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ABSTRACT. — The limited studies conducted to date on tooth crown morphology in twins have gene-
rally focussed on concordance rates and zygosity determination. Such efforts have not provided estimates of
heritability for crown traits nor have they taken into account the possibility of greater environmental co-
variance in monozygotic twins. For the present study, we observed ten crown traits on 14 teeth in a series
of American white monozygotic and dizygotic twins and analyzed these data through analysis of variance
techniques. Specific assumptions regarding the variance among and within twin pairs were tested to sort out
those traits which may show greater environmental covariance in MZ twins. The trait’s distributions were
also examined in a control series. Only seven of the 14 variables met all assumptions of the model and, for
these traits, genetic variance estimates were highly significant. Heritability estimates for this set of traits were
of similar magnitude, indicating that between one-third and one half of the phenotypic variance in expression
can be attributed to genetic causes. While these traits do show a significant component of genetic variation,
surficial crown morphology has an element of plasticity which may account, in part, for certain long-term -

hominid dental trends.
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In human population biology, tooth crown
morphology has been utilized to make microevolu-
tionary inferences and assess relative population re-
lationships, but our knowledge of the genetic me-
chanisms underlying the development of such crown
traits remains incomplete. Dental researchers have
studied twins, families and populations in an at-
tempt to determine modes of inheritance and degree
of genetic determination, but debates continue over
these issues. Some authors have suggested that par-
ticular traits may be inheritedin a simple Mendelian
manner (Kraus 1951, Tsuji, 1958, Turner 1967, Por-
tin and Alvesalo 1974). Others contend that the
inheritance patterns of dental morphologic traits are
complex, or polygenic (Goose and Lee 1971, Lee
and Goose 1972, Sofaer et al. 1972, Scott 1973, Al-

vesalo et al. 1975, Harris 1977) with a significant
environmental component underlying their develop-
ment. .

Twin studies of tooth crown traits in human
samples have been limited in scope compared to all
other types of studies dealing with dental morpho-
logy. Because of the discrete nature of such crown
traits, they have not been subjected to the complex
methods of analysis devised for work in quantitative
genetics. Approaches have centered basically on the
analysis of concordance frequencies in MZ and DZ
twins (Ludwig 1957, Biggerstaff 1970, 1973, Berry
1978) and the use of crown morphology in zygosity
determination (Lundstrom 1963, Wood and Green
1969). Neither method actually results in an esti-
mate of genetic variance but rather provides only
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a general type of information on whether or not
such traits have some degree of genetic determina-
tion. A more thorough analysis of crown morpholo-
gy in twins was conducted by Mizoguchi (1977) who
utilized tetrachoric correlation coefficients fo esti-
mate heritability for 14 morphologic crown traits.
Although family studies have not yielded clear
results on the modes of inheritance of tooth crown
morphology in most instances familial correlations
indicate some genetic component. Twin studies can
provide further insight into the genetic component
of variance and contribute to our overall under-
standing of the developmental basis of tooth crown
morphology.

MATERIAL AND METHODS

The sample of twins examined in this study
represents part of the Indiana University twin panel.
One aspect of major research efforts on this panel
has been zygosity determination through genetic

markers and dermatoglyphic variables. Stone casts

were obtained from 79 monozygotic twin pairs and
59 sets of dizygotic twins. Observations were made
on all these pairs, but sample sizes vary from trait
to trait as some individual teeth could not be scored
due to fillings, crowns, casting error, and unerupted
or missing teeth. Most of the individuals in this se-
ries were between the ages of six and 16 at the time
impressions were made so attrition was not a major
impediment to observation. The total series was
about equally divided between male and female
twins. In addition to making observations on MZ
and DZ twins, individuals from a general American
white sample were matched randomly. to create
a control series of 50 unrelated pairs.

The trait set observed on the twin and control
series was: comprised of 10 crown traits observed on
14 teeth. Traits considered were: Shoveling (UI1,
U12), tuberculum dentale (UI1, Ul2), the canine
tubercle (UC), the hypocone (UM1, UM2), Carabel-
Ii’s trait (UM1), the metaconule (UM1), multiple
lingual cusps (LP1, LP2), the hypoconulid (LM1),
cusp 6 (LM1), and cusp 7 (LM1). All traits were
scored through the use of ranked scales developed
by A. A. Dahlberg, C. G. Turner II, and G. R.
Scott. Classifications included absence and four to
seven degrees of trait presence, with size being the
primary classificatory criterion (Dahlberg 1956,
1963, Turner 1970, Scott 1973, Scott and Dahlberg
1982). Going beyond the standardized scales, an
attempt was made to score a threshold level of ex-
pression which marks a very fine observational line
between trait absence and a low level expression of
presence. It should be noted that in the first table,
grade 1 represents trait absence, grade 2 represents
the threshold level of expression, and grades 3 and
above represent slight to increasingly pronounced

degrees of phenotypic trait expression. Observations -

were made on both right and left antimeres for all
traits, but for purposes of analysis, the individual
count method was utilized (Turner and Scott 1977,
Scott 1980). :
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Methods of analysis involved basically two
strategies. A’ conservative strategy followed traditio-
nal efforts to estimate and compare concordance
rates between MZ and DZ twins and the control
series. of unrelated pairs. In the analysis of concor-
dance rates in MZ and DZ twins, the following
procedure was adopted. First, concordance rates
were calculated in the standard manner which in-
volves dividing the number of concordant pairs by
the total number of pairs (Berry 1978). For this -
analysis, phenotype expression was broken down by
absence (0) and presence () so that twin pairs
exhibiting (0—0) or (4+—-) were classified as con-
cordant with cases of (0—-) or (4+—0) classified
as discordant. Concordance rates for commonly oc-
curring traits, however, provide little information by
themselves because a high frequency of concordance
can be achieved by chance. For example, for a trait
in a frequency of 509, in a population, chance
alone would result in the following proportions in
randomly matched pairs: (0—0) 25%; (+—+)
259/; (0—+ or +—0) 50 %,. The concordance
rate in this case is 50 9/). Thus, to estimate the sig-
nificance of a given concordance rate, expected
values of concordance and discordance were esti-
mated using the frequency of trait presence in
a sample (performed separately for MZ twins, DZ
twins, and the control series) as p and the frequency
of absence as g in the binomial expansion (p 4 ¢)2.

. The expected values of p% (4+—-+), 2pq (0—— and

+—0) and g2 (0—0) were then compared to the
observed cases of concordance and discordance,
with' chi-square used to test whether or not the
observed concordance rate differed significantly
from the expected rate. One degree of freedom is
available for this test. '

While concordance analysis is the standard
method for dealing with presence—absence variables
in twins (Smith 1970, 1974), information on the
variation in the expression of presence is lost when
considering tooth crown traits. Moreover, it is diffi-
cult to interpret concordance rates in terms of gene-
tic variance as they mask within and among twin
variation. In fact, intraclass correlation coefficients,
routinely used to estimate heritability for quantita-
tive traits, also conceal phenotypic variation which
is evident both among and within twin pairs in the
two twin types. In response to certain problems in-
herent in traditional methods of twin analysis,
Kempthorne and Osborne (1961), Haseman and
Elston (1970), Christian et al. (1974), Christian and
Norton (1977), Kang et al. (1978), and Christian
(1979) have developed new twin methodologies cen-
tering on analysis of variance techniques. Focus is on
the estimates of among mean squares (AMSy; and
AMSp;) and within mean squares (WMSy; and
WMSp,) and the relationships among these variance °
estimates.

In contrast to earlier methods which involved
deriving heritability estimates from intraclass corre-
lation coefficients without regard for the pattern of
variation within and among twin pairs, the analysis
of variance methodology involves testing explicit
assumptions about these patterns. If the assump-



tions of the model are not met, then heritability and
genetic variance estimates are biased. The assump-
tions are as follows:

(1) There should be no significant difference
in the means between MZ and DZ twins. If such
a difference does exist, it could indicate inherent
differences in the twinning process. To test this
assumption, the modified ¢ test of Christian and

Norton (1977) was utilized. This method takes into
account the nested hierarchical nature of twin pairs
and should be used rather than the standard inde-
pendent samples ¢ test.

(2) There should be no significant variance
inequality between the two twin types. Considering

the four mean squares obtained from a twin analy-
SIS (AAIS,wz, WMSMz, A]\/ISDz, WMSDz) the ratio for

TABLE 1. Tooth crown trait class frequency distributions for American white twins and control series.
; Expression (grade).in 9%,
Trait Tooth Sample n 1 9 3 4 5 6 B 3 9 X2+
MZ twins 150 14.0 36.0 37.3°  10.7 2.0 0.0 0.0 0.0 0.0
Shoveling n DZ twins 110 | 15.5 23.6 43.6 10.9 6.4 0.0 0.0 0.0 0.0 - 5.36
Control ser. 100 27.0 27.0 34.0 11.0 0.0 0.0 1.0 0.0 0.0
MZ twins 126 19.8 38.9 ° 34.1 6.4 0.8 0.0 0.0 0.0 0.0
Shoveling Iz DZ twins 90 16.7 30.0 38.9 12.2 2.2 0.0 0.0 0.0 0.0 10.62
Control ser. 100 39.0 25.0 22.0 13.0 1.0 0.0 0.0 0.0 0.0 *
| Tuberculum MZ twins 136510970 Ao 006 8368 L 39— b — —
dentale n DZ twins 98 20.4 12.2 25.5 35.7 6.1 — — — — 15.73
Control ser. 100 36.0 23.0 13.0 27.0 1.0 = — — — ok
Tuberculum MZ twins 106 43.4 217 13.2 104 5.7 1.9 0.9 2.8
dentale Iz DZ twins 80 3133218 13.8 11.3 5.0 6.3 6.3 5.0 — 6.18
¢ Control ser. 100 32.0 18.0 18.0 5.0 4.0 13.0 8.0 2.0 —
Canine MZ twins 78 42.3 10.3 14.1 14.1 12.8 3.9 2.6 0.0 —
tubercle C DZ twins 52 26.9 30.8 15.4. 9.6 11.5 3.9 1.9 0.0 — 7.53
Control ser. 100 28.0 11.0 -20.0  23.0 9.0 7.0 2.0 0.0 —
Carabelli’s MZ twins 150 13.3 14.0 23.3 8.0 16.0 12.0 8.0 3.3 2.0
trait Mt DZ twins 112 17.0 13.4 16.1 8.9 15.2 15.2 4.5 5.4 4.5 -1.83
Control ser. 100 14.0 12.0 21.0 6.0 17.0 12.0 5.0 5.0 8.0
< MZ twins 124 81.5 8.9 3.2 4.0 24 0.0 0.0 — —
Metaconule M DZ twins 98 72.5 15.3 2.0 9.2 1.0 0.0 0.0 — - 2.70
Control ser. 100 67.0 16.0 3.0 13.0 1.0 0.0 0.0 3
M2Z twins 150 0.0 0.0 0.7 2.0 16.7  63.3 17.3 — L—
Hypocone m DZ twins 110 0.0 0.0 0.0 0.9 15.5  69.1 14.6 — — "1.76
: Control ser. 100 0.0 0.0 ¢.0 0.0 16.0 64.0 20.0 — —
MZ twins 82 12.2 7.3 14.6 17.1 34.2 12,2 2.4 — —
Hypocone M2 DZ twins 44 13.6 114 13.6 13.6 38.6 9.1 0.0 — —— 6.77
Control ser. 100 2.0 10.0 12.00 13.0 35.0 26.0 2.0 — —
Multiple M2Z twins 114 61.4 13.2 2.6 9.7 4.4 1.8 1.8 5.3 —
lingual A DZ twins 70 61.4 15.7 14 /% - 7.1 1.4 2.9 2.9 —_ 1.64
cusps Control ser. 100 68.0 2.0 3.0 11.0 6.0 3.0 3.0 4.0 —
Multiple MZ twins 88 21.6 6.8 114  29.6 15.0 15.9 10.2 4.6 = =
lingual P, DZ twins 60 21.7 13.3 11.7 26.7 Y17 6.7 3.3 5.0 — 4.42
cusps Control ser. 100 36.0 2.0 15.0 13.0 20.0 12.0 2.0 0.0 o
MZ twins 132 13.6 0.8 2.3 13.6 31.8 28.0 9.9 — —
Hypoconulid M; DZ twins 106 12.3 4.7 0.0 12.3 21.7 37.7 11.3 — — 2.02
: Control ser. 100 13.0 4.0 2.0 8.0 25.0 37.0 11.0 —— —
MZ twins 122 78.7 9.0 4.9 6.6 0.8 0.0 0.0 = RS
Cusp 6 M, DZ twins 102 |- 81.4 137 1.0 1.0 2.9 0.0 0.0 - — — 4.68
Control ser. 100 78.0 ° 11.0 3.0 6.0 2.0 0.0 0.0 — —_
MZ twins R R R A (an e R Vet LR
Cusp 7 M, DZ twins 114 49.1 29.0 9.7 3.5 5.3 1.8 1.8 — — 3.31
Control ser. 100 53.0 24.0 18.0 2.0 1.0 2.0 0.0 — ——

+ With the exception of the metaconule which has 2 d.f., all other chi-square values based on 4 d.f.

* Significant at 0.05 level
** Significant at 0.01 level
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total mean squares between the twin types should
not significantly differ from 1.0. The appropriate F
test, given by Haseman and Elston (1970) and
Christian (1979), is arrived at by taking the ratio of
the total mean squares of MZ and DZ twins with
the larger of the two values serving as the nume-
rator of a 2-tailed F test and the probability double
that shown in the usual F tables. Degrees of freedom
available for this F test were approximated follow-
ing the method of Christian et al. (1974). Variance
equality between twin types is important because
significantly lower total variance for MZ twins
would suggest greater environmental covariance for
this twin type.

(3) The ratio of AMSp; to WMSp; should yield
an F value that is significantly larger-than 1.0. As
Christian et al. (1975) noted, if this ratio does not
differ appreciably from 1.0, “it seems unlikely that
any substantial proportion of total variance is ge-

netic.” £

To determine whether or not the general analy-
sis of variance model holds for the type of dental
morphologic data under analysis, the control series
of 50 unrelated pairs was subjected to an analysis
parallel to that conducted for the twin samples. For
this series, two assumptions were tested. First, if
the analysis for a given trait is to be valid, there
should be equal among and within mean squares
for the control series. To test this, an F valuc was
computed from the ratio AMScs/WMScs. If this ratio
differed significantly from 1.0 in a 2-tailed F test,
potential bias exists in the twin analysis due to
the trait’s frequency and/or distribution in the po-
pulation. The second assumption is that there should
be significantly less variance within DZ pairs than
within randomly matched pairs. To test this, an F
value was computed from the ratio WMScs/WMSp;.

When all of the above assumptions are met,
it is possible to determine whether or not there is
significant genetic variance for a given trait. Signi-
ficance in this case is determined by an F value
derived from the ratio WMSp;/WMSy; (Christian
et al. 1974). If this F value differed significantly
from 1.0, genetic variance was estimated by sub-
tracting the WMS of MZ twins from the WMS of
DZ twins. Heritability was estimated by the follow-
ing formula (Corruccini and Potter 1980):

_ WMSp; — WMSy;
" (TMSyz + TMSpz)/4

h?

Typically, these heritability estimates are more con-
servative than those based on intraclass correlation
coefficients. One can, however, be more confident of
the results when all variance components are consi-
dered and all assumptions are met.

RESULTS

The class frequency distributions for the entire
trait set are shown in Table 1 for MZ twins, DZ
twins, and the control series. In the table, n repre-
sents the total number of individuals in each series
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and not the number of pairs. The size of the scale
for each trait can be determined from the position
of dashed lines. For example, Carabelli’s trait was
classified as absent (1), threshold expression (2), or
in one of seven grades (3—9) indicating varying
magnitudes of expression. In contrast, cusp 6 was
classified using two fewer grades so dashed lines
are evident under 8 and 9. The chi-square values
used to test the differences in these distributions
generally involved 3 )X 3 contingency tables through
combining grades 1 and 2, treating 3 separately,
and combining 4-n grades.

In general, crown traits varied between 20 and
80 percent in these American white series. MZ and
DZ twins show very similar class frequency distribu-

tions, although DZ twins do tend to have higher

frequencies of dental tubercles on the upper incisors
and canine. The only significant differences among
the three series as determined by chi-square values
were for shoveling of the upper lateral incisor and

. tuberculum dentale of the upper central incisor.

Most of the divergence in these cases was due to
lower frequencies in the control series. For the most
part, the three samples exhibit similar class fre-
quency distributions. v .
Shoveling appears to be exceptionally frequent
in these samples compared to other characterizations
of American white and European dentitions. It
should be noted, however, that combining grades 1
(absence) and 2 (threshold expression) results in
a total trait frequency of about 50 %,. The threshold

grade of this trait is manifested as very subtle mar- .

ginal ridges and has not been considered as part
of the shoveling complex by most workers.

Table 2 illustrates the concordance rates in
MZ twins, DZ twins, and the control series. Rates
are not given for the hypocone of ‘the upper first
molar as the frequency of this trait is invariant
(100 %) in these series.

For MZ twins, concordance rates vary general-
ly between 70 and 90 %, With the exception of
multiple lingual cusps of the lower second premolar,
all MZ concordance rates are significant at the .01
level. In all cases but one, DZ concordance rates
are lower than the respective rates shown by MZ
twins although the difference between twin types
is often slight. In contrast to the relatively small
absolute differences in concordance rates, DZ twins
consistently show much lower chi-square values
and, in seven instances, these values are nonsigni-
ficant. Except for the hypocone of the upper second
molar which has a high concordance rate (96 %)
due entirely to its high trait frequency (98 %), the
concordance rates for unrelated pairs are notably
smaller than the rates for MZ and DZ twins. These
rates, which vary between 42 and 749/, are all
nonsignificant except for the metaconule. Even in
this case, the significance is due to an excess of
discordant pairs rather than concordant pairs as was
always the case for the two twin types. The small
chi-square values for the control series suggest that
randomly matched pairs closely approximate the ca-

. tegories of concordance and discordance expected

by chance alone.
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TABLE 2. Concordance rates in M Z twins, DZ twins, and unrelated pairs.

MZ twins DZ twins $-omtsnt Reties
Trait Tooth (unrelated pairs)
9% Cone. | X2 % Cone. | X2 9, Cone. ‘ X2
Shoveling n 88.0 18.44 ** 87.0 9.68%* 58.0 0.19
Shoveling 12 85.7 18.49%* 84.4 8.28%* 46.0 0.90
Tuberculum dentale I 80.9 20.98** 83.7 12.44%* 52.0 0.10
Tuberculum dentale I2 81.1 20.01%* 72.5 5.21 60.0 0.34
Canine tubercle C 92.3 25.70%* 69.2 1.20 52.0 1.99
Carabelli’s trait M 84.4 6.88%* 76.8 E7% 72.0 1.36
Metaconule M 88.7 24.71%* 69.4 2.66 42.0 4.81*+
Hypocone M — — — — — —
Hypocone M2 90.5 12.40%** 72.7 0.54 96.0 0.02
Multiple lingual :
~ cusps Py 71.9 9.45%* 62.9 1.65 60.0 0.34
Multiple lingual
.cusps P, 75.0 2.89 70.0 . 0.42 44.0 2.35
Hypoconulid M, 94.1 51.44%* 83.0 2.34 74.0 1.12
Cusp 6 M, 90.5 39.40%* 82.4 8,65%* 64.0 0.12
Cusp 7 M, 68.9 10.00** 68.4 T7.75%* 50.0 0.00

* Significant at 0.05 level
** Significant at 0.01 level
+ Significant due to excess of discordant pairs

TABLE 3. Mean trait expression and among and within mean squares (AMS and WMS) for M Z twins, DZ twins, and control series.

MZ twins DZ twins Control series
Prait - 7% Tooth!

nMZ M-an AMS WMS| »DZ Mocan AMS WMS| nCS Mecan AMS WMS
Shoveling I 75 2.5 1.56 0.19 55 2.7 1.73 0.55 50 2.4 1.33 1.07
Shoveling 12 63 2.3 1.37 0.20 45 2.5 1.42 0.53 50 2.1 1.46 0.98
Tubzrculum dentale 35 68 2.8 2.86 0.46 49 3.0 2.13 0.99 50 2.3 1.58 1.54
Tubercvlum dentele J2% 53 2.4 5.23 0.69 40 3.1 6.24  2.99 50 3.1 4.717 4.54
Canine tubercle C 39 2.7 5.80 0.54 26 2.7 3.68 1.44 50 3.0 2.78 2.81
Carabelli’s trait M! 75 4.0 8.18 0.69 56 4.1 8.29 2.55 50 4.3 5.37 6.27
Mctaconule - M! 62 1.4 1.57 0.11 49 1.5 0.97 0.98 50 1.7 0.99 1.41
Hypocone M1 75 6.0 0.83 0.13 55 6.0 0.37 0.30 50 6.0 0.35 0.38
Hypocone M2 41 4.0 4.60 0.68 22 3.8 2.37 2.80 50 4.6 2.19 1.79
Multiple lingual cusps P, 57 2.2 6.05 2.04 35 2.1 3.98 3.16 50 2.3 5.13 3.56
Multiple lingual cusps P, 44 3.6 5.18 1.24 30 3.5 440 3.45 50 3.2 3.60 3.96
Hypoconulid M, 61 4.7 5.81 0.42 53 4.9 5.01 1.72 50 4.8 3.63  3.21
Cusp 6 M, 61 14 1.54 0.14 51 1.3 1.02 0.28 50 1.4 0.82 1.01
Cusp 7 M, 74 17 1.69 0.53 57 2.0 2.67 1.22 50 1.8 0.98 1.36

* Tuberculum dentale, I2 is only trait that shows a significant difference in means between MZ and DZ twins (t’ =
= 1.92, p = 0.C61)

TABLE 4. F tests for assumptions of the analysis-of-variance twin model.

; |
OMmz: = Op2z? AMSDz/WMSDz AMScs/WMScs ! WMScs/WMSDz
Trait Tooth -
$ F = F P F P F P

Shoveling I 1.30 NS 3.17 <.01 1.25 NS 1.96 <.01
Shoveling 12 1.24 NS 2.66 <.01 1.49 NS 1.84 <.01
Tuberculum dentale I 1.06 NS 2.15 <.01 1.03 NS 1.56 .01—.05
Tuberculum dentale B2 1.58 .056—.10 2.12 <.01 1.05 NS 1.52 01—.05
Canine tubercle C 1.24 NS 2.55 <.01 0.99 NS 1.95 <.01
Carabelli’s trait M! 1.22 NS 3.25 <.01 0.86 NS 2.46 <.01
Metaconule M 1.16 NS 0.99 NS 0.70 NS 1.44 .01—.05
Hygocone M! 1.44 .05—.10 1.23 NS ©0.91 NS | 1.27 NS
Hypocone M2 1.02 NS 0.85 NS 1.22 NS 0.64 NS
Multiple lingual cusps P, 1.13 NS 1.26 NS 1.44 NS 113 NS
Multiple lingual cusps P, 1.22 NS 1.27 NS 0.91 NS 1.15 NS
Hypoconulid M, 1.08 NS 2.92 <.01 1.13 NS 1.87 <.01
Cusp 6 - M 1.29 NS 3.60 <.01 0.81 NS 3.56 <.01
Cusp 7 M, 1.75 <.01 219 <.01 0.72 NS 1.12 NS
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Table 3 presents the basic summary statistics
used in the analysis of variance twin model. This
includes number of pairs, mean trait expression,
and among (AMS) and within (WMS) mean squares
for MZ and DZ twins and unrelated pairs. Although
these figures serve as the basis for all subsequent
analyses, a few general points should be noted.

For MZ twins, the WMS is typically small in
magnitude indicating that MZ twins are very
similar phenotypically. The AMS for MZ twins is
consistently much higher than the WMS. For DZ
twins, there is always more variance within twin
pairs when compared on a trait by trait basis with
the WMS of MZ twins. For DZ twins, 12 of 14
traits show less variance within than among twin
pairs. In sharp contrast to either twin type, the
control series shows among and within mean squa-
res of similar magnitudes. The highest mean square
is evenly divided between AMS and WMS for the
14 traits. '

Regarding mean trait expression in MZ and DZ
twins, only tuberculum dentale of the upper lateral
incisor shows a significant difference between twin
types. As recommended by Christian (1979), the
level significance for this test is .10 rather than .05.
For all others traits, MZ and DZ mean trait expres-
sion is similar (differences range from 0.0 to 0.3).

In Table 4, F values and associated probabili-
ties are shown for the tests of assumptions of the
analysis of variance twin model. For a trait to meet
these assumptions, it should have F values that do
not differ significantly from 1.0 for total variance
equality (column 1) or for the ratio of among to
within mean squares for the control series (column
3). In contrast, the ratios of AMS,;/WMSp; (column
2) and WMScs/WMSp; (column 4), should yield-F
values that depart significantly from 1.0.

Crown traits which meet all the assumptions of
the twin model are: shoveling of the upper central
-and lateral incisors, tuberculum dentale of the upper
central incisor, the canine tubercle of the upper ca-
nine, Carabelli’s trait of the upper first molar, and
the hypoconulid and cusp 6 of the lower first molar.
Tuberculum dentale of the upper lateral incisor vio-
lates the assumption of variance equality as DZ
twins show significantly greater total variance. In

addition, this was the only trait that showed a sig-
nificant difference in mean trait expression between
MZ and DZ twins. The metaconule of the upper
first molar, while meeting three assumptions of the
model, fails to show a significant difference in the
ratio of among to within means squares for DZ
twins. The hypocone of both upper molars and
multiple lingual cusps of both lower premolars fail
to meet the assumptions of greater among than
within variance for DZ twins and greater within
mean squares for the control series than for DZ
twins. The hypocone of the upper first molar also
shows significant variance inequality. Cusp 7 of the
lower first molar shows significant variance inequa-
lity between twin types and also fails to show a sig-
nificantly larger within mean square for the control
series than for DZ twins.

Genetic variance and heritability estimates were
calculated for only those traits that met all as-
sumptions of the analysis of variance twin model.
These values are shown in Table 5. For the seven
traits that meet the assumptions of the model, all
show a highly significant genetic component of va-
riance. Genetic variance, estimated by the remainder
of variance when WM S, is subtracted from WMSpz,
varies between 0.14 for cusp 6 to 1.86 for Carabel-
1i’s trait. Of course, these genetic variance estimates
must be considered relative to the total variance

. shown within and among twin types. To standardize

these estimates for intertrait comparison, genetic va-

riance is divided by the average of the four mean -

squares For MZ and DZ twins. This standardized
value is one method to esimate heritability using all
relevant variance components (Corruccini and Potter
1980). The seven traits that met all .assumptions of
the twin model show heritability estimates that are
of the same general magnitude. Only cusp 6 shows
a value (.19) that falls outside the range of .32
to .40. :

DISCUSSION

Concordance analysis of presence-absence va-
riables in twins, while perhaps a more conservative
approach than analysis of variance, appears to have

TABLE 5. Tests of significance for genetic variance and genetic variance and heritability estimates for those trais meeting assumptions

of analysis-of-variance twin model.

! i 2. 3. Heritability
Trait Tooth WMSpz| WMSmz WMSpz—WMSnz WMSpz — WMSuz
F P (TMSpz + TMSuz)/4
Shoveling it 2.92 <.01 .36 236
Shoveling B 2.69 <.01 .33 .38
Tuberculum dentale I 2.14 <.01 .53 .33
Canine tubercle C 2.68 <.01 .90 32
Carabelli’s trait M! 3.69 <.01 1.86 .38
Hypoconulid M, 4.05 <.ul 1.30 .40
Cusp 6 M, 2.04 <.01 .14 .19

1. F test for significance of genetic variance
2. Estimate of genetic variance -

3. Estimate of heritability
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major limitations when applied to morphologic den-
tal variables. Berry (1978) analyzed European twin
series for a large number of dental traits and found
basically the same pattern noted here; concordance
rates are higher in MZ twins than DZ twins and are
higher in DZ twins than in a series of unrelated
pairs. Her analysis, however, included no tests of
significance so it is difficult to assess these results
except in general terms. In his study of American
white twins, Biggerstaff (1970, 1973) found that for
lower molar cusp number and groove pattern and
for Carabelli’s trait, MZ and DZ twins did not differ
significantly in concordance rates. On this basis, he
concluded these traits did not have high levels of
heritability. Biggerstaff’s analysis however, was based
on 2X2 contingency tables (MZ twins, DZ twins;
concordance, discordance) and this method masks
the two different types of concordance (0—0 and
—+—-). When a similar analysis was performed for
the twin series in this study, only two of 14 traits
differed significantly between twin types. This result
stands in contrast to the results of the goodness of
fit tests. For example, concordance rates do not
differ significantly between MZ and DZ twins for
the hypoconulid in a 2)X2 contingency analysis, but
the concordance rate is highly significant for MZ
twins and nonsignificant for DZ twins when assessed
by goodness of fit. The methods of Smith (1970,
1974) show that concordance rates are related to
total population frequencies and both must be con-
sidered, particularly when heritability is estimated.
For example, a concordance rate of only 30 9, in
MZ twins indicates high heritability in cases where
trait frequency in low (e.g. 19p). As population
frequencies increase, it becomes increasingly difficult
to estimate heritability from concordance analysis.
Considering the high population frequencies of mor-
phologic crown traits and the insensitivity of the
concordance analysis approach to among and within
twin variation, it does not appear that this is the
most suitable method available.

The results from analysis of variance are much
more informative than those obtained from the con-
cordance approach. The use of this method for tooth

crown traits can be justified, in part, by the analysis

of unrelated pairs. If a trait’s population incidence
and/or class frequency distribution biased results in
a patterned way, this would be reflected in the mean
squares among and within pairs. None of the
AMScs/WMScs ratios differed significantly from 1.0,
and, in fact, when all 14 F values were averaged,
the mean F was 1.02 (the expected mean assuming
random effect is 1.0). These results are in clear
contrast to the pattern of among and within mean
squares for the two twin types.

In contrast to most, if not all, prior twin studies
of tooth crown traits, we have tested a specific set
of assumptions which relate to the predicted magni-
tudes of the variance components for MZ and DZ
twins. Other studies present results for full trait sets
without distinguishing among traits which may be
biased by greater environmental covariance in MZ
twins. The question remains why some traits violate
assumptions of the model while others do not. One

could conclude that different dental traits show va-
rying degrees of genetic determination and this may
indeed be the case for some traits. There are, how-
ever, alternative explanations. For example, two
traits which violated more than one assumption of
the model were the hypocone (both upper molars)
and multiple lingual cusps (both lower premolars).
For these traits, the classification used to score
trait expression may be in part responsible. The hy-"
pocone is difficult to rank consistently because, in
the classification system used, the size of the hy-
pocone is judged relative to the size of the other
major cusps of the upper molar crown. Such relative
judgements are difficult to make consistently. The

_scoring standard developed for multiple lingual

cusps of the lower premolars (Seott 1973) represents
an attempt to characterize phenotypic variation by
the presence and relative size of an accessory disto-
lingual cusp. While this system was thought to be an
improvement over the Kraus and Furr (1953) di-
chotomous classification which considered any acces-
sory cusp, regardless of placement or size, as char-
acteristic of multiple lingual cusps, the more complex
classification used here may not adequately reflect
the developmental parameters of this trait. Tuber-
culum dentale of the upper lateral incisor violated
the assumptions of equal twin means and total va-
riances. This variable, at the same time, is difficult
to classify and also shows a high degree of asym-
metry. The problem with this variant may relate to
both the classificatory scheme and a significant
element of environmentally induced variance. For
both the metaconule and cusp 7, observing low
levels of expression is difficult and as these traits
are rarely pronounced in size, the problem may.be -
due to level of observation. Basically, the traits that
violate one or more assumptions of the twin model
may (1) actually reflect varying degrees of genetic
determination among tooth crown traits, (2) indicate
that the classification systems established for scoring
trait expression do not correspond to the underlying
biologic basis of the trait, and/or (3) suggest diffi-
culties in making consistent observations, especially
for those traits manifested in very subtle degrees.
It is possible that a twin analysis such as this is
a good method to determine the validity of specific
trait classification systems and indicate areas where
there is a problem with consistent observation.

For the set of traits that did meet all assump-
tions of the analysis of variance twin model, the
heritability estimates were comparable in magnitude.
Somewhat less than half of the variance in expres-
sion among and within twins could be attributed to
genotypic variance. Problems of classification and
observation could have contributed to lowering these
estimates, but their internal consistency, considered
in concert with other findings, suggest they are re-
liable estimates of population heritability. Although
heritability estimates are specific to the population
sampled, the results noted here are in agreement
with those of Mizoguchi (1977) who analyzed a large
Japanese twin sample. Excluding only two of 18
heritability estimates derived from this sample (one
exceeded unity while another was negative), the
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mean h? value for his remaining 16 crown traits was
.44 (range: 12—.75). .

From twin studies, one can only estimate he-
ritability in “the broad sense” which means that
total genotypic variance is assessed in terms of its
relationship to the environment (Kang et al. 1978).
To derive “narrow sense’ heritability, which is the
ratio of additive genetic variance to total pheno-
typic variance, it is necessary to use intergeneratio-
nal correlations, as in family studies. Theoretically,
heritability can range from 0 to 1.0. An h2 of 0 in-
dicates that all phenotypic variance can be attribut-
ed to environmental causes. At the other extreme,
an h? of 1.0 would suggest that phenotypic variance
was due entirely to genotypic variance. Most attri-
butes of the dentition, including tooth crown size
and morphology, have heritabilities that fall between
0 and 1.0 (cf. Mizoguchi 1977, Townsend and Brown
1978). Although the dentition is often viewed as
a highly canalized developmental system, twin and
family studies show consistently that variation in
tooth size and morphology has an environmental
component. Significant secular trends in families
-have been shown for crown size (Hanna et al. 1963,
Potter et al 1968, Garn et al. 1968, Bowden and
Goose 1969), with improved nutritional status gene-
rally implicated as the most important causative
factor (Potter 1976). Studies of antimeric asymmetry
provide another line of evidence implicating environ-
mental factors in dental development. Twin studies
have shown that fluctuating asymmetry in the den-
tition has no appreciable genetic component (Staley
and Green 1974, Potter and Nance 1976). Such
asymmetry is often thought to reflect subtle dif-
ferences in the timing of development, both prenatal
and postnatal, between the sides of the dentition.
Such differences in timing between left and right
sides which generate asymmetry might be analogous
to slight developmental differences between MZ
twins which result in discordance. The mean intra-
class correlation for MZ twins for the 14 variables
in this study was .742. In an analysis of asymmetry
for eight molar crown traits (observed on 16 teeth)

in a large Pima Indian sample, the average correla- -

tion (Kendall’s tau) between antimeres was .788 for
males and .761 for females (Noss et al. 1983). Ideally,
one should study the same trait set in a single ethnic
group to compare degrees of asymmetry and MZ
discordance, but the similarity between these corre-
lations is noteworthy. .

While the dentition is not often considered in
discussions of human plasticity, it is becoming in-
creasingly apparent that we cannot simply view the
dentition as a system solely under the control of
genetic factors. General crown form is clearly under
strict developmental control as mediated by genetic
factors, but the subtle differences in size and mor-
phology that are of anthropological interest can be
influenced to a degree by environmental variables
(e.g. maternal diet, various types of stress, postnatal
dietary factors, including trace elements, etc.). Major
differences exhibited among groups in, say, shovel-
shaped incisors or Carabelli’s trait reflect underly-
ing genetic differences. From a long-term evolutio-
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nary standpoint, however, groups are not totally in-
flexible in terms of dental adaptations to new or
changing environmental regimes. In fact, Wadding-
ton’s (1957) concept of genetic assimilation may be
applicable to the dentition as well as to other more
plastic systems. That is, if a group migrates to a re-
gion and this move involves dietary or other changes,
the dental system has some latitude for minor
environmentally induced phenotypic adjustments
which, if selected for, could eventually involve ge-
netic changes in the population. This would occur if
there was some selective advantage to those indi-
viduals with genotypes which allowed for such ad-
justments. Considering the general stability- and
conservatism of the dentition, the suggestion of
plasticity in the size and surficial morphology of
teeth might be of greatest utility in enhancing our
understanding of hominid dental trends (e.g. decreas-
ing erown size, increasing agenesis, and morpholo-
gical simplification in European and Asiatic Indian
dentitions).

ACKNOWLEDGEMENT

This work was supported, in part, by a grant
from the National Institute of Health (DE05669).

REFERENCES

ALVESALO L., NUUTILA M., PORTIN P., 1975: The cusp
of Carabelli: occurrence in first upper molars and
evaluation of its heritability. Acta Odont. Scandinav. -
33: 191—-197. »

BERRY A. C., 1978: Anthropological and family studies
on minor variants of the dental crown. In: Dewve-
lopment, Function and Evolution of Teeth. Eds. P. M.
Butler, K. A. Joysey. Pp. 81—97. London, Academic
Press. :

BIGGERSTAFF R. H., 1970: Morphological variations for
the permanent mandibular first molars in human mo-
nozygotic and dizygotic twins. Archs oral Biol. 15:
721-730. :

BIGGERSTAFF R. H., 1973: Heritability of the Carabelli
cusp in twins. J. Dent. Res. 52: 40—44.

BOWDEN D. E. J., GOOSE D. H., 1969: Inheritance of
tooth size in Liverpool families. J. Med. Genet. 6:
55—58.

CHRISTIAN J. C., 1979: Testing twin means and estimating
genetic variance: basic methodology for the analysis
of quantitative twin data. Acta Genet. Med. Gemellol.
28: 35—40.

CHRISTIAN J. C., NORTON J. A., 1977: A proposed test
of the difference between the means of monozygotic
and dizygotic twins. Acta Genet. Med. Gemellol. 26:
49—53.

CHRISTIAN J. C., KANG K. W, NORTON J. A., 1974:
Choice of an estimate of genetic variance from twin
data. Am. J. Hum. Genet. 26: 154—161."

CHRISTIAN J. C., FEINLEIB M., NORTON' J. A., 1975:
Statistical analysis of genetic variance in twins. Am.
J. Hum. Genet. 27: 807.

CORRUCCINI R. S., POTTER R. H. Y., 1980: Genetic ana-
lysis of occlusal variation in twins. Am. J. Orthod. 78:
140—154. :

DAHLBERG A. A., 1956: Materials for the establishment of
standards for classification of tooth characters, attri-
butes, and techniques in morphological studies of the
dentition. Dept. of Anthropology, Univ. of Chicago,
Mimeo. "




DAHLBERG A. A., 1962: Analysis of the American Indian

dentition. In: Dental Anthropology. Ed. D. R. Broth- -

well. Pp. 149—177. New York, Pergamon.

GARN S. M., LEWIS A. B.,, WALENGA A., 1968: Evidence
for a secular trend in tooth size over two generations.
J. Dent. Res. 47: 503.

GOOSE D. H., LEE G. T. R., 1971: The mode of inheritan-
ce of Carabelli’s trait. Hum. Biol. 43: 64—69.

HANNA B. L., TURNER M. E., HUGHES R. D., 1963:
Family studies of the facial complex. J. Dent. Res.
42: 1322—1329.

HARRIS E. F., 1977: Anthropologic and Genetic Aspects
of the Dental Morphology of Solomon Islanders, Me-

- lanesia. PhD dissertation, Arizona State Univ., Tempe.

HASEMAN J. K., ELSTON R. C., 1970: The estimation of
genelic variance from twin data. Behav. Genet. 1: 11—
; 19,

KANG K. W., CHRISTIAN J. C., NORTON J. A., 1978:
Heritability estimates from twin studies. I. Formulae
of heritability estimates. Acta Genet. Med. Gemellol.
27: 39—44.

KEMPTHORNE 0., OSBORNE R. H., 1961: The interpre-
tation of twin data. Am. J. Hum. Genet. 13: 320—339.

KRAUS B. S., 1951: Carabelli’s anomaly of the maxillary
molar teeth. Am. J. Hum. Genet. 3: 348—355.

KRAUS B. S.,, FURR M. L. 1953: Lower first premolars.
Part I. A definition and classification of discrete
morphologic traits. J. Dent. Res. 32: 554—564.

LEE G. T. R, GOOSE D. H., 1972: The inheritance of
dental traits in a Chinese population in the United
Kingdom. J. Med. Genet. 9: 336—339.

LUDWIG F. J.,, 1957: The mandibular second premolars:
morphologic variation and inheritance. J. Dent. Res.
36: 263—273. 2

LUNDSTROM A., 1963: Tooth morphology as a basis for
distinguishing monozygotic and dizygotic twins. Am.
J. Hum. Genet. 15: 34—43.

MIZOGUCHI Y., 1977: Genetic variability in tooth crown
characters: analysis by the tetrachoric -correlation
method. Bull. National Sci. Mus., Series D (Anthropo-
logy) 3: 37—62.

NOSS J. F., SCOTT G. R., POTTER R. H. Y., DAHLBERG

: A. A., 1983: Fluctuating asymmetry in molar dimen-
sions and discrete morphological traits in Pima Indians.
Am. J. Phys. Anthropol. 61: 437—445. ;

PORTIN P., ALVESALO L., 1974: The inheritance of shovel
shape in maxillary central incisors. Am. J. Phys.
Anthropol. 41: 59—62. ,

POTTER R. H. Y., YU P.-L,, DAHLBERG A. A., MER-
_RITT A. D.,, CONNEALLY P. M., 1968: Genetic stu-

dies of tooth size [actors in Pima Indian families. Am.
J. Hum. Genet. 20: 89—100.

POTTER R. H. Y., 1976: The genetics of tooth size. In:
Oral Facial Genetics. Eds. R. E. Stewart, G. H. Pres-
cott. Pp. 105—123. Saint Louis, C. V. Mosby.

POTTER R. H. Y., NANCE W. E,, 1976: A twin study of
dental dimension. I. Discordance, asymmetry, and
mirror imagery. Am. J. Phys. Anthropol. 44: 391—
396. ;

SCOTT G. R., 1973: Dental Morphology: A Genetic Study
of American White Families and Variation in Living
Southwest Indians. PhD dissertation, Arizona State
Univ., Tempe.

SCOTT G. R., 1980: Population variation of Carabelli’s trait.

Hum. Biol. 52: 63—78.

'SCOTT G. R., DAHLBERG A. A., 1982: Microdifferentiation

in tooth crown morphology among Indians of the Ame-
rican Southwest. In: Teeth: Form, Function, and
Evolution. Ed. B. Karten. Pp. 259—291. New York,
Columbia.

SMITH C., 1970: Heritability of liability and concordance
in monozygous twins. Ann. Hum. Genet. 34: 85—91.

SMITH C., 1974: Concordance in twins: methods and inter-
pretations. Am. J. Hum. Genet. 26: 454—466.

SOFAER J. A.,, MACLEAN C. J., BAILIT H. L., 1972: He-
redity and morphological variation in early and late
developing human teeth of the same morphological
class. Archs oral Biol. 17: 811—816.

TOWNSEND G. C., BROWN T., 1978: Heritability of per-
manent tooth size. Am. J. Phys. Anthropol. 49: 497—
504. :

TSUJI T., 1958: Incidence and inheritance of the Carabelli’s
cusp in a Japanese population. Jap. J. Hum. Genet.
3: 21-31. ;

TURNER C. G., 1967: Dental genetics and microevolution
in prehistoric and living Koniag Eskimo. J. Dent. Res.
46: 911-917.

TURNER C. G., 1970: New classification of non-metrical
dental variation: cusps 6 and 7. Paper presented at
39th annual meeting of the Am. Assoc. of Phys. An-

: thropol., Washington.

TURNER C. G., SCOTT G. R., 1977: Dentition of Easter
Islanders. In: Orofacial Growth and Development. Eds.
A. A. Dahlberg, T. M. Graber. Pp. 229—249. The Ha-
gue, Mouton.

WADDINGTON C. H., 1957: The Strategy  of the Gene.
London, Allen and Unwin. ;

WOOD B. F., GREEN L. J., 1969: Second premolar meor-
phologic trait similarities in twins. J. Dent. Res. 48:

74—78.

G. Richard Scott
Anthropology Program
University of Alaska
Fairbanks, Alaska 99701
U.S.A.

Rosario H. Yap Potter
Department of Oral-Facial
Genetics

Indiana University School
of Dentistry

Indianapolis, Indiana 46202
US.A.

{

- 231



