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Fluctuating asymmetry (FA) is a widely used measure of developmental stability.
Nearly all FA indexes estimate the variance of the frequency distribution of right-
minus-left (R-L) for a given bilateral character. Differences in these indexes among
samples are usually interpreted as reflecting differences in the level of developmental
stability. If developmental stability is the ability to correct for small, random develop-
mental perturbations of exclusively environmental origin, then a distribution of R-L,
which may include both genetically and environmentally caused asymmetries, may not
be a good measure of developmental stability. R-L distributions that depart signifi-
cantly from the statistical criteria for ideal FA (mean of zero, normal distribution) are
unsuitable as descriptors of developmental stability because a fraction of the asymme-
try variation may have a genetic basis. In addition, broad-peaked or bimodal (platykurtic)
distributions of R-L, which reveal the presence of antisymmetry, also imply genetically
based asymmetries and thus seem inappropriate as descriptors of developmental
stability. Finally, both skewed distributions and narrow-peaked, long-tailed (leptokurtic)
distributions may arise in mixed samples composed of two or more groups of individu-
als where each exhibits a different form of asymmetry and where one or more forms of
asymmetry may have a genetic basis. Statistical techniques for detecting departures
from normality and for detecting heterogeneity of variances among samples are briefly
reviewed.
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1. Introduction
1.1. Background

Fluctuating asymmetry (small, random departures
from perfect symmetry) is commonly used as a
measure of the developmental stability of bilat-
erally symmetrical morphological traits (Palmer
& Strobeck 1986, Zakharov 1989). Typically,
one or more indexes are calculated that express
fluctuating asymmetry (FA) as a variance, or an
average absolute value, of the difference between
the right and left elements of a bilateral pair (R-L)
for a sample of individuals (Palmer & Strobeck
1986). The larger the FA the lower the develop-
mental stability.

Many studies have examined variation in FA
in response to both intrinsic (genetic) and extrin-
sic (environmental) factors that might influence
developmental stability (reviewed in: (Allendorf
& Leary 1986, Palmer & Strobeck 1986,
Zakharov 1989)). Several patterns have emerged
more than once from these descriptive and ex-
perimental studies. Developmental stability ap-
pears to be reduced:

1) by increased homozygosity,

2) in hybrids between nominal species,

3) by extreme physical conditions, and

4) by pollution or declines in habitat quality.

Significantly, although some studies have found
little or no association, none have found patterns
opposite to these. Because many of these factors
reducing developmental stability correlate with
reduced fitness (Allendorf & Leary 1986),
Zakharov (1989) has suggested that FA, perhaps
together with other measures of developmental
stability, may provide a convenient summary
measure of overall population “condition” or fit-
ness.

In this paper, we wish to draw attention to
some potential difficulties associated with the
interpretation of differences in empirical esti-
mates of FA (see Palmer & Strobeck (1986) for a
discussion of methodological issues). In particu-
lar, we wish to emphasize that certain shapes of
frequency distributions of R-L may weaken or
seriously compromise the use of asymmetry
variation as a measure of developmental stability
for a particular trait. These difficulties arise where

the differences in R-L among individuals may not
be due entirely to developmental noise, which by
definition is exclusively non-genetic in origin. If
differences in R-L among individuals arise in part
from genes directly causing greater or lesser de-
partures from symmetry, then differences in
asymmetry variation among samples, no matter
how they are calculated, can no longer be inter-
preted with confidence as differences in devel-
opmental stability.

1.2. Developmental noise, developmental sta-
bility, and forms of asymmetry: processes vs.
patterns

To try to avoid ambiguity, we use the terms
developmental noise and developmental stability
as follows. Developmental noise represents the
cumulative effects of small, random develop-
mental perturbations or accidents that are ex-
clusively environmental in origin (Waddington
1957, Lewontin 1983). Developmental stability,
on the other hand, refers to the ability to correct
for these perturbations (Mather 1953, Wadding-
ton 1957, Zakharov 1989). These terms are not
the converse of each other because one (devel-
opmental noise) refers to an exclusively non-
genetic phenomenon while the other (develop-
mental stability) refers to a phenomenon that
does appear to have a genetic basis. As we use
them, both terms refer to specific developmental
processes each of which may independently in-
fluence the frequency distribution of right-minus-
left.

The three forms of bilateral asymmetry to
which we draw attention — FA, directional
asymmetry, and antisymmetry (VanValen 1962)
— are merely descriptions of identifiable pat-
terns of asymmetry variation. They refer to fre-
quency distributions of right-minus-left variation
with well defined statistical attributes (defined
below). Although they may arise as a product of
one or more developmental processes, we use
these terms exclusively to refer to the shapes of
distributions and not to the processes responsible
for generating these shapes. This is an important
distinction which sometimes is not clearly made
in studies of asymmetry variation.
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1.3. Fluctuating asymmetry as a measure of
developmental stability

FA is used to estimate the level of developmental
stability in bilaterally symmetrical organisms
based upon three intuitively appealing proposi-
tions. First, in the absence of any intrinsic (ther-
mal noise, random developmental accidents, ge-
netic predispositions towards asymmetry) or ex-
trinsic (environmental) perturbations, all indi-
viduals in a sample should be perfectly sym-
metrical. In other words, for bilaterally sym-
metrical traits the ideal state is clearly defined a
priori. Note that for traits exhibiting directional
asymmetry (DA) or antisymmetry, the ideal state
is not clearly defined a priori.

Second, biological systems cannot consist-
ently achieve perfect bilateral symmetry even
under ideal environmental conditions. Minor in-
consistencies during development will deflect
developmental trajectories away from perfect
symmetry (Waddington 1957). Hence, by chance,
one limb will become slightly larger or smaller
than its bilateral counterpart. If these deflections
are random, independent, and cumulative for each
member of a bilateral pair of characters, a fre-
quency distribution of the difference between
these right and left members for a sample of
individuals should approximate a normal distri-
bution with a mean of zero (ideal FA).

Third, biological systems have the capacity
to correct for “accidents” during development.
Hence the greater this capacity to correct back to
the ideal developmental trajectory for a particu-
lar set of environmental conditions, the lower the
variance of the difference between right and left
members of a bilateral pair (FA).

2. Difficulties in interpretation
2.1. A key assumption

The use of departures from bilateral symmetry to
estimate developmental stability depends criti-
cally upon one very important assumption: these
departures, of a particular character on a particu-
lar individual, must not be due to any genetic
predisposition towards asymmetry. In other
words, regardless of what statistical measure is

used to describe them, if departures from bilat-
eral symmetry have arisen through the action of
genes or developmental processes specifically
directing one member of a bilateral pair to become
larger than the other, then it seems to us that such
departures may not be interpreted as evidence for
reduced developmental stability.

2.2, Ideal fluctuating asymmetry

The conventional interpretation of FA as a meas-
ure of developmental stability arises as follows.
Consider the wing lengths of a sample of adult
fruit flies. For both the left and the right wing, a
frequency distribution of lengths will exist (Fig.
1a, b). Some unknown fraction of this variation
for each wing will be due to genetic differences
among individuals (solid region) and the re-
mainder will be due to the effects of environment
on wing length (stippled region). On a given
individual, of course, both the right wing and the
left wing are a product of the same genome.
Hence, if the wings are normally symmetrical,
calculating the difference between the right and
left wing cancels out any genetic effects on wing
length (Fig. 1¢). In addition, any effects on aver-
age wing length of the specific microenviron-
mental conditions experienced by an individual
fly [the creode for those conditions (Waddington
1957)] will also cancel out. This frequency dis-
tribution of R-L is thus commonly interpreted as
a product of non-genetic variation in symmetry
(Fig. 1c). It has a parametric mean of zero and
the variation is normally distributed about this
mean. These two statistical criteria define ideal FA
(VanValen 1962).

An important point we wish to emphasize
here is that if either of these two statistical crite-
ria are not met for a given distribution of R-L, one
may no longer interpret the variation in R-L as a
product of pure developmental noise. As a con-
sequence, although one may compute one or more
of the nine indexes commonly used to describe
FA (Palmer & Strobeck 1986), differences in
these computed values among samples for a given
character may no longer be attributed exclusively
to differences in developmental stability or de-
velopmental noise. Some unknown fraction of
the variation may have a genetic basis. As with
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Fig. 1. A graphical illustration of variation in fruit fly wing lengths (a,b) and ideal fluctuating asymmetry (c),
illustrating the conventional interpretation of fluctuating asymmetry. R; = size of a trait on the right side, L, = size
of the bilaterally paired trait on the left side. Here and in later figures we use a convention to represent genetic
and environmental components of bilateral variation that requires some explanation. Solid frequency distribu-
tions represent genetically induced variation, and stippled frequency distributions represent total phenotypic
variation (including developmental noise). The exclusively stippled region under the curve is intended to
represent environmentally induced variation only. Two aspects of these curves, however, are not technically
correct. First, the area under each should be the same (the area under any frequency distribution is one).
Second, if environmental variation is added to underlying genetic variation, the combined distribution should be
broader with a lower peak. We use this heuristic convention a) because we wish to emphasize that some subset
of the total phenotypic variation has a genetic basis, and b) because it avoids introducing potentially distracting
elements to the figures.

any other morphological character exhibiting
variation, one can no longer separate genetic from
environmental effects. We attempt to buttress
this argument in the next three sections.

2.3. Other “pure” forms of asymmetry

Frequency distributions of R-L will not always
be normally distributed about a mean of zero
(ideal FA, Fig. 2a). Two other types of frequency
distributions of R-L (Fig. 2b, ¢) represent funda-
mentally different types of asymmetry (VanValen
1962): directional asymmetry (DA) and anti-
symmetry. For traits exhibiting DA (Fig. 2b), the

variation of R-L is normally distributed about the
mean, but the mean of the distribution departs
significantly from zero.

Antisymmetry (Fig. 2c) presumably results from
a genetic predisposition of individuals towards
asymmetry but, within a given sample, some indi-
viduals develop a left bias while others develop a
right bias. Extreme forms of antisymmetry are
clearly bimodal, as observed in the signalling claws
of fiddler crabs (Uca) where one claw is many times
larger than the other, but where right-handed and
left-handed individuals occur with roughly equal
frequency in nearly all species (Yamaguchi 1977,
Davis 1978). Subtler degrees of antisymmetry (see
Fig. 3a below) will be apparent only as broad-
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Fig. 2. Three “pure” forms of bilateral asymmetry: a)
fluctuating asymmetry, b) directional asymmetry, and
¢) antisymmetry. See Fig. 1 for an explanation of the
convention for representing genetic and environmental
variation.

peaked, effectively unimodal (platykurtic) distribu-
tions of R-L. These subtler forms of antisymmetry
pose perhaps the greatest difficulty to studies of
developmental stability.

An important difference between these latter
two forms of asymmetry and FA (Fig. 2a) is that,
for both DA and antisymmetry, some unknown
fraction of the variation in R-L may have a ge-
netic basis (solid curves in Figs. 2b, ¢). In other
words, in these latter two forms of asymmetry,
individuals are genetically or developmentally
directed to become asymmetrical. Consequently,
for these two types of bilateral asymmetry, the
variation in R-L may no longer be a product of
pure developmental noise.

2.4. Composite distributions of more than one
form of asymmetry: skew

Up to this point, we have considered each form
of bilateral asymmetry, FA, DA, and anti-

0
(Ri-Ly)

Fig. 3. Different degrees of antisymmetry, and a pos-
sible explanation for skewed distributions of R-L vari-
ation. a) weak antisymmetry, b) strong antisymmetry,
c) a skewed distribution resulting from a mixture of
antisymmetric and directionally symmetric variation
(e.g. 3b and 3d) in a single sample, and d) directional
asymmetry. See Fig. 1 for an explanation of the con-
vention for representing genetic and environmental
variation.

symmetry, in isolation. Nothing, of course, pre-
cludes the joint occurrence of two or more forms
of asymmetry for a given character in a single
population. This possibility permits distributions
of R-L having other shapes.

A skewed distribution of R-L variation (Fig.
3¢) may result from a mixed sample where some
individuals are predisposed towards antisym-
metry (Fig. 3b) and the remainder exhibit di-
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Fig. 4. A leptokurtic distribution of R-L variation (b)
arising from a mixture of fluctuating asymmetry (a) and
antisymmetry (c) in a single sample (Leptokurtic ).
See Fig. 1 for an explanation of the convention for
representing genetic and environmental variation.

rectional asymmetry (Fig. 3d). The extent and
direction of skew will of course depend upon

a) the magnitude of both antisymmetry and DA,

b) the direction of DA, and

¢) the relative frequency of the two forms in the
mixed sample.

If both antisymmetry and DA have a genetic
basis, as seems likely, some unknown fraction of
the variation in R-L in the mixed sample will also
have a genetic basis (solid curve, Fig. 3c). Once
again, summary indexes of the variation of R-L
can no longer be interpreted as reflecting pure
developmental noise.

2.5. Composite distributions of more than one
form of asymmetry: leptokurtosis

One type of leptokurtic distribution of R-L vari-
ation (narrow-peaked, long-tailed; Fig. 4b) may

Normal, . )
High FA |

- | +
(R;-Ly)

Fig. 5. A leptokurtic distribution of R-L variation (b)
arising from a mixture of low fluctuating asymmetry (a)
and high fluctuating asymmetry (c) in a single sample
(Leptokurtic ). See Fig. 1 for an explanation of the
convention for representing genetic and environmen-
tal variation.

arise when a sample includes a mixture of two
groups of individuals one of which exhibits FA
(Fig. 4a) and the other of which exhibits anti-
symmetry (Fig. 4c). For convenience, we will
call this Type I leptokurtosis. Such a distribution
would arise only if individuals prone to anti-
symmetry made up a minority of the sample. If
individuals prone to antisymmetry formed a ma-
jority, the composite distribution of R-L would
probably be difficult to distinguish from pure
antisymmetry unless it was clearly trimodal. As
for the skewed distribution discussed above,
variation in R-L can no longer be interpreted as
pure developmental noise for this form of
leptokurtosis.

Leptokurtic distributions of R-L may arise in
two other ways. John Graham has pointed out to
us that if a sample includes a mixture of two
groups of individuals one of which exhibits low
FA (Fig. 5a) and one of which exhibits high FA
(Fig. 5¢), the joint distribution (Fig. 5b) will be
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Fig. 6. A leptokurtic distribution of A-L variation (right-most three graphs) arising as a product of allometry during
development (Leptokurtic lI; see text for a more complete explanation). See Fig. 1 for an explanation of the
convention for representing genetic and environmental variation.

leptokurtic (Type II leptokurtosis). Unlike Type
I leptokurtosis (Fig. 4b), all the variation in R-L
in Type II leptokurtosis would be due to devel-
opmental noise. Quantitative differences among
samples in the variance of R-L would thus reflect
average differences in developmental stability
or developmental noise. However, this would
obscure the fact that some individuals had low
developmental stability while it was higher in
others. Furthermore, variance differences among
samples could arise due to changes in the propor-
tion of the sample made up of individuals from
the high- versus the low-FA group.

Finally, a leptokurtic distribution of R-L may
also arise in a sample where the allometric growth
of a trait on one side of the body depended on the
degree to which it departed from bilateral sym-
metry early in ontogeny (Fig. 6). Consider a trait
at an early stage in development, where both the
right and left sides exhibited independent varia-
tion due exclusively to developmental noise. The
distribution of R-L at this stage would meet the
criteria for ideal FA (bottom row of panels,
Fig. 6). If, as individuals grew larger, the allo-
metric growth of the trait depended on whether it
was initially over- or under-developed relative to
the mean, then the frequency distribution of the
trait for each side would become progressively
more skewed with increasing body size (middle

and upper panels for “right side” and “left side”,
Fig. 6). If the initial over- or under-development
on each side was independent of that on the
other, then the distribution of R-L differences
would become progressively more leptokurtic
(Type III leptokurtosis; right-most three panels
Fig. 6). In view of the complexity of this mecha-
nism, we are unsure whether a Type III leptokurtic
distribution of R-L would include a genetic
component or not.

2.6. A simple algebraic representation of
asymmetry

A simple algebraic model will illustrate more
explicitly the differences between R and L for a
given bilateral trait. Following Palmer & Strobeck
(1986):

Ri= W +s5;+ (DI2)A; + at/2+ r,, and Y]
L=w+s;—(DI2)A, - a/2 + 1. (2)

where R, and L, represent the right and left mem-
bers for individual 7, and the remaining variables
are defined and explained in Table 1. They in-
clude, among others, two to represent the mean
and variance of directional asymmetry (D and ¢,
respectively), one to represent the contribution
of antisymmetry (A;) and two to represent the



64 Palmer & Strobeck: Fluctuating asymmetry and statistics * ACTA ZOOL. FENNICA Vol. 191

independent contribution of developmental noise
to each side (r;and [; representing the develop-
mental noise experienced by the right and left
elements respectively). This formulation thus
makes explicit what components of bilateral
variation will still be present in the difference
between R and L:

R -L=DA,+o+r,— 3)

Clearly, only if the mean directional asymmetry
(D) and the directional asymmetry variation (o)
are both zero does the difference between R and
L reflect pure developmental noise (r;and /;). Note
that, according to this formulation, a component
of directional asymmetry variation (¢;) may still
remain even if no average directional asymmetry
(D) exists. This would result from a negative
covariance between sides that would not be ap-

parent in a distribution of R; — L; — this distribu-
tion would still be normal with a mean of zero.
To the extent that this covariance has a genetic
basis, even normal distributions of R-L centered
on zero (supposedly “pure” FA) may have a
small genetic component. Because we are con-
cemned primarily with the implications of distri-
butions that depart from normality in this paper,
we will explore the full implications of this
covariance elsewhere (Palmer et al. (submitted)).

2.7. Can samples departing from ideal FA be
“corrected”?

The preceding argument has emphasized that, for
many distributions departing from ideal FA, some
fraction of the variation in R-L may have a genetic

Table 1. Components of variation of bilateral characters and their interpretation.

Mean: Average character size: (XA, + TL)/2N, where R = right, L = left and
N = number of individuals.

Population mean (u)

Variation: Not applicable.

Mean: 0.

Variation: Normal, genetic or environmental. Either genetic or environmental
effects may increase or decrease R and L equally in an individual, relative to
the population mean.

Character size variation (s)

Population directional asym- Mean: Average directional asymmetry of a population: S(R,— LYN.

metry (D) Variation: Not applicable.

Mean: A, will take the value +1 or—1 with probability pand g = 1-p respectively.
pmay vary from 0o 1. For example, when antisymmetry is absent, p=1. When
antisymmetry is present, and right- and left- biased individuals occur with
equal frequency, then p = g = 0.5. When antisymmetry is present, and right-
and left-biased individuals occur with unequal frequency, p will be greater than
or less than 0.5 depending upon whether right-biased or left-biased individuals
are more common. Hence, the mean of A, is 2p—1 with a variance of 4pq.

Antisymmetry (A)

Variation: Binomial, genetic or environmental. As noted by Palmer & Strobeck
(1986), antisymmetry may arise via two different mechanisms, either a) via a
mixture of right- and left-biased genotypes (Type | Antisymmetry), or b) via
chance or an environmental stimulus that produces right- or left- biased
phenotypes from a single genotype (Type Il Antisymmetry).

Mean: 0.

Variation: Normal, genetic.

Directional asymmetry varia-
tion ()

Mean: 0.

Variation: Normal, environmental.

Developmental noise of right
and left sides respectively (r; )
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basis (e.g. see equation 3 and the summary of distri-
bution shapes in Table 2). Hence, the variation in
R-Lis not pure developmental noise and a statistical
correction cannot eliminate this problem. A simple
graphical example should make this clear.

Consider a trait exhibiting statistically sig-
nificant DA (Fig. 7a). As outlined above, the
variation in R-L will have both a genetic compo-
nent (some individuals will be genetically pre-
disposed towards greater asymmetry than others,
solid region) and a developmental noise compo-
nent (stippled region). The mean of the distribu-
tion may be “corrected” to be zero via the appro-
priate arithmetic (Fig. 7b). This, however,
achieves only a statistical correction. Although
the resulting distribution now meets the statisti-
cal criteria for ideal FA, the genetic component
of the variation in R-L is still present. Hence this
variation may still not be interpreted as develop-
mental noise.

Regrettably, statistical corrections for DA have
been applied in a number of studies (e.g. Mather
1953, VanValen 1962, Soulé 1967, Livshits et al.
1988, among others) thereby rendering their con-
clusions about differences in developmental stabil-
ity among samples open to doubt. If a trait exhibits
statistically significant DA, we suggest it should be
eliminated {rom consideration as a measure of de-
velopmental stability.

2.8. Can antisymmetry be interpreted as de-
creased developmental stability?

Some have considered that antisymmetry and
FA are merely different manifestations of devel-

Fig. 7. A graphical illustration of the consequences of
“correcting” for directional asymmetry: a) a trait exhib-
iting directional asymmetry before correction, b) the
same trait after correction. Note that correction does
not eliminate the genetic fraction of the variation. See
Fig. 1 for an explanation of the convention for repre-
senting genetic and environmental variation.

opmental noise (e.g. McKenzie & Clarke 1988).
Along with VanValen (1962, p. 126), we feel
this is unlikely. Consider the extreme case of
fiddler crabs mentioned above (see ‘Other pure
forms of asymmetry’). Male fiddler crabs exhibit
an extreme form of antisymmetry in their signal-

Table 2. Shapes of R-L distributions and their possible significance. Origin of variation: E = environmental

including developmental noise, G = genetic.

Shape Mean Form of asymmetry Origin of variation See Fig.

a Normal 0 Ideal fluctuating asymmetry (FA) Ea 2a
b Normal #0 Directional asymmetry (DA) E&G 2b
c Platykurtic 0 Weak antisymmetry E&G 3a
d Bimodal 0 Strong antisymmetry E&G 3b
e Skewed #0 Mixed DA & antisymmetry E&G 3c
f Leptokurtic | 0 Mixed FA & antisymmetry E&G 4b
g Leptokurtic I 0 Mixed high FA & low FA Ea 5b
h Leptokurtic Il 0 Allometrically amplified FA ? 6

2This assumes no covariance between R and L (see conclusion to Section 2.6.)
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ling claws but the claws of female fiddler crabs
are not conspicuously asymmetrical (Yamaguchi
1977). Do male fiddler crabs somehow experi-
ence greater developmental noise (are they less
developmentally stable) than females? Clearly
not. Similarly, American lobsters Homarus
americanus also exhibit extreme antisymmetry
in their master claws — one claw develops into a
crusher claw and the other remains a cutter claw.
In very young juveniles, both claws begin as
cutter claws. Which claw becomes the crusher
claw is determined by which receives more use
handling hard objects (Govind & Pearce 1986).
Does this mean lobsters experience more devel-
opmental noise or are less developmentally sta-
ble than female fiddler crabs? Again, clearly not.

A reasonable question to ask is whether a
bimodal distribution centered on zero (e.g. Fig.
2¢) can even arise as a product of developmental
noise. This is equivalent to asking whether de-
velopmental noise can give rise to a frequency
distribution of R-L whose maximum is not at zero,
as in Fig. 2c. We prove below that, given two
simple assumptions, polymodal distributions of
R-L will always have a maximum at zero. Hence
a bimodal distribution of R-L, as found in pure
antisymmetry, can arise only if one or both as-
sumptions are violated.

Theorem: If 1) r; and [; are independently dis-
tributed, and 2) they have the same frequency dis-
tribution, f(x), then the frequency distribution g(a),
where a = r,— [, has a global maximum at a =0.

Proof: Because the frequency distributions of
r; and [; are both f{x), and because they are inde-
pendently distributed, the joint frequency distri-
bution of r; and [; is f{r)(l;). The frequency of
distribution of r; — /; is thus

g —-1)=¢g(a) = [wf (x)f(x —a)dx. 4

To prove that only a single global maximum
exists at r; — [; = 0 it is both necessary and suffi-
cient to show that

g(0)>g(a)foralla=0 é)
which requires that

+ 00

fi@dx > Lf ()f (x —a)dx . (6)

This may be rewritten as

f_ A -fx)fx—a)dx >0 (7)

Subtracting a constant from x has no effect on
the integral, hence x—a may be substituted for x
and

+oo +oo
2 2
f_ Pwa ] fe-ox. ®
Therefore, the sum of one-half of each of these
integrals is still

+ oo

Flxyde =

+oo 02 +oo o2
f(x)dx j f (x_a)dx. ©)

) ) T2

Substituting from equation 9 into equation 7
means we must now show that

)
L2 poose - +

flx - a)
T——dx > 0. (10)

But this reduces to

oo B B 2
J' [f(x)-f(x a)]dx>0‘ an

e 2

Equation 11 is always true because f(x) and flx—a)
must differ over some interval. Only if f{x) was a
constant for all values of x would f{x) always equal
Sflx—a) and hence would inequality 11 not be true.
However, the integral of such a function would
either be infinite or zero, and we know that for a
frequency distribution

+ o0
J_ f) =1 (12)
A simple numerical example may illustrate this
point more intuitively. Consider a population in
which the R and L limbs of a bilateral pair can only
occur in one of two discrete sizes (e.g. 1 unit or 3



