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WiLLIAM F. KEEGAN
Southern Illinois University, Carbondale

The Optimal Foraging Analysis of
Horticultural Production

This paper extends the application of optimal foraging theory to horticultural economies. The
Machiguenga, a native Amazonian population of southeastern Peru, are used as a test case. The
results demonstrate the theory’s utility in structuring questions and predicting the outcome of
horticultural production. By extending the range of foraging theory the evolution of subsistence
strategies _from hunting-gathering to agriculture can be examined in quantitative terms. The evo-
lutionary sequence is illustrated with a hypothetical population. Additional insights are gained
when the theory is used to structure specific production decisions. Disagreements concerning the
scarcity of protein in Amazonian economies are shown to be a consequence of the measurement
units employed.

HE EVOLUTION OF HUMAN SUBSISTENCE ECONOMIES HAS ALWAYS BEEN A MAJOR

topic of anthropological interest (Morgan 1879; Steward 1955; Harris 1979). Within
this domain the development of agricultural economies has occupied a central place
(Struever 1971). Recent attempts to characterize subsistence change have borrowed con-
cepts developed in microeconomics and evolutionary ecology (Earle and Christenson
1980; Winterhalder and Smith 1981). The former has produced general models whose
specific application has yielded few satisfactory results (Johnson 1980); the latter has to
this date been restricted to the analysis of hunter-gatherer foraging strategies (Smith
1983).

The focus of this paper is horticultural economies. Their significance rests in their ev-
olutionary position between hunter-gatherers and agricultural subsistence systems. Hor-
ticulturalists are defined as practicing a mixed subsistence strategy of hunting-gathering
and shifting cultivation, in which simple slash-and-burn techniques are used to clear
fields that are cropped for fewer years than they are fallowed (Ruddle 1974). Systems of
shifting cultivation presently are distributed primarily in the tropics, where these systems
exhibit a wide range of variability (Conklin 1968).

The formal economic analysis of horticulture is conducted by applying the diet breadth
and patch selection models from optimal foraging theory. My purpose is to demonstrate
that models designed for the study of foraging economies can be extended to encompass
the subsequent stage in the evolution of subsistence practices. By employing models that
accurately predict subsistence decisions at each level it should be possible to explain the
evolutionary sequence and to examine subsistence change in quantitative terms.

The models were used to examine the subsistence practices of the Machiguenga, a na-
tive Amazonian population in southeastern Peru. The Machiguenga were selected be-
cause ethnographic research has focused on the economic-ecological questions of time
allocation, energy expenditure, and productivity in subsistence behavior (Johnson 1975,
1977, 1983; Johnson and Behrens 1982; Montgomery and Johnson 1977). Those studies
differ somewhat from typical optimal foraging studies. Therefore, some of Johnson’s data
have been converted to different units of measure, and optimal foraging studies from re-
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lated areas have been used as a guide in assigning values to Machiguenga subsistence
variables (Hames and Vickers 1982; Hawkes et al. 1982).

The results demonstrate that optimal foraging models can be applied to horticultural
economies. Further, their application provides insights into the composition of mixed
economies and the transition from hunting-gathering to horticulture, and suggests a line
of inquiry concerning the sexual division of labor. A final result is quantitative evidence
that protein capture is the focus of subsistence decisions for a native Amazonian group.

Despite the utility of optimal foraging models, they are not proposed as the ultimate
method for studying questions of human subsistence behavior. As Richard Levins (1966)
has suggested, the goals of understanding, predicting, and modifying nature require
models that maximize the qualities of generality, realism, and precision. Toward these
goals the optimal foraging models contribute generality and realism. What is needed is a
robust theory that includes additional specific models of subsistence variables and covers
all of the model qualities required to achieve those goals.

Optimal Horticulturalists: The Machiguenga Case

Detailed discussions of optimal foraging theory and its application to anthropological
questions already are available in the literature (MacArthur and Pianka 1966; Charnov
and Orians 1973; Pyke et al. 1977; Krebs 1978; Winterhalder and Smith 1981; Smith
1983). The following ignores, therefore, the broader theoretical questions and is restricted
to a specific application.

The models characterize foraging behavior in two types of environments. The diet
breadth model predicts the outcome of random searching in a fine-grained environment,
and the patch selection model predicts the outcome of foraging decisions in a coarse-
grained or patchy environment. In fine-grained environments, prey types are encoun-
tered during a random search in the same relative proportion throughout, while patchy
environments have a heterogeneous distribution of prey types (MacArthur and Pianka
1966; Pianka 1974).

The models are integrated by defining coarse-grained environments in terms of fine-
grained patches. The result is a two-tier model in which the forager must decide in which
patch to forage and for how long, and which prey types to pursue during a random search
of the fine-grained patch. The models are operationalized by assigning a goal, a currency,
a set of constraints, and a set of options. For the Machiguenga case the goal is the max-
imization of currency capture per unit time, both Calories and protein are tested inde-
pendently as currencies, time is the sum of constraints,' and food items in the Machi-
guenga diet are the options.

To predict which will be included in the diet, the options are ranked in terms of the
goal. This provides the equivalent of a preference list or utility in price theory. Rankings
are calculated as the quotient of currency return per unit handling time. Handling time
is the sum of time investments unique to each prey. For example, in the original diet
breadth model, foraging time was divided into the mutually exclusive and exhaustive
categories of search and handling (“pursuit”) times (MacArthur and Pianka 1966).
Search time is that spent looking for prey, and is therefore a cost shared equally by all
prey types in the diet. Pursuit or handling time is that spent pursuing, capturing, pro-
cessing, and consuming one item of each prey; it is thus a cost unique to each prey. By
ranking food items in terms of their relative return of currency per unit handling time the
decision-making process can be structured.

A final introductory comment is the difference between total, average, and marginal
returns. Despite the relative simplicity of these concepts there exists the potential for con-
fusion when return rates are calculated. Such confusion will produce erroneous results
(Hirshleifer 1980).

Average returns are the currency capture per unit quantity (e.g., Kcal/hr, $/hr), or the
“price” of a prey type.” Therefore, resource rankings are simply an index of relative
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prices. Total returns are the product of price times quantity; in a mixed economy they
equal the sum of average returns from each prey type times the quantity of each captured.
Total returns are equal to consumption.® Since both quantity and price are determinants,
conclusions cannot be drawn from either alone. For example, a high-ranked prey type
may be of little significance in the diet because it is encountered infrequently; and low-
ranked resources will not be handled no matter how abundant they are if total returns
can be satisfied at a higher average return rate with higher-ranked resources (cf. Winter-
halder 1981).

Marginal returns are the instantaneous change in price per unit change in quantity, or
the slope of a line tangent to a point on the total returns curve. Marginal return rates
typically are difficult to calculate from anthropological data (cf. Earle 1980). This prob-
lem can be overcome by calculating the marginal return rate along an extensive margin.
This extensive margin value will approximate the instantaneous rate of change when a
constant unitary change occurs in the average return rate,* in other words, when there is
a straight line segment that defines returns on the margin; this typically is the assumption
in linear-programming analysis (Reidhead 1980; Johnson and Behrens 1982).

The Machiguenga occupy the tropical forest along tributaries of the upper Amazon
near the base of the Andes (Johnson 1983). They number approximately 10,000 and are
dispersed at a low population density (ca. 0.3/km?) in settlements ranging from individ-
ual households (5-7 members) to hamlets of related households (25-35 members). They
practice a mixed subsistence strategy based on extensive sweet manioc and maize culti-
vation supplemented by hunting, fishing, and collecting.

For the Machiguenga we can define three mutually exclusive patches: the forest, the
river, and the garden. Finer distinctions within these patches will be made, but this initial
discussion requires only the recognition that these options minimally reflect Machi-
guenga behavior (Johnson and Behrens 1982). Machiguenga diet breadth in each patch
will be examined first, followed by the analysis of time allocation between patches.

Diet Breadth and Garden Breadth

The algebraic version of the fine-grained diet breadth model states that any prey type
is in the optimal set if and only if its net energy (or other currency) return per unit han-
dling time is greater than the average return rate (including search time) for all prey types
of higher rank (Charnov and Orians 1973; Smith 1983). In other words, after a prey type
is encountered, the decision to invest handling time is a function of the probability that
a higher-ranked prey type will be encountered in the time required to handle the observed
prey.

The rankings of Machiguenga prey types were estimated from Aché rankings because
handling times for forest prey were not available (Table 1). Both groups use similar meth-
ods for handling game, so it is reasonable to assume that their return rates are similar (cf.
Johnson 1977; Hawkes et al. 1982). Average annual returns are presented in Table 2.° In
terms of both Calorie and protein capture, the net return per unit time for every prey type
far exceeds the average annual return rate. In accord with the model, all of the forest prey
types belong in the optimal set.

The large difference between net and average annual return rates suggests that addi-
tional prey types should have been added to the diet. In the Machiguenga environment
only snake, howler monkey, jaguar, vulture, dog, vampire bat, deer, fox, and smooth-
billed ani are not hunted or eaten (Johnson and Baksh 1983). A variety of reasons can be
proposed to explain food restrictions (cf. Ross 1978), but there is insufficient evidence to
quantify those options. Since these potential prey occur infrequently, the possibility that
efficient handling techniques have not developed should be examined. Their exclusion
from the diet could then be explained as resulting from lower marginal return rates in
relation to the average return rate at the time of year they are encountered.

Different fish species cannot be identified as distinct prey types. Instead, fishing returns
are distinguished by technique. This distinction is similar to ‘‘procurement strategies”
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Table 1
Estimated Machiguenga resource rankings.
Resource E/h’ P/h? Encounters?
Forest patch
Collared peccary 65,000 3,944 rare
Wild fruits [orange] [5,071]* 144 common
Bird 4,769 720 common
White-lipped peccary 2,746 168 rare
Grubs/caterpillars 2,367 391 common
Palm hearts 1,526 169 common
Monkey 1,215 51 common
Garden patch
All produce 3,842 45
River patch
All fish 214 38
[2,120]

'Calories per handling hour based on Hawkes et al. (1982: Table 3) and Johnson (1983).

?Grams of protein per handling hour; estimates are based on food values reported in Wing and
Brown (1979: Table 4.3) and Hawkes et al. (1982). Where food values were not available, approx-
imations were based on similar foods.

*Johnson (1977).

*Oranges and other fruits have similar food values.

Table 2
Average annual patch productivity.!
Protein Calorie
Time/ capture/ capture/
Harvested Harvested patch/yr unit time unit time
Patch g protein/yr Kcal/yr (hrs)? (g/hr) (Kcal/hr)
Forest 10,675 170,808 1,463 7.29 116.46
River 53,342 300,980 1,400 38.10 214.56
Gardens 153,800 13,063,100 3,400 45.24 3,842.09

'All values from Johnson and Behrens (1982), except where noted.
2From Johnson (1980).

used in Earle’s (1980) model of subsistence change. The Machiguenga fish with poison,
hook and line, net, and by hand. With the exception of opportunistic hand fishing, yields
from each method adequately reflect investments of time (Johnson 1982).

To apply the fine-grained diet breadth model to horticultural production, we begin by
conceptualizing gardens as managed patches. It will be remembered that the model assumes
that foraging within a patch is random; horticulture appears to violate this assumption.
For the model to predict the outcome of foraging in a patch it is necessary to distinguish
between time investments unique to each prey type (handling time) and the time spent
in searching for all prey types in the optimal set. Search time reflects the availability of
prey types, and the random search assumption ensures that search time is shared equally
by all prey.

With managed patches, the time required to prepare the patch should be considered
as search time. In other words, all of the cultigens share the costs of garden preparation
(e.g., clearing, burning, weeding), while handling times are unique to each cultigen (e.g.,
planting, harvesting, processing). Therefore, the intent of the random search assumption
is not violated.
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The net return rates are not available for Machiguenga cultigens because time allo-
cation data cannot be broken into per-cultigen units. Nevertheless, it is possible to test
indirectly the assumption that Machiguenga garden breadth is defined by the optimal
set. With the exception of guava, which is the lowest-yield cultigen, the total returns in
Calories and protein are summed.® This value is then divided by the total time invested
in the garden. The quotient is an average return rate of 3,840 Kcal/hr and 45 g protein/
hr. Guava should be included in the garden if and only if its marginal return rate was
equal to the appropriate average currency return rate. Total annual guava production
equals 7,600 Kcal and 100 g protein; therefore, a total handling time investment of about
two hours or less per year would place guava in the optimal set defined by either currency.

The available evidence suggests that two hours per year is a reasonable estimate of the
time devoted to guava production. First, all of the crops except maize and manioc are
planted by women. Women devote so little time to planting that Johnson (1983: Table
2.10) does not provide a value. He reports that women work more slowly and with less
apparent effort while planting, and they often are accompanied by young children and/
or nursing infants. Between 20 seconds and a minute are devoted to each cutting, and the
women generally exhaust their cuttings in less than an hour and return home. Harvesting
and processing also require little effort. Hawkes et al. (1982: Table 3) estimate the han-
dling costs of oranges as 0.07 hr/kg. Since guava and oranges have similar handling re-
quirements, a total of 0.77 hours would be required to handle all 11 kg of guava produced.
Estimates for other cultigens indicate that the time devoted to achieve total yields fits the
predictions of the model.

The results demonstrate that the main food crops cultivated by the Machiguenga are
all in the optimal set. As the model predicts, a forager with a high search/handling cost
ratio will tend toward a generalized diet breadth (Winterhalder 1981). In Machiguenga
gardens the search and handling times are approximately equal for maize and manioc
cultivation, but they increase to about 715:1 for guava. A more complete understanding
of Machiguenga horticulture will require the collection of handling cost data for every
cultigen.

Patch Selection and Time Allocation

The next task is to determine whether or not the time allocated to each patch matches
the predictions of the patch selection model. The model assumes that the foraging process
depletes the resource level in any patch. The optimal solution is to equalize the marginal
return rate in each patch with the overall average return rate for the entire set of patches
used. The outcome should be a forager who leaves a patch when it is depleted to the point
that foraging elsewhere provides a higher marginal return per unit time (including travel
time) (Winterhalder 1981; Smith 1983).

The patch selection model is similar to other microeconomic models (e.g., Earle 1980).
There is nothing in these formulations that precludes their careful use in the study of
horticultural economies. In addition, all three of the Machiguenga patches conform to
the patch depletion assumption.

When Calories are used as the currency, the average annual return rate from the gar-
den patch is magnitudes higher than those for the other patches (Table 2). Since manioc,
the primary Calorie producer, is available throughout the year, there presently would be
no reason to forage outside the garden patch. Even with all the costs of gardening as-
signed to manioc production, the average return rate of 2,470 Kcal/hr should remain
higher than the marginal return rates in the other patches. These results suggest that
Calories are not the currency on which Machiguenga subsistence decisions are made (see
Johnson and Behrens 1982; Johnson and Baksh 1983).

The problem with manioc is that it lacks essential nutrients in sufficient proportions to
satisfy human nutritional requirements. The Machiguenga would have to consume about
five Calories of manioc to obtain the protein equivalent of one Calorie of maize (Johnson
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1980, 1983). The consumption of manioc in quantities required to meet protein needs
probably is not feasible (Jones 1959; Johnson and Behrens 1982).

The second most important crop in terms of garden productivity is maize. Maize con-
tributes 20% of the Calories and 45% of the protein produced. It is the most efficient
protein producer in Machiguenga gardens, so we would expect an intensification of maize
production in response to declining protein returns from hunting and/or fishing. That is
exactly what is observed. During the initial phase of settlement both fish and game are
abundant (Johnson 1982; Hames and Vickers 1982). These foraged resources rapidly
decline in availability until conditions similar to those observed at the community under
study are reached.

Although manioc is the staple, maize is the principal crop of new gardens (85% of all
plants). In addition, while up to 50% of the manioc produced is abandoned in old gar-
dens, all of the maize crop is harvested. New gardens are cleared every year to permit
efficient maize production because local soils rapidly are depleted of nutrients (Johnson
1983). If the Machiguenga were concerned with Calorie production alone, and main-
tained their present level of production, then they would need to clear new gardens only
every other year.

Garden size also reflects the intensification of maize production. Maize and manioc
mature at significantly different rates, and the density at which each is planted has little
effect on the productivity of the other. Therefore, garden size should indicate which cul-
tigen is the focus of gardening efforts. Manioc is planted at a variety of densities, while
maize plant densities exhibit little variation (Johnson 1983). Manioc is planted at a max-
imum density of 3,500 plants/ha in smaller gardens, but larger gardens typically are
planted at a density of about 2,500 plants/ha. If the yields per plant at both densities are
equal, then the size of larger gardens could be reduced by 30%.

By assuming that the Machiguenga’s required level of maize production necessitates
this 30% increase in new garden size, the average return rate for the intensified produc-
tion of maize can be estimated. The food value of the additional maize (30% of the total)
is divided by the labor costs accruing from land preparation and harvest. These calcu-
lations produce a value of 20 g protein/hr, which provides a value for comparing returns
with other production strategies. Since handling costs (e.g., planting, food processing)
did not change with intensification (i.e., constant unit price), the average return rate
should approximate the marginal return rate.

The estimated average/marginal return rate for maize is effective only during the
months of December through May, when maize is available for consumption. The mar-
ginal return rate during those months will decline as the seeds become dry, hard, and
more difficult to consume, and part of the harvest is lost to spoilage during short-term
storage. The actual return rate also will be lower because seed must be set aside for plant-
ing.

Protein is available in the gardens at an annual average rate of 15.7 g/hr during the
remainder of the year. This value excludes maize production and reduces the total value
of manioc protein by 50% to account for unconsumed production. The average return
rate for these other cultigens also will fluctuate with seasonal availabilities. Even though
these other crops have a fairly high average return rate, none are efficient producers of
protein, and intensification efforts would not focus on these cultigens (cf. Johnson and
Behrens 1982). A final point is that returns from gardens will decline through time as
suitable land close to the village is exhausted and the time required to travel to gardens
increases.

Average return rates for the forest probably remain fairly constant throughout the year.
A decline in returns during the rainy season is expected because flooding restricts mo-
bility and increases travel costs. However, at elevations inhabited by the Machiguenga
flooding is less severe than in the lowlands and probably produces a minor decline.

The major change in forest returns is their decline in relation to the length of settle-
ment. The returns from hunting at locations near (0—4 km), intermediate (59 km), and
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distant (>9 km) from Ye’kwana villages are reported by Hames and Vickers (1982: Table
3). These distances should reflect returns from old, mature, and new villages respectively
because distance and age are both measures of foraging intensity. The Shimaa commu-
nity studied by Johnson was an old community (1983).” Using the present average return
rate of 7.9 g/hr as the average for old communities, average return rates are retrodicted
with the proportional changes in Ye’kwana hunting zones (Table 3). Average returns
from distant zones (pristine environments) are about 87% higher, which would yield an
average return rate of 62.7 g/hr for a new Machiguenga community.

The efficient exploitation of the river patch closely reflects differences in seasonal avail-
abilities. Net and hand capture are opportunistic strategies employed during rainstorms
or when the river is cloudy. Their success depends on the predator remaining invisible
from the prey. Since these fishing techniques typically are undertaken during rainstorms,
they involve a limited investment of time that could not be spent in other production
activities. The result is relatively low yields spread throughout the year (Table 3).

Poisoning and hook and line techniques are practiced exclusively during the dry season
when the river is low. A hook often is set in the morning and checked when the day’s
activities are completed. Alternatively, one or several individuals will travel to a more
distant section of the river to fish. Poisoning provides the highest total returns, but it is
highly seasonal and requires the participation of a large, organized group. Therefore,
both seasonal and scheduling constraints limit the intensification of this technique (cf.
Flannery 1968). Since poisoning eliminates most of the fish from a section of the river for
several seasons, return rates decline as additional, appropriate locations are sought far-
ther from the village.

The preceding discussion indicates that Machiguenga patch selection decisions involve
a continuously changing set of potential return rates. The length of time a community
has been occupied, the timing of horticultural activities whose returns are deferred until
harvest, the seasonal availability of resources in each patch, and the scheduling of activ-
ities that require the participation of the entire community all affect the outcome. There-
fore, average annual return rates are inadequate for predicting time allocation between

Table 3
Estimated average return rates (g protein/hr) from Machiguenga patches.

Patch Protein (g/hr) Seasonality
Forest!

New village 62.7 Decline

Mature village 18.8 in Rainy

Old village 7.9 Season
River

Poisoning 83.0 Dry season

Hook and line 26.0 Dry season

Net fishing 20.0 None

Hand fishing 6.6 None
Garden®

Annual average 45.2 None

Maize 20.0 Dec.—May

Other 15.7 Variable

'Based on proportional changes in returns from distant (>9 km), intermediate (5-9 km), and
near (0—4 km) hunting zones around Ye’kwana villages, 1975-76 (Hames and Vickers 1982: Table
3).

*Converted from total grams of fish per Kcal work effort (Montgomery and Johnson 1977; John-
son 1982; Johnson and Behrens 1982).

*From Johnson (1983). “Other” is an estimate of protein capture for all crops except maize and
with a 50% reduction of manioc yields to reflect actual consumption.
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patches (cf. Johnson and Behrens 1982). Further, an annual cycle also is inadequate un-
less returns are expressed as curves that reflect both seasonal availability and the declin-
ing returns with community age. When the Machiguenga patches were examined closely
it became apparent that maize and “other” cultigens are distinct patches within the gar-
den (during harvest), that each fishing technique represents a different patch, and that
forest returns must be considered in terms of distance from the settlement.

The Machiguenga data are not sufficient to provide a quantitative test of the model’s

905
poison
r———-1
80 | |
I
| |
| |
709 distant " |
_— e
804 ] |
)
' '.
AVERAGE 504 I' ‘
PROTEIN / |
RETURNS ! \
(o) 4 / |
! \
/
30- / |
/ ook and line |
/ / By
maize / / \
20.‘—!-.-0-.-0~I-‘_--4~ S ‘
AT A
PATCHES: i 7 NS T T e ather
forest e 104 7/ 2 \
- . ——~ —— \
fishing o= ae = Mnm
garden e e = ; 7 P '~ hand
T o o X Y .
(1] =X
garden labor: clear burn
rainy season dry season

N D J F M A M J J A S0
MONTH
Figure 1

Estimated average return rate curves (g protein/hr) for Machiguenga patches during an
annual cycle.
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predictions. However, the estimates do provide a means for examining Machiguenga be-
havior in the structure provided by the model (Table 3, Figure 1). During the rainy sea-
son (November—April) time can be allocated to maize and “other” crops, the forest, and
hand or net fishing. Maize and “other” crops provide the highest average return rates
and should be the focus of subsistence activities. Rainstorms and higher river levels pro-
duce conditions that favor net fishing. Net fishing has the same average return rate as
maize and requires less travel time, so the river should be exploited whenever these con-
ditions prevail. Although hand fishing provides very low average returns, it is practiced
for short periods of time when other productive activities are precluded by rainfall. Dur-
ing this season hunting would only be favored before the start of the maize harvest and
then only at a distance from the village.

Toward the end of the rainy season the clearing of new gardens commences (April-
July). At this time the maize crop is almost gone, the season for fishing with poison and
hook and line is just beginning, and gardening takes people to locations away from the
village. Time allocation decisions reflect selection from a variety of nearly equivalent op-
tions. Time must be invested in the garden in relation to anticipated yields, and work
outside the village provides the opportunity to forage in more productive areas of the
forest. The remainder of the maize crop is consumed, and time allocation to fishing re-
flects seasonal and scheduling arrangements.

The dry season (June-September) brings the opportunity for high returns from fishing.
Poisoning expeditions will depend on the scheduling of this communal activity, but hook-
and-line fishing can be pursued by individuals. Other fishing strategies should not be
practiced, but their prior effect on proximate fish availability may require travel to more
distant streams. Hunting is not favored unless conducted at a distance from the village.
With the conclusion of garden clearing, extended hunting and fishing expeditions to dis-
tant locations are possible. “Other” crops provide a limited amount of protein during
this period.

Finally, the cleared fields are burned and planted toward the end of the dry season
(September—October). The requirements of field burning and the planting of crops tend
to keep people close to the village or at temporary field houses. Poisoning and hook-and-
line fishing provide declining yields, and the conditions appropriate for net and hand
fishing only occasionally are available. Some “‘other” crops may still be available in old
gardens. Finally, since the returns from all other strategies are at their lowest, hunting
may provide the only means of satisfying total nutritional requirements.

Although this analysis of Machiguenga time allocation is expressed less quantitatively
than the patch selection model, it does characterize their behavior during the annual
cycle. Furthermore, it suggests reasons why strategies with low average return rates are
practiced.

The Evolution of Horticultural Subsistence Economies

Optimal foraging models provide a structured framework for analyzing subsistence
change. By measuring the net return rates for different resources and production strate-
gies/patches, the direction of subsistence change can be predicted. The present discussion
is presented in general terms. Specific analysis would involve the archeological interpre-
tation of subsistence technology, floral and faunal remains, and the stable isotope recon-
struction of consumption.

In the absence of a suitable archeological case, a hypothetical population is used. The
population begins its evolution as hunter-gatherers in the South American tropical forest.
Their subsistence decisions are based on the goal of maximizing caloric returns per unit
time. The food-getting behavior of the Aché is used as a guide because they match the
above description and their behavior has been analyzed with optimal foraging models
(Hawkes et al. 1982). The rankings for Aché food resources are presented in Table 4.

The hypothetical population is placed in an environment in which sweet manioc grows
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Table 4
Aché resource rankings.’

Resource Kcal/hr Rank
Collared peccary 65,000 1
Deer 27,000 1
Paca 6,964 2
Coati 6,964 2
Armadillo 5,909 3
Snake 5,882 3
Oranges 5,071 4
Bird 4,769 5
Honey 3,266 6
White-lipped peccary 2,746 7
Palm larvae 2,367 8
Fish 2,120 9
Palm heart 1,526 10
Monkey 1,215 11
Palm fiber 1,200 11
Palm fruit 946 12

'Hawkes et al. (1982: Table 3).

wild. Using values from Johnson (1983), the net return from investing time in harvesting
and cooking tubers is about 5,280 Kcal/hr.® Sweet manioc would rank fourth in the Aché
diet, and would be gathered when the average return from all higher-ranked resources
declined to that net return rate.

As the patch selection model recognizes, the foraging process depletes the resource
level in any patch. Several options are available in response to declining returns. The
forager can move to a new patch, diet breadth can be expanded, or existing strategies can
be intensified. The option selected will depend on which provides the highest marginal
rate of return. The first two options have been discussed in detail (Charnov and Orians
1973; Krebs 1978; Winterhalder 1981; Smith 1983); the third deserves further consider-
ation.

The intensification of existing strategies can be accomplished through the introduction
of new search or handling techniques, or through additional time investments in existing
techniques. In the latter case, efficient production in terms of return rates may not ex-
haust the food value of a resource. Food that otherwise would be wasted can be made
available by increasing the handling time investment without the introduction of new
technology. For example, bison hunters of the North American plains removed only se-
lected cuts of meat from their kills (Speth 1983). A depletion of bison could result in the
removal of additional cuts.

The introduction of new search and handling techniques will lead to an increase in diet
breadth when search time increases or when handling time decreases, and to a contrac-
tion of diet breadth when the opposite conditions obtain. Changes in foraging technology
typically effect only handling times (Hames and Vickers 1982). In contrast, horticultural
investments in land preparation should be interpreted as an increase in search time. Since
the time devoted to land preparation provides the basis for cultigen abundance, it is a
cost shared by all cultigens (i.e., a fixed cost of production).

Returning to the hypothetical population, one response to declining average returns
might be the intensification of manioc production through clearing, burning, and plant-
ing a garden. These investments increase the availability of manioc, but the average re-
turn rate declines to about 3,960 Kcal/hr (as calculated from Johnson 1983). Tropical
forest groups who spend much of the year on “treks’” and return for the harvest of pre-
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viously prepared gardens reflect this pattern of incipient cultivation (Holmberg 1969;
Maybury-Lewis 1974; Gross 1979; Werner 1983). Garden yields can be intensified fur-
ther by weeding, or through selecting strains of bitter manioc. The latter increases total
starch yields but requires expensive processing techniques (Murphy and Murphy 1974;
Roosevelt 1980).

The preceding discussion illustrates how optimal foraging theory can be used to struc-
ture the interpretation of subsistence evolution. The models provide a technique for
quantifying options for the prediction of which option should be selected. Mobility, or
movement between patches, appears to provide the highest marginal returns for modern
hunter-gatherers. Horticulturalists seek a balance between mobility and maximizing re-
turns from search time invested in small garden patches. Finally, intensive agricultural-
ists increase the handling time/search time ratio of garden production, which produces a
step-wise contraction of diet breadth.

Implications of the Models

The diversity of cultigens in tropical horticulture has been explained as an adaptation
to tropical climates (Conklin 1968). It has been demonstrated that the fragile character
of tropical soils requires their protection from the destructive effects of rainfall and direct
insolation (Webster and Wilson 1966). However, the influences of soil depletion also can
be interpreted in economic terms. Short-term success at cash crop monoculture has been
achieved in tropical climates. In the long run, the costs of clearing new land in response
to soil exhaustion have made this strategy too expensive in relation to other possible strat-
egies.

Since soil exhaustion constrains production by increasing the rate at which new land
is cleared, it increases search costs, or what economists call the fixed costs of production.
The optimal foraging models predict that an increase in search time will result in an in-
crease in diet breadth. This increase in diet breadth is apparent in the diversity of tropical
gardens.

Tropical gardens exhibit a complicated packing of cultigens structured along horizon-
tal, vertical, and temporal axes (Ruddle 1974). Crops mature at different rates, under
varying densities, at different locations in the garden, and in association with different
sets of other cultigens. Clearly, cultivators are attempting to get the maximum total re-
turn for their investment in garden preparation. If soil protection was the primary reason
for garden diversity, then gardens would contain cultigens that protected the soil without
regard to their potential benefits. The Machiguenga case demonstrates that garden
breadth was defined by the optimal set of a specific currency, and was not simply a re-
sponse to soil characteristics.

A garden produces the maximum total return per unit time when the density of culti-
gens cannot be increased without a decrease in total yields. Therefore, additional land
must be cleared to increase total yields. An alternative solution to the need for higher
total returns is the addition of a new cultigen to the existing garden. If this new cultigen
does not reduce the total yield of existing cultigens, it will provide a viable option. This
option will be selected when its net return rate equals or exceeds the average return rate
from existing cultigens. When net and average return rates are equal, total production
can be increased at the same average return rate. In other words, an additional unit of
output is gained for the cost of handling the new cultigen, which by definition is equal to
the average return rate. If the new cultigen is not cultivated, the increase in total pro-
duction will be offset by an increase in the time devoted to land clearance and the average
return rate will decrease.

The diversity of cultigens in tropical gardens can be explained as the optimal solution
to the capture of total currency requirements in relation to productive constraints. Soil
fertility is a constraint, but productive decisions must be interpreted as selection between
options (e.g., hunting, gathering, fishing, cultivation). This selection is based on the
interpretation of return rates from every option.
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The theory also demonstrates that behavior is not regulated by “limiting factors” per
se but by the influence resource availability exerts on the selection among alternatives
(see Murray 1979). From this perspective we can address the paradox of protein acting
as a limiting factor while it is consumed at up to twice the recommended level (Gross
1975; Harris 1977; Chagnon and Hames 1979; Hames 1980; Johnson 1982).

The paradox results from the terms in which it is expressed. Attempts to both prove
and disprove the protein scarcity hypothesis have argued in terms of total returns and
absolute availabilities (Gross 1975; Chagnon and Hames 1979; Beckerman 1979; Spath
1981). Optimal foraging models indicate that protein capture must be expressed in terms
of average and marginal return rates. It is the cost of the next unit that is significant, not
the total that already has been consumed. The Machiguenga case has demonstrated that
protein capture can act as the currency even though total protein consumption far ex-
ceeds minimum daily requirements (Johnson and Baksh 1983).

Hunted resources tend to have high rankings in terms of both Calories and protein
(Table 4). When foods with higher Calorie/protein ratios are added to the diet, total pro-
tein consumption and the average return rate both will decrease. The response to declin-
ing returns will depend on the net return rates for different options, and resource avail-
abilities will only be significant in their effect on search time costs.

Absolute protein scarcity may be apparent only rarely, but seasonal availabilities must
be considered. For example, while the Machiguenga presently obtain protein at a rate of
20 g/hr, this production is limited to a single season. If maize production was intensified,
that rate would decline rapidly as land in the vicinity of settlements was consumed, im-
proved storage facilities were required, and techniques for processing hard kernels were
introduced (cf. Roosevelt 1980). Today, the scattering of settlements and frequent shift-
ing of residence provide access to resources at higher marginal return rates (Johnson and
Baksh 1983).

The factor that negates the utility of comparing total returns is the autocorrelation of
protein and Galories in food items. The recommended daily intake can be expressed in
‘“percentage protein kilocalories of total kilocalories’ as between 5% and 10% (Wing and
Brown 1981). Populations will continue to “‘overconsume’’ protein so long as production
strategies with percent values greater than 10 are favored by marginal return rates. While
values for most tropical foods are not available, a few examples are pork, 13.9; beef, 27.4;
fish, 60.7; iguana, 90.7; maize, 7.3; palm kernel, 39.0; human milk, 7.5 (Wing and Brown
1981: Table 4.3).

The evidence suggests that protein availability is limited. However, cultural develop-
ment will depend on the specific constraints in a population’s physical and social envi-
ronments.

A final consideration is the sexual division of labor. The time investments of Machi-
guenga men primarily are restricted to high search/handling time ratio components of
the diet (e.g., hunting, fishing, land preparation). Female labor is concentrated in recip-
rocal tasks (e.g., harvesting, food processing, planting low-handling time cultigens). The
economic reasons for this division of labor are not immediately apparent, but male mo-
bility and female sedentarism fit the hypothesis that child care restricts the movements
of females. By examining the relationship between total male and female labor inputs and
the total search and handling times for a horticultural economy, the reasons for variabil-
ity in men’s participation in agriculture may become apparent.

Conclusions

Optimal foraging theory can be used to predict the outcome of horticultural production
decisions. The models make no assumptions that are violated by horticulturalists, and
the generality of the concepts facilitates their integration with other formal models (e.g.,
Earle 1980). In relation to formal models now in use (e.g., cost minimization), optimal
foraging provides a tighter structure and avoids the present confusion of total, average,
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and marginal returns (cf. Johnson and Behrens 1982). Finally, the models generate test-
able predictions.

The Machiguenga case demonstrated that horticultural subsistence behavior can be
predicted by the models. This test used data that were not collected to the specifications
of the models, so refinements of the results are to be expected. The models also provide
insights into the structure of tropical horticulture, the evolution of subsistence systems,
questions of technological change, and possibly the sexual division of labor in agricultural
economies. The models also were used to restructure the protein scarcity hypothesis in
units appropriate to the economic nature of this question. The results indicate that pro-
tein is the currency on which subsistence decisions are based, and that the solution to
limited protein will depend on the marginal returns from locally available options.

Although the optimal foraging models do provide a quantitative approach to studying
human subsistence behavior, they must be supplemented with other economic and eco-
logical models. For example, while they predict the outcome of decisions based on protein
as a currency, a nutritional theory is needed to explain why protein is significant. Starting
with optimal foraging theory as a foundation, a robust theory of human subsistence be-
havior can be developed through the addition of specific formal models.

Notes

Acknowledgments. The interpretations in this paper were improved by discussions with Allen John-
son, Timothy Earle, Nicholas Blurton Jones, Michael Baksh, and Eugene Anderson. The construc-
tive comments of several anonymous reviewers improved both the quality and clarity of this paper.
Those contributions gratefully are acknowledged, but responsibility for this final presentation is
mine alone.

'Time is used as the common denominator to sum the effects of constraints. For example, average
garden returns should be different, depending on the vegetation cover that must be cleared. To
measure the impact of vegetation, the time invested in clearing is used as the measure of this con-
straint.

2The term price may cause some confusion because in vernacular use it glosses as cost. It would
therefore appear that high-ranked resources are high cost or expensive. In economic use, price is
simply a ratio of quantities that also can express revenue, returns, and wages (Hirshleifer 1980).
In this context price is the currency return that an individual can obtain for their labor investment
(i.e., wage price).

*Since handling time includes the time spent in consumption (Krebs 1978:24), total returns are
equal to the quantity of the currency that is consumed. Waste and other losses from food handling
should not be included in the calculation of return rates.

*The average (AR) and marginal (MR) returns of currency (c) and time (¢) can be expressed:

AR = ° and MR =_%
t dt
When a constant average return rate (i.e., constant unit price) is maintained between two points,
the marginal return rate estimated between these points will equal the instantaneous rate of change.
In other words, the change in currency with respect to the change in time constraints will be equal
to the average return rate multiplied by one.

Johnson (1983) provides a comprehensive descriptive summary of Machiguenga gardens.
Slightly different values for productivity are reported in other studies (Johnson 1980; Johnson and
Behrens 1982). The values used in this paper are 13,063,100 for total garden productivity (Kcal/
yr); 2,516 total labor time invested (hr/yr); 884 for time invested in food processing (hr/yr); and
travel times are not included in total handling time. All other values are from Johnson (1983: Table
2.12).

Although guava is the lowest-yield cultigen, this does not mean that it is the lowest ranked.
According to the model, the marginal return rate from any cultigen should equal the average return
rate for all cultigens of higher rank including search time. Any of the cultigens could have been
used for this indirect test; guava was selected because its marginal return rate can be calculated.

"The Shimaa community was four years old at the time of study. Machiguenga communities
typically are relocated after about five years.

®The average return rates are not intended to reflect the actual values for prehistoric populations.
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They are based on a population that practices all of the intensification techniques presented. The
return rates provide quantitative examples, and an attempt was made to keep them conservative
by assigning all horticultural costs to manioc. Actual return rates may be lower due to differences
between cultivated and wild manioc, and the costs of a lithic technology.
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