,, 1984, 71, 736-751.

. Nybom, H., Qcecologia, 1987, 72, 562-568.

. Silander, J. A. and Primack, R. B, Am. Midl. Natur., 1978, 100,

213-216.

7. Schemske, D. W, Evolution, 1980, 34, 489-493,

8. Snow, A. A, Oecologia, 1982, 55, 231-237.

9. Mitchell, R., Ecology, 1977, 58, 644-651.

10. Herrera, C. M., Oikos, 1984, 42, 166-170.

11. Wiens, D., Oecologia, 1984, 64, 47-53,

12. Augspurger, C. K. and Hogan, K. P., Am. J. Bot., 1983, 70, 1031-
1037.

13. Ganeshaiah, K. N. and Uma Shaanker, R., Oecologia, 1988, 77,
135-139.

14. Uma Shaanker, R., Ganeshaiah, K. N. and Bawa, K. S., Annu.
Rev. Ecol. Syst., 1988, 19, 177-205.

15. Ehrlen, J., Am. Nat., 1991, 138, 918-933.

16. Lloyd, D. G., Webb, C. J. and Primack, R. B., New Phytol., 1980,
86, 81-92,

17. Ganeshaiah, K. N. and Uma Shaanker, R., Oecologia, 1986, 75,
110-113.

18. Lee, T. D. and Bazzaz, F. A, Qecologia, 1986, 68, 439-465.

19. Nakamura, R. R., Am. J. Bot., 1986, 73, 1049-1957.

20. Bawa, K. S,, Hegde, S. G., Ganeshaiah, K. N. and Uma Shaanker,
R., Nature, 1989, 342, 625-626.

21. Lee, T. D, in Plant Reproductive Ecology. Patterns and Strategies,
(eds. Doust, J. L. and Doust, L. L)), Oxford Univ. Press, Oxford,
1988, pp. 179-202.

22. Casper, B. and Wiens, D., Ecology, 1981, 62, 866-869.

23. Bawa, K. S. and Buckley, D. P.,, Miss. Bot. Gard. Monogr. Syst.

Bot., 1988, 27, 243-262.

DB WN -~

237




SPECIAL ISSUE:

24. Radha, M. R., MSc (Agri) Thesis, University of Agricultural
25. Radha, M. R,, Vasudeva, R., Hedge, S. G., Ganeshaiah, K. N. and

26. Saldanha, C. J,, Flora of Karnataka, Oxford & IBH Publishing

Sciences, Bangalore, India, 1990.
Uma Shaanker, R., Evolutionary Trends in Plants, 1993, 7, 29-36.

Co., New Delhi. 1981, vol. 1.

ACKNOWLEDGEMENTS. Uma Shankar and K. N. Ganeshaiah
thank the McArthur Foundation (through a project to Prof. K. S,
Bawa) for partial financial assistance and DST, New Delhi (through a
project to K. N. Ganeshaiah). N. V. Joshi thanks Ministry of
Environments and Forests, Govt. of India for partial financial
support.

238

CURRENT SCIENCE, VOL. 65, NO. 3, 10 AUGUST 1993



